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OT aBTOpa

Bor yxe nBanunaTe nATh JeT i YHTAKO CTYAeHTaM OHOJIOTHYECKOro
¢akynbrera MI'Y kypc Ouosnepretuku. B pa3sHoe BpeMsi ¢pparMeHTH
3TOro kKypca OblyiH onyGJHKOBAaHH B KHHrax «AKKyMYJsiHS 3HEPTHH B
KJyieTKe», «TpaHcopMauusi sHepruu B 6HoMeMOpaHax», «Pacckasu o
6HO3HepreTHKe» H «DHepreTuka GHoJIOrHUeCKHX MeMOpan». [Tocnennss
H3 Ha3BaHHHIX KHHT, 3aJlyMaHHas KaK HCYepNLIBAlOLMH 0630p riaBHHX
aCreKTOB HOBOH OTpaciH (DH3HKO-XHMHYECKOH OHOJIOTHH H NOTOMY
BKJIIOYHBLIas HauboJblinit o6beM HHbOpMaluH, aipecoBajach Hayu-
HBHIM paGoTHHKaM — OGHOXHMHKaM, 6Ho¢pHu3nKaM H uuroJoraM. IlaHHoe
noco6ue — COKpallleHHH i BapHaHT, paCCYHTaHHHH Ha 6oJiee LIHPOKHHA
Kpyr yYHTaTesel, npexjae BCero CTyAeHTOB-6HOJIOroB. B H3/0XeHHH Ma-
TepHaJia ONyIlleHh MHOrHe JeTaJsH, HHTepeCHble JIHLIb JJISl Y3KOTro Kpy-
ra 6HO3HepreTHKOB. B TO Xe BpeMsl CTPYKTYpHHE H (GYHKUHOHAJbHHE
0COOEHHOCTH OCHOBHBHIX MeMOpaHHHX NpeoGpa3oBaTteJiell SHEPruH pac-
CMOTPEHH JAOCTaTOYHO NOAPOOHO, YTOGH YHTATENb MNOJYUYHJ LeJbHOe
npeacraBjieHHe 00 yCTpPOHCTBe M Ha3HAUeHHH 3THX OHOJIOTHUYECKHX CH-
CTEM. »]

ITosb3yloch ciydaeM BHIPa3HTbh CBOIO HCKPEHHIOIO NMPH3HATEJbHOCTh
O. O. Manaxosckoit, M. . MokeeBo#t 1 C. A. BorocsoBckoMy 3a 60Jib-
LIYIO NOMOIIb B IOATOTOBKE PYKOINHCH H myOJIMKalHH.

B. Il. Ckyasaues



BBe1enne

Buosornueckue HaykH MOXKHO KJaCCHQHUHPOBATh MO TPeM OCHOB-
HHIM KPHTEPHSM: YDOBHIO CJIOKHOCTH H3yyaeMoro o0bekra, NMPHpOAe
6HoJIOTHUECKOH GYHKIINH, NOAJeXKalllell HCCeN0BaHHIO, H MeTOAOJOTHH
uccaenoBanus. Mcnosp3oBaHHe 3THX KPHTEPHEB B KaueCTBe Tpex Ipo-
CTPaHCTBEHHBIX KOOPAHHAT NMO3BOJIHJO H306pa3uTh «3JaHHe GHOJIOTHH»
(pHc. 1). Kak nmoka3aHo Ha pHCYHKe, 3llaHHe MOJIYYHJIOCh BOCbMHITaXK-
HBIM IIpH YCJIOBHH, YTO KaxKJHil YPOBeHb CJOXKHOCTH 3aHHMaeT CBOH
3Tax.

Ha camom BepxHeM 3Taxe pacrnoJiaraloTcsi HCCel0BaHus b6uocgepet.
Ilox HUM — 3KoA02us, H3yUalomias coO6IlecTBa Pa3jHYHHX BHAOB XKH-
Bhx cyuectB. Caenyloniu, necToif 3TaxK OTBeAeH rpynmne GHOJIOTHYe-
CKHX HAyK, H3y4alOLIUX OTHEJbHBIE BHIH MKHBOTHBIX, pacTeHHH H Oak-
TepUH H HX CHCTEMaTHKy B LesoM. Cpein 3THX HaykK — KJiaCCHUecKas
3ooJiorus, 60TaHHKa, MHKpo6GuoJOorHs H BUpycoJiorHs. Bce ux MOXHO
00beAHHUTDb Ha3BaHHEM <«OuOA02Usl 8U008», UTOOH OTJHYHTH OT HaAyK,
pa3MelleHHBIX Ha 6oJiee BHICOKHX H OoJiee HU3KHX 3Taxkax. Ilanee pac-
NOJIaTalOTCA QHATOMUA U (PUSUOAO2UA — HAYKH, H3YYaAIOIIHe CTPYKTYPY
H XKH3HEJeAATeJbHOCTh HHAMBHAYAJbHOIO OpraHH3Ma H €ero OpraHoB.
Caenyomuit oueHb BaXKHH#l YPOBEHb — HUBAA KAETKA, COOTBETCTBYIO-
Ias Hayka — KJierouHas GuoJjiorusi, HiH uutoJorus. HcenenoBanusa Ha
BHYTPHKJIETOUHHIX OpraHenjlax H HX (parmeHTax, roMoreHarax, «Te-
HAX» KJETOK H Jpyrux OeCKJeTOUHBIX HaIMOJIEKYJSPHBIX CHCTEMax
MoOryT ObiThb ompeznesieHH TEPMHHOM «cybxaerounas buoaozus». H3y-
yeHHe (PYHKIHOHHPYIOIIHX MAKPOMOJIEKYJI H HX KOMIIJIEKCOB COCTaBJIs-
€T MpenMeT MOAeKYAAPHOU Ouosoceuu. JTO NOCHENHHH, caMblii mpoC-
TOH ypOBEHb, I'le elle He yTpayeHa OHOJIOTHYeCKash (PYHKIHS.

CTpykTypa H (H3HKO-XMMHUYECKHE XapPaKTEPHCTHKH BeILECTB, CO-
CTaBJSAIOLHX XMBOH OpraHu3M, H3y4aloTcs Ha mepBoM 3Taxe. B nmonas-
JAI0IeM 60JbITHHCTBE CyyaeB 0OObEKTOM HCCJIeLOBaHUA CJy3KaT opra-
HHYeCKHe coenuHHeHHs. [103TOMy COOTBETCTBYKOIIasi HayKa HOJy4HJIa
Ha3BaHHe 6uoopearnudeckoldl xumuu. Hexkoroprie 3 BeulecTB 6HoJorHYe-
CKOro MPOHCXOXIEHHUS OTHOCATCA K HeopraHHueckuM. IIpuMeHHTesBHO
K TaKHM CHCTeMaM MOXKHO Oblo OBl TOBOPHTP O OHOHeOPraHHYEeCKOH
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XHMHH, OJHAKO 3TO HampaBJieHHe BPSAN JIM ONpaBAaHO BHIIEJATb B OCO-
6yI0 HayKy BBHUAY MaJIQUHCJIEHHOCTH OG'bEKTOB HCCJEI0BAHHS.

TakoBa knaccuduKalusi <«TOPU3OHTAJIBHBIX» HAYyK, OTJHYAIOLIHXCA
[0 YPOBHIO OpPraHH3alHH H3yYaeMOI CHCTEMH; «Be€DPTHKaJbHHE» HayKH
KJacCHOHIHPYIOTCA MO (PYHKIHOHAJBbHOMY MPHHIIHITY.

YPOBHU CNOMHOCTH
AL

D.CeHcopuka

. MeTabonuka

Puc. 1. «31anne 6uHONOrHH» (COOTHOLIEHHE PA3JHYHBIX OHOJIOrH-
YeCKHX HayK)

K HaunGoJsee BaxKHBIM (PYHKUHSIM, NPHCYLIMM BCEM XKHBHIM CYyIIeCT-

BaM, MOXHO OTHECTH CJIeAYIONIHE:
1) camosocnpoussedenue — sanuchb, XpaHeHHe H HCIOJb30BaHHE

reHeTH4YeCKOH HHMOpMalUH;
2) amnepzoobecnererue — nosydeHHe 3HEPTHH 32 CYeT BHELIHHX 3Hep-

reTHYeCKHX pPecypCoB;
9



3) npespawjerue seuwyecTs — HCIOJb30BAaHHE XHMHYECKHX COeIH-
HEeHHMH OKpyxKawlilell cpennl AJisi oOpa3oBaHHSI KOMIIOHEHTOB CBOEro
TeJsa;

4) paszdpascumocte — cnocoGHOCTb NpPHHHMATh H oOpabaThiBaTh
CHMTHAaJbl, MOCTYNaloUlue K3 BHEIIHelH H BHYTpeHHell cpell OpraHu3aMa, H
aJleKBaTHO OTBeYaTh Ha 3TH CUTHAJHI.

Kaxnyio u3 3Tux GpyHKIHE MOXKHO H3y4aTb Ha 06beKTax pa3iHyHOM
CTeleHH CJOXKHOCTH.

Hayky, usyualomyo ¢yHKuu 3HeproobecrneuyeHus, MOXHO Ompeje-
JIMTb KaK Ouo3HepeeTuxy.

B 3TOM cMBiciie Ouo3nepeeTuka ecTv OTPACAb (PYHKYUOHAALHOU
buosozuu, usyuaroujan npespaulerue Hepaul BHEWHUX pecypcos 8
buosozuuecku nonesnyro pabory.

B cooTBeTcTBHM C TaKHM ONpeleseHHEM cJjelyeT pa3J/HYaTb MoJie-
KyJsipHyl0 6HO3HepreTHky, GHOIHEPreTHKY KJIETKH, LeJIOCTHOIO opra-
HHU3Ma, 6uoneHo3a U Guocdephl.

[Ipononxkasi (pyHKUHOHAJBHYIO KJjaccHbuKauuio, HeoOXOJHMO OI-
pelesuTh HayKy, H3yyalolylo obecrieyeHHe XHUBBIX CHCTeM BellleCTBaMH
U npeBpalleHusi 3TUX BelecTB. Ha3BaHHy10 o6JsiacThb OOBHIYHO paccMart-
PHBAIOT KaK 4YacTb OMOXHUMHH HJH, B 60Jjiee y3KOM CMBICJe, 3H3HMOJIO-
THH U T. I

Ecnu, o1HAKO, NPHHATL BO BHHMAaHHe OrpoMHoe 3HayeHHe (YHK-
IHOHAa/NbHON OHOJIOIHH, KOTOpaf, IO CYLIeCTBY, HHTErpHpyeT 3HaHHA,
NOJIy4eHHbIE «TOPH30HTAaJbHBIMH» OHOJIOTHYECKMMH HayKaMH, TO OKa-
KeTCsl OoNnpaBAaHHBIM IPHCBOEHHE paHra CaMOCTOSTEJNbHOH HayKH
KaXJOMY H3 YyeThipex HalpaBJieHHi, CBA3aHHKIX C HCCJIeIOBaHHEM Iepe-
YHCJIEHHBIX BhIle BakHeHuIux O6uoJsiornueckux ¢yHkuui. ITo aHasoruu
C reHeTHKOH u OMOSHEpPreTHKOH HayKy, HCCJEeNYyIoUlylo MeTaboJ/H3M KakK
NpeBpallleHHe BEILeCTB, MOMXKHO OnIO OB Ha3BaTb «mMeTabOAUKOL>.
CooTBeTcTBeHHO, Oynyluas Hayka, Npu3BaHHas o6beIHHHTb OHOXHMH-
YecKkHe, (pU3HOJIOrHUeCKHe H NPOYHe HCCJeNOBaHHA MO BOCIPHSATHIO, Ie-
penade u o6paboTKe CHTHAJIOB pa3J/IMYHBIX CEHCOPHHIX CHCTE€M, MorJja
OBl MOJIYYUTb HMS «CEHCOPHKa».

Eme onuH cnoco6 Kiaaccupukanuu GHOJOTHYECKHX HayK OCHOBBIBA-
eTcsl Ha MeTo0on02uu uccaedo8arus. 31€Cb HYXKHO BHIIEJIUTh TPH IJaB-
HBIX HampaBJeHHS: (Qu3HuecKoe, XUMHYeCKOoe H OuoJsioruiyeckoe. B nep-
BOM CJlyyae COOTBETCTBYIOLasl HayKa olnpeneisercs Kak 6uodusuka, BO
BTOPOM — KakK Ouoxumus. Uro kKacaercsi co6¢cTBEHHO OHOJIOrHYecKOH
METOJOJIONHH, TO €€ MOXHO HJJIIOCTPUPOBATh TaKHMH IMMONXOAAaMH, KaK
SBOJIIOLIHOHHKIH, GUJIO- H OHTOreHeTHUEeCKHH, ydeHHe 006 ecTeCTBEHHOM
oT6ope U T. I.

«3naHHe 6HOJIOTHHY», TOKa3aHHOe Ha puC. 1, mpu HeOOXOAUMOCTH MO-
¥)eT OuITh JocTpoeHo. Hanpumep, yBesiHueHHe pOJII MaTeMaTHYe€CKOro
noaxona HOJKHO B OyaylleM MpuUBECTH K HEOOXOAHMOCTH BHIEJHTb HE
TPH, a YeThIpe MeTOL0JIOTHYEeCKHX pa3aea.

CxeMa, u3obpaxeHHas Ha pHC. 1, paccMaTpHBaeT Jullb HyHIaMeH-
TaJIbHBle acrekThl OHosoruu. s npukjaaaHo#t 6uHOJOTHH, UMK GHOTeX-
HOJIOTHH, HeO6XOIHMO CKOHCTPYHPOBATh OTIEJIbHOE 3 aHHe.
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JIt060e 6GHOJIOrHIEeCKOe HecaeloBaHne GyHIaMeHTaJJbHOrO NJlaHa MOo-
JKET HaliTH CBOe MeCTO B 06CykAaeMOi cxeMe. B 4aCTHOCTH, npegMeTOM
JaHHON KHHTH CJYXHT pacCMOTpeHHe MpobJeM, pacnojoxXeHHHX B
«nioMewenunaxy B, I—IIl, 5—8. tu kKoopAuHATH O3Ha4yalT (¢Qusnde-
CKHH, XHMHYECKHH B GHOJIOTHYECKHH acneKThl 6MO3HEepreTHKH Ha ypOB-
HAX OpraHH3allHH OT KJEeTKH 0 OpraHHYeCKHX M HeOpraHHYECKHX MO-
JieKyJl 6HOJIOTHYECKOTO IMPOHCXOXKIEeHHSI.

B paspHefilleM H3/0XKeHHH BHUMaHHE OyfieT CKOHUEHTPHPOBAHO Ha
MeMOpaHHHIX 6HO3HepreTHYECKHX CHCTeMaX, IOCKOJbKY HMEHHO OHH
SaHHMAaIOT LeHTpaJIbHOe HOJIOXKeHHe B Mpolleccax MoJyueHHs KOHBePTH-
pyeMol 3HepruH, KOTopasi yTHJIH3HPYETCs XXHUBOH KJIETKOH.



OCHOBHBIC TIOHATHA
MeMOpaHHOH
OHOPHEPreTUKH

1.1. MemOpaHbl C TOYKH 3pPEHHSA
OMO3HEPTeTUKH

buonroeuueckue membparel npencrapasitor coboit MpUpPOAHLIE MIEHKH
TOJILIHHOH 5—7 HM, cocTosilue U3 GEeJIKOB M JIHIHAOB. JIunuoHsiil KoM-
norenT 6uoMeMOpaH GoJiee HJH MeHee CTaHIapTeH: 3TO (HocGoNHIHAB
nin (pexe) TJHKO- H CyJb)OJUNHAN. 5eA0K — TOT KOMIIOHEHT, KOTO-
pBIH, KaK NpaBuJIO, ONpeeseT crent(puKky MeMOpaHHI.

Cpenu MeMOpaHHBIX 6€JIKOB MOXKHO HalTH MHOrHe (hepMEeHTHI, Iepe-
HOCUHKHM, MUIMEeHTHl H peuentophl. BaauMoselicTBre nmpoueccos, ocylie-
CTBJISIEMBIX BC€MH 3THMH OHOJIOTHYE€CKH AaKTHBHBIMH KOMIIOHEHTaMH, Jie-
JKHT B OCHOBEe (DYHKLIHOHHPOBaHHSI MeMOpaHHBIX CTPYKTYP KJETKH.

BaxHefine#i pyHkuueit MHOrux 6uoMeM6GpaH CJOYXHT NMpeBpalleHHe
ONHOH (pOpPMEI 3HEPTHH B APYyryr. dta (QYHKUHUS OCYLIeCTBJAETCH Cle-
nuaJbHEIMH OenKaMH, KOTOPHE BCTpOeHH B oco6oro Tunma MeMO6paHy,
Ha3bIBaeMyio axnepzonpeobpasyroujell. Takas meMOpaHa He MPOHHIlaeMa
IJIs1 moJaBJisiolero 60JbLUIHHCTBA BelleCTB, HaXOASLIHXCS B pacTBOpax
no o6e ee CTOPOHHI.

Jlio6ass MeM6paHa, BHIOJIHAKOLLAA 3HepreTH4eckylo (YHKIHIO, CIIO-
cobHa K mpeBpallleHHI0 XUMmuyecKoll 3Hepeull OKHCJsieMBIX cy6CcTpaToB
unu AT®, nubo sHepeuu ceera B 3Ne€KTPHYECKYIO IHEPTHUIO, a HMEHHO
B TPAHCMEMOPAHHYIO PA3HOCTL 3AeKTpudeckux notenyuanros (Ay)
HJIH B 3HEP2ur0 PA3HOCTU KOHYEHTpAayul eewjects, CONepKalluXCHd B
pasllesieHHBIX MeM6paHOif pacTBopax. DHeprulo, 3akJilOueHHYI0 B pas-
HOCTH KOHLIEHTPalUHH pacTBOPEHHBIX BeLIeCTB, 4aCTO Ha3HIBAIOT OCMO-
TU4eckoll snepeuel.

Hekotopule 3Hepromnpeo6pasyiomue MeM6paHE MOryT NpeBpallaTh
3JIEKTPHYECKYIO HJIH OCMOTHYECKYIO SHEepTHI0O B MeXaHHYeCKyl0, KaK 3TO
HabJ101aeTcsA y MOABHXKHBIX MpoKapuoT. OnpenesieHHEe TKaHH TEMJO-
KPOBHHIX XHBOTHBIX, a TaKxKe HEKOTOphle pacTeHusi IpeBpallaloT Ha-
KOTMJIEHHYIO 3HEPTHIO B TEIJIO B LleJsX TEPMOpEryJsliiH, YTO OKa3biBa-
eTcsi 6GHOJIOrHYECKH ONMpaBJaHHBIM NPH NMOHHIXEHUH OKPYKalolleH TeM-
nepaTypH.
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Cpenu sHeprompeoGpasyiouiix MeMOpaH, HMelOIIHX Haub6oOJbIlee
6uoJiory4eckoe 3HayeHHe, MOXKHO Ha3BaThb TaKHe CTPYKTYpH, KakK
BHYTPEHRION MemOpaHy mUTOXOHOpUL, BHYTPeHHwo (Yuronaasmaru-
yeckyro) membpany 6axreputl, sBREWHION MemMOPAHY KAETOK 3YKApPUOT,
Membpany 6aKTepuasbHblx XPOMATOHOPOE, TUABKOUOOE XAOPONAACTOB
u yuaropaxkrepuil, 8aKyorspryto membpany (TOHOnAGcT) pacreruti u
epubos.

He Bce 6noMeMGpaHbl MoryT npeepauiaTh OfaHy ¢opMy 3Hepruu B
npyryo. Hekotopre u3 Hux He o6JajfaloT 3HepreTHYeCKHMH GyHKIHS-
MH. TakoBBI, B 4acTHOCTH, BHelIHHe MeMOpaHbBl MHTOXOHADHH H IpaM-
OTpHLIaTeJbHHX 6akTepHii. B o6elx Ha3BaHHHX MeMOpaHax COLEpPKHUTCS
0coOuiil 6eql0K — nopur, oOpa3yloluil B HUX NOBOJIBHO 60JbLIHE MOPH,
NMpoHHIIaeMBe IJis1 HH3KOMOJIEKYJISIPHEIX coeluHeHHH. BHeuinne meMO-
paHBl MHTOXOHIpHH H GakTepuH cayxat 6apbepoM, He NPOHHIIaeMBEIM
IJsisi 6eJIKOB, pacTBOPEHHBIX B NMPOCTPAHCTBE MeXNYy BHeELIHeH H BHYT-
peHHell MeMOpaHaMu. Kpome Toro, BHeiuHHe MeMOpaHH CcOJepKaT
HEKOTOpHIe SIKOPHHBIE OeJikH, crelnu(HYEeCKH CBA3bIBalollHe Hamnonobue
pellenTOpPOB OmpejeseHHble KOMIOHEHTH ILHTO30Jis1 (B cJydyae MHTO-
XOHApHUi) WJH BHelIHell cpenbl (B cayuae Gaktepuii). Hekotophie u3
peuenTop-nogo6HuIX 6eJKOB GBI HAEHTHOHIHPOBAHK C MOPHHAMH.

B >XHBOTHHIX KJIeTKaxX NMOPHH OOHapyKeH TOJBKO BO BHelllHeH MeM-
6pane Murtoxonapuii. OnqHako Mo MeHblIel Mepe elle olHa MeMOGpaHa
B 3THX KJleTKaX HalnOMHHaeT BHEIUHIOIO MHTOXOHApHaJbHyI0, OynydH
npoHunaeMa (in vitro) njs HeGOJIBUIHX THAPOPHUIBHBIX MOJIEKYJ. DTO
MeMGOpaHa NMepoKCHCOM (BO3MOXKHO, OIHAKO, UTO JaHHOe CBOHMCTBO €CTb
apteakKT BEIIEJIEHHS TEPOKCHCOM).

BHeiuHsisi MeMGpaHa 060J104KH XJOpPOIJiacTa, No-BHAMMOMY, TOMOJIO-
THYHa BHelIHeH MeMOpaHe MHTOXOHIpHH U OaKTepHi.

TpanuuuonHo MeMOpaHbl 3HIOMJIa3MaTHYECKOR CeTH H aMmnapara
l'oabaxH, a TakXe MeMOpaHHl KJIETOYHOTO siipa CYHTAIOT He COCOGHEI-
MU K TpaHchopmanuu 3HepruH. OnHaKO HenaBHO GBI MOJIyYeHH YKa-
3aHHA Ha TO, 4TO B annapate ['onpnxu sHeprusi AT® moxer HCNOJB30O-
BaTbCH AJIS1 co3AaHus rpaaueHta pH Mexay uuTo3o0sieM H BHYTPEHHHM
06BbeMOM 3THX 3aMKHYTHIX MeMOpaHHHIX CTPYKTyp. IDTO HabJIOJeHHe
3acTaBJisieT BepPHYThCA K BOMpPOCY O BO3MOXKHOH 3Hepronpeobpa3syiolueii
(yHKUHH MeMOpaH SHIOMNJIa3MaTHYECKOH CeTH U fiipa, POICTBEHHBIX
MeMOpaHaM annapata ['oJbmKH.

CoBpeMeHHOe COCTOsIHHE NPOGJIeMB GHO3HEPTEeTHYECKOH KJjaccHu-
Kallu MeMOpaH XXHMBOTHOH KJI€TKH NpeNCTaBJIeHO Ha pHC. 2.

1.2. Conpsramliie HOHbI

B orpoMHOM GoJibIIHHCTBE CiydaeB npeoGpa3oBaHue 3HePruH B Guo-
MeMOpaHax onuchiBaeTcs cienylouleii obmeil cxemoi:

Duepreruyeckue pecypchi—Apl —pabora, (1)

rie Apl — TpancMeMGpaHHasi pasHOCTh  3JIEKTPOXHMHYECKHX TIOTEH-
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nuaJjoB noHa I. (Pusnueckas npupona Au—l 6yneT paccMOTpeHa HHXKe,

npuMeHuTenbHo K ApH; cM. pasz. 1.3.) Cxema (1) o3Hauaer, uTO 3HEp-
reTHueckHe pecypcH, norpebiseMble MeMOpaHHOH cHCTeMO#, ¢Hayasa
HCIOJb3YIOTCA Ul TpaHcnopTa HOHa | yepes MeMOpaHy NPQTHB CHJ
5JIEKTPHUECKOro NOJISl H B HanpapJieHun Gosbluedl KoHuentpauuy I. Jror
npolecc Ha3HIBAIOT IHepausayuell membparol. 3aTeM 3Heprusi, HaKOIM-
JIEHHAs B 3JEKTPHUYECKOH H OCMOTHUYeCKOH popMax, HCIIOJb3yeTcsl B Ka-
YyecTBe NBHIKYLIEH CHJIBI, YTOOB COBepllaTh Ty HJH HHYIO JoniesHylo
pabory.

Nepoxcucoma

' 4 “.
\J Annapar
fonbRAXK
MunTOoXxoHAPHA
o o — AHponnasmMarn-
(W Agpo HeCKWA peTnKynyM
\—.—-"’-—

IMnco3aoma

O

CexpertopHaRn rpasyna

Puc. 2. MeMGpaHHBe CTPYKTYPH JKHBOTHOH KJETKH:

TeMHLIMH CIJIOIIHLIMH KOHTYpaMH NOKa3aHH MeMOGpaHH, npeoOpasyolifie SHEPTrHi0, TeMALHINE
NPEepHIBECTHMHE — CBOGOJHLE OT SHepreTHUYeCKHX ¢(YHKOMA, CBETAHMH — MeMGpaHH, yYacTHE KO-
TOpHIX B NpeBpallleHHsiX FHEPrHH HEeAOCTATOYHO SICHO

Takum o6pa3oM, mpoueccs yYTHJIH3AUMH BHelIHell 3HEPrHH U COBEp-
IIeHHs 32 €€ cueT paboTH OKa3LIBAIOTCH CONpSXKEeHHBIMH yepe3 06paso-

BaHHe M HcrnoJsb3oBaHHe Aul. Ilostomy HoH I Moxer ObiTb HasBaH CO-
nps2arouUm UOHOM.

Jlo HenaBHero BpeMeHH OGINENPUHSITEIM ObIJIO MHEHHE O TOM, UTO B
sHepronpeo6Gpa3yuiux MeM6paHax poJib CONMpSAralpllero HOHa Hrpaer
H+ (xak 310 6BlI0 nocTysnHpoBaHo [Tutrepom Murtaesnom, 1961). Enun-
CTBEHHBIM HCKJIIOUeHHEM CYHTAJIH BHEIIHIOI MeMOpaHy XXHBOTHON KJjer-
KH, KOoTopas ucnoJb3yer He Ht, a Nat B kauecTBe HOHa, conmpsAraiollero
ruaposn3 AT® c akkymyasumed pas3JHYHBIX MeTab0JHTOB BHYTPH
KJIETKH.

Onnaxo HenaBHHMe HCC/leNOBaHus TMOKasaJsiH, uto Nat samenser H*
B npolieccax sHeprusanud MeM6paHH onpeneieHHuX 6akrepufi, a ApNa
MOXXET HCIO0JIb30BaThCS [JISl OCYILECTBJIEHHS] BCEX T€X THIIOB IOJIe3HON

14



paboTH, nys KOoTOphix TpebGyercs MeMG6GpaHa. CuenoBateabHo, Ht He
YHHKaJieH B KaueCTBe COMpsiramllero HoHa (cm. ri. 7).

H3BecTHO elre HeCKOJIbKO HOHOB, noMuMo H+ u Na+, KoTophe Takxke
MOT'YT TPaHCIIOPTHPOBAaTLCS Yepe3 MeMOpaHy NMPOTHB CHJBI HX 3JIEKTPO-
XHMHYeCKOro rpangHenTa. HanpuMep, B sHAONIa3MaTHYE€CKOM PETHKYJY-
Me MBI H psle APYTHX TKaHel, a TaKXXe BO BHellHell MeMOpaHe MHO-
IHX KJeToK comepkutcsi Ca?+-ATdasa, nepeHocsimas HoHel Ca?t ¢
HcnoJsib3oBaHueM sHeprun AT®. OxgHako posb 3TOro mpouecca OrpaHH-
YHBaeTCs MOHHKeHHeM KOHUeHTpanuu Ca%t B nutosodne, a obpasywouas-

ca ApCa HHKOrla He HCIOJIb3YeTCS AJIA cOBeplIeHHs] KaKOH-au60 paGo-
TH. DTO e CrpaBefJHBoO A moHoB K+, TpaHcnoprupyembix Nat/K+-
Hian Ht/K+-AT®aszoit (cM. pa3n. 4.5.3 u 7.1.3), a takxe OjA HOHOB
Cl-, nepeHocuMBIX rajopononcuioM (cM. pasa. 3.5.7).
Knaccudukanus meMOpan npuBeneHa Huxe. B rpynnax A u b nepe-
YHCJIEHH conpsezaroujue membpansl. Bce 3TH CTPYKTYypHl ChellHaJIH3H-
POBaHHBl Ha COMPSKEHHH OCBOOOKIAIOUIUX H NOTPEeGJISIIOIIUX SHEPTHIO

NMpPOLECCOB NOCPEACTBOM 06PasoBaHMsl M HCIONb30OBaHUS ApH (rpyn-
ma A) nan ApNa (rpynna B). B rpynne B o6beaunens MeMGpanbl,

JJ1s1 KOTOpHX o6pasoBaHue Apl mpexncrasiisieTcsi KOHEYHHIM COOHITHEM
nmpolecca npeo6pa3oBaHUs 3HePruH. DTo HAGJIONAETCA B TeX Caydasx,
Korpa ¢yHKuus MeMOpaHHE COCTOMT B NMepeKayke HOHA H3 OJHOrO OT-
ceka B apyroii. B rpynne I' ykazanel MeMOpaHH, AJsi KOTOPHX MOXHO
C YBEPEeHHOCTbIO HCKJIIOUHTh KaKHe-JTHOO 3sHepreTHdecKkHe (YHKIHH.
‘Cayuamu, Koria BOIPOC O BOSMOXKHEIX IHEPreTHYeCKUX (YHKIHSIX OCTa-
€TCSl OTKPHITHIM, NepeynciieHtl B rpymnmne JI.

BrosHepreTHyeckas Kjiaccupukauua memGpan

A. 3nepeonpeobpasyroujue membpansi, ucnosvsyrouue H* kax conpazarouudl uon

BHyTpennsis MeM6paHa MHTOXOHADHH

Mem6paHa THIAaKOHIOB XJIOPOIJIACTOB

. Baytpennsas mem6pana o60JJOYKH XJOpoOIJIacTa

. BayTpennss (uuromiasMaTHiecKasi) MeM6paHa MHOTHX GaKTepHit
Memb6pana GaKTepHaJbHEIX XpOMaTO(OpOB

BremHsasa mMemOpaHa KJeTOK pacTeHull H rpHGOB

Mem6pana BakyoJsiefi (TOHOMIACT) pacTeHHiA M rpH6OB

. MeM6pana xpoMad)$pHHHEIX H HEKOTOPHX ADYTHX CEKPETOPHHX IpaHyJl XKHBOT-
‘HOM KJETKH

BNG U 000

B. Juepeonpeobpasyrowjue membparnsl, ucnossdyroujue Nat kax conpsearowudl uon

1. BHemHss mMeM6paHa XXHBOTHOH KJETKH
2. BuyrpenHsis (uuromsiasMatuyecKas) MeMOpaHa HEKOTOPHX MOPCKHX INesoye-
YCTORYHBHIX aspOGHEIX GakTepHi H MODCKHX aHa9pOOHHX 6akTepHi
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B. Inepzonpeobpasyroujue memOpansl, poab KOTOPbIX OZPARULUBAETCR CO30aHUEM
UOHHO20 epaduenta

t
1. MeM6pannl JH30COM H, BepOATHO, TaKxe anmapata loapaxu (AT®—ApH)
2. BrelrHss MeMOpaHa HEKOTOPHIX JKHMBOTHHIX KJETOK, HaNpHMep, KAETOK CJH-

suctoit xenyaka (ATO—ApH)
3. CapkonjasMaTHYeCKHA PETHKYJyM H JIpyrue Nny3HpbKH, Hakamiupawuiue Ca?+

(AT®—~>ApCa)

I'. Membpanst, He cnocobHble K npespawjenuro Inepaul

1. BHewnsss MeM6paHa MHTOXOHADHH

2. BuewHsas MeM6pana o60Ji09KH XJOpomviacTa
3. Buewnas meM6Gpana GakTepHit

4. MemG6pana nepoKcHcOM in vitro

J. Membpanot, anepeeruveckue hynxyuu KoTopuix e doKasamsl,
HO U He UCKAIO4enbl

1. DHponnasMaTHYECKHH PETHKYJYM (MHKPOCOMEI)
2. Mem6pana KJ1eTOYHOrO AApa

1.3. KoHBepTHpyeMble 3HEPreTHYECKHE «BAJIOTHI»
KHBOH KJIETKHU

OHepreTuyecKHe npeBpallleHHs, NpPOTeKalllHe B XHBOH KJIETKE,
MOryT OBITH MOApasfesieHH Ha JABe CPYNNBE: OXHH H3 HHUX JOKaJH30Ba-
HH B MeMmOpaHax, a npyrHe— B HeMeMGpaHHHX OTHeJlax MpPOTOMNJas-
MH. B kaxznoli w3 rpynn HCnoJb3yercs CBOSI «BaJjllOTa» AJs OIJATH
SHepreTHyeckux 3arpat. B MemGpanax sto AuH uian AuNa, B HeMeM-
6paHHHX oTpenax — ATPD uau Opyzue 8blcOKO3HEpzeTUdeCKUe Beuje-
craa.

Sueprus ApH u ApNa moxer o6paTHMO npeBpaliaTbCs B 3HEPTHIO
ATO®. INpoueccsl Takoro popa Karajusupylorcsi HT-AT®-cunrasoh
(H+-AT®asoii) B «npoToHHHIX» MeM6paHax, co3pnawoumux ApH, H
Na+AT®-cunrtazoii (Nat+-AT@a3zoft) uniu Nat/K+-AT®dasolt B «Har-
pHeBbIX» MeMOpaHax, nopaepxkuBammux ApNa.

Ha puc. 3 npuBeneHa cxeMa SHepreTHKH JXHBEIX KJIETOK, KOTOpHE
Henosb3yloT ApH B KadectBe MeMGpaHHOB ¢opMH KOHBepTHpyeMOH
sHepruu. CorsyiacHO cxeMe CBeT HJIH 3Heprusi Ccy6CcTpaToB JAWIXaHHSA
MOTYT YTHJIH3HpPOBaThcsl epMeHTaMH (POTOCHHTETHUYECKOH HJH [bIXa-
TeJbHOH penokc-ueneit uan (y rajsobakrepuii) 6aKTepHOPOJONCHHOM.
B pesyabrate o6pasyerca ApH, koTopas 3aTeM ucnosapsyercs AJist CO-
BepilueHus paboTH, B yacTHocTH AJs cHHTe3sa AT®. Cy6erpaThoe ¢oc-
¢opHIHpOBaHHe COYXKHT aJbTepHAaTHBHEIM MeXaHH3MOM O6pa3OBaHHsA
AT®, koropmuiiit He Tpebyer ApH. Takoe ¢pochopunnpopanne Habarona-
€TCsl B LieNU peakUHH I'VIHKOJH3a U NMPH OKHCJHTEJbHOM JAeKapOOKCH-
JIHPOBAHHH (-KETOTJIyTapPOBOH KHCJIOTHI.
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ApH-3aBucumMoe o6pazosanne AT® — riaBHEIH, HO He eIHHCTBEH-
BB npouecc TpaHcpopMauun ApH B xuMuueckyio pa6oty. K ToMy xke
THIy 3SHepreTHYeCKHX MpeBpallleHHH OTHOCATCSI CHHTe3 HeOpraHuye-
ckoro nmupogochata H mepeHOC BOCCTAHOBHTEJBHHIX 3KBHBAJIEHTOB B
HanpaBJjleHHH 6OJiee OTPHLIATENbHBEIX pPelOKC-NOTeHNHas0B. TakoBH 06-
paTHEIH NepeHOC 3JIeKTPOHOB B JLIXaTeJbHON LeNH H TPaHCTHApPOTreHas-
Has peakuHs. -

[ Abixatenbhbie cyberpatbl |

bakTepuopogoncuH Pepokc ~ yenwu
0 N
- S (;')
i 2
TpaHcruaporexHesa o\ oD,

Tennota |- >4 2 % ":".'gi(Aé/HK—ﬁvd)epbl
Na rpaaveHTbl )
> / 85

MexaHuieckas paboTa 7~ < ha S OcMoTu4eckan paboTa

AnekTpuieckan paborta |~ o | XuMuyeckan pabora

Tennota AT - bydep

} / J (kpeaTtuHpocoar )

MexaHunvecKkan pabora OcMoTtudeckan pabota

CybcrparHoe ¢pocdoprnvpoaarmne

}

(MukonuTHyeckue CY6CTpaTbl , KETOKUCNOTbI

Prc. 3. CxeMa sHepreTHKH KJETKH, HcHoJb3yiomeit ApH B kavecTBe MeMGpaH-
HOH KOoHBepTHpyeMOf (OPMH SHEepruu:

nudpaMu y CcTPesiok 0603HaueHH pasfenbl KHHTH, TOe paccMaTpHBaeTCs AaHHHR Au_H-
saBHCHMHA mnpomnecc

3aBucsimuit or ApH TpaHcnopT uepes MeMOpaHy pasJHYHHX Be-
IeCTB B CTOPOHY OoJiblllefi HX KOHLEHTpallHH T1ipeacTaBjsier coboft

TpaHcopManuo 3Heprud no tuny ApH-—>ocmornueckas pabora, a
BpalleHHe OakTepHaJbHOTO MXIyTHKa 3a cueT 3Heprun ApH cayxur
np#MepeM -npespautenyss ApH—>Mexanuueckass pa6ora. O6pasoBaHue
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TEIJIOTHl MHTOXOHADHSIMH XXHBOTHEIX B OTBET Ha MOHHXKEeHHE OKpyXKa-
Iollell TeMNepaTypel ONMHCHIBaeTCsi NpeBpallleHHeM THna ApH—Tenio-
OpPOAYKIHSI.

Jlasi HeMeMOpaHHBIX YacTell KJETKH TaKXe ONMUCaHBEl Bce mepeyuc-
JIEHHEe BHILIE THIH 3HEepreTHYeCKHX MNpeBpalleHHH. 31eCb OHH MOA-
nepxuBatorcs 3Heprueir AT® u ApPYrux BBICOKOSHEPTeTHYECKHX coOe-
JUHEHHH.

CylecTByIOT CHCTEMBI, CIelHaJU3HpOBaHHbEle Ha CcTabuJyuH3aluH

(3a6ydepuannnu) yposreit ApH u AT®. Ias ApH sty posas urpaior
rpaauenTsl HOHOB Nat u K+, nas AT® — kpeatundocdar.

¥ HekoTophix Gakrepuit BMecto ApH o6pasyercs ApNa. Hcrounn-
KOM 3HEPTHH MOTYT CJYXKHTb AbIXaHHE HJIH HEOKHCJHTeJbHOe Hekapbo-

KCHJIHpOBaHHe KapGoHOBHX Kucjor. O6pasoBanHasi ApNa ncrmosbsyer-
CH IJ1S1 MPOM3BOICTBA XHMHYECKOH, OCMOTHYECKOH H MeXaHHYeCKOH pa-
6otel (cM. ra1. 7).

Haunb6osnee cioxHBEI XapaKTep HOCHT 3HEPTeTHKa KJETKH XHBOTHO-
ro. PakTHYECKH 31€Cb B XONy TPH pasJiHUHbIE SHepreTHYeCKHe <«BaJio-

ThI»: AuH B MHTOXOHIpHsX, AnNa Ha BHelIHeil KJeTouHOl MeMGpaHe H
ATO® B npounx yacTsix KJETKH.

1.4. Pa3HOCTb 3JIEKTPOXUMHYECKHX MOTEHLHUAJOB
nonoB H* u Na+ (apH n apNa)

Kak nokasaHo Ha pHc. 3, TpaHcMeM6paHHasi pa3HOCTb 3JIEKTPOXHMH-

YecKHX noteHuuasoB (ApH, unu nporouneud norenyuasr) 3aHumaer
YEHTPAAbHOE NOAOJNCEHUE 8 CUCTeme npoyeccos Tpaxncgopmayuu sxep-

2uu, NPOUCXOASUIHX B «NPOTOHHRIX» MeMOpaHax. AuH cocrout u3 aByx
KOMIIOHEHTOB: 3J1eKTPHYECKOI0 H XHMHYECKOro (HHaye KOHLEHTpalHOH-
HOro, unu ocMotrudeckoro). ITepBuiii U3 HUX — TpaHcMeMOGpaHHasl pas-
HOCTb 3JIEKTPHUYECKHX MOoTeHIHaJoB (Avp), BTOpoii — TpaHcMeMOpaHHas
pasHocTh KOHUeHTpauuii HoHoB Bogopoaa (ApH). Puc. 4 unaiocrpupyert
3TH IBa MMOHSATHS.

Ecsnu Mexny AByMs oTcekaMH, pasjiesieHHEIMH MeMOpaHo#, CyLiecT-
BYyeT pa3HOCTb 3JIEKTPHYECKHX NOTEeHIHaJ0B, oOpa3zoBaHHas, HanpHMep,
sJleKTpHuecKolt 6aTapeel, TO 3HepreTHYeCKH BHITOJHEIM OKa3HIBaeTCs
nepeMenieHue HoHoB H+t u3 orceka, 3apsKeHHOro MOJIOXUTEJIBHO, B OT-
pHLATeJbHO 3apsixKeHHBIH oTcek (puc. 4, A). IIpyro#t cnoco6 noCTHYb
TOH 3Ke I|eJIH — 3aKUCJIUTh COIEPIKUMOE JIEBOTO OTCe€Ka OTHOCHTEJIBHO
npaBoro. B 3ToM cJsiyuae NmpOTOHHBI TOK CjeBa HamnpaBo Takxke Oy-
IeT HATH «nojx ropy» (puc. 4, b).

IloTeHnuasbHas 3Heprus, HakonJeHHas B Buae Ay uau ApH, moxer
OBITh YTHJIH3HPOBaHa IOJIe3HHIM 06pa3oM, eCJIH NOMECTHTb B MeMOpaHy
yCTpPOHCTBO, CONpsAraroliee InepeHOC MPOTOHOB «IOJ TOpy» € CoBeplie-
HHEeM Kako#-jJubo nonesHoi pabGOTHL.
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Dueprus, HakoraeHHas B ¢popme ApH, Moxer GHITb paccuuTaHa MO
ypaBHeHHIO (2):

— (H*],
ApH=FA} +RT In ——2—

(H+], @)

rae Ay —TpaHcMeMOpaHHasi pas3HOCTb 3JE€KTPHYECKHX IOTeHLHAJIOB,
R —rasoBas nocrosiHHasi, T — abGconoTHaA TeMmnepatypa, F— uucio
®apanes, [Ht], u [H*], — MoaspHble KOHIeHTpauun HoHOB H+ B co-
OTBETCTBEHHO MOJIOXKHTEJBHO 3apsixKeHHOM (HJH 6oJlee KHCJIOM) H B OT-
pHLIATENbHO 3aps2keHHOM (MM 6oJsiee LIeOYHOM) OTCeKaX.

A b

E
Ht H* Ht K*
@ov- fl o © cI- OH™

Puc. 4. Ay (A) n ApH (B) Mexny ABYMSs OTCEKaMH, pa3fefieH-
HbIMH MeMOpaHO#

ApH BeUHCNsIeTC B eQHHUIAX IKOYJb-MoJsb~l. Jlns nepeBona Be-

JuduHE ApH B BOJIBTH 3TO 3HaueHHe HEOOXONHMO Pa3iesHTh Ha YHCJO
Qapanes. [lonyuenHoe uactHoe [1. MuTuen mnpenJoXKUJI Ha3bIBAaTh
npoTor-08udcywieti cunoli Mo aHaAJOTHH C 3JIEKTPOABHXKYIUElH CHJION H
0603Ha4yuy ee CUMBOJIOM Ap. BenuunHa Ap Moxer OHITb paccuuTaHa
s 25°C no ypaBHeHuHIo (3):

Ap= A;H =AY —0,06ApH. (3):

3Hak ssivurarnun mexny Ay u ApH obycnosinen teMm, uto pH — orpuya-
TeAbHbLl Jorapu¢M KOHLEHTPaLHH BONOPOAHBIX HOHOB. [IpHMeEHHTeNb-

HO K puc. 4 310 obOcTOATENbCTBO HJLIIOCTpUpYeTca dakToM, uto ApH
6yner TeM OGoJibllle, YeM 8biuie TIOJOXKHTEJNbHBIN 3apsi U YeM Huie
pH B sieBOM OTCeke.

CorsacHo ypaBHeHuo (3) ApH, paBnas 1, skBuBasenTHa A%, pas-
Hoii 0,06 B, uan 60 MB. Ta xxe BesnuuHa, BhIpa)KeHHasi B KHJIOLKOY-
Jasx-Moab~!, 6yner paBHa 5,7 (1,37 kkaj-moap1).

AHaJsiorHuHBle YpaBHEHHS! MOXKHO NMPHMEHHTh TaKKe H K HaTpHEeBOM
sHepreThKe. B 3TOM cnyuae B ypaBHenue (3) emecto AuH nago moacra-

Buth ApNa, a BMeCTO Ap — «HATPULi-08UINCYLLYIO CUAY>, KOTOPYIO MOXK-
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HO o603HauuTh As (Ot Jsat. sodium):

_AeNa___ pp—0,06apNa. (4)

ASs = 7

1.5. Aneno3untpudocdar

Konuenuus, paccmartpuBaiouias AT B kauecTBe KOHBepPTHPYeMOH
SHepreTHYeCKOH «BaJIOThI», Obljla BoABHHyTa . JIunmaHoMm eule B
1941 r., T. e. 3a0JITO IO TOTO, KaK CTaJia MOHATHOH aHaJIOTHYHasl POJIb

ApH.

NH,
AT |
_|| I I A I |
—P*O—wa—P—O—-CH
0 0 0
Ao
0 0

OH OH

Puc. 5. Anenosuntpudocdar u aneHosunnupocdat:
BLICOKOSHEpPreTH4eCKHE CBSI3H IIOKa3aHH BOJHHCTOR JIHHHeR

AT®D (puc. 5) obpasyercs us AP u Heopearnuueckoeo ¢pocgpara cu-
cremamu (pOTOCUHTETUHECKO020, ObiXxATeAbR020 U cybCcTpaTHozo docgo-
puauposarus. Hekoropoe KosanuectBo AT® pacxonyercss MeM6paHHEIMH
AT®asamu pya coBeplueHHsI OCMOTHYECKON HJIH 3J1eKTpHYecKoll paboThl
IIPH TPAHCHOpPTe HOHOB «B IrOPy», T. €. B CTOPOHY O6oJiblllefi HX KOHIleH-
tpanud. OcraJsibHOE HCIOJIb3YeTCSl B KaueCTBe HCTOYHHKA 3HEePrHH NpPH
MHOTOYHCJIEHHBIX 3HO3p20HUYEeCKUX npoyeccax, TPOTEKAIOUIHX BHE
MeM6paH. TakoBu npexpae Bcero AT®-3aBucHMBle GHOCHHTE3H H CBS-
3aHHHE ¢ HUMH peakluH, cokpaTHTesbHble AT®asHHe CHCTeMBl H T. A.
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B HekOTOpBIX ciayuyasix opraHuaM ucnoJbdyer He AT®, a kakoii-yiH-
60 npyroii Hykneosuatpudocdar. Tak HanpuMep, pabota puHOOCOM
obecneunBaercs sHeprueii [ T®. Opnako I'TP o6wiuHO oOpasyercss M3
I'I®d 3a cuer nepeHoca KoHUeBo#t ¢ocdartHoil rpynnel ¢ AT®. Ilpo-
LecC KaTaJIH3HPyeTcsl HyKJeo3uaanpochaTKHHA30M:

ATO L+ T Id—>A IO+ 'TD. (5)

CanenoBaresbHO, TaKXKe U B 3TOM CJydyae 3HA3ProHHYecKas peakUHsA
CBsi3aHa C 3HeprojamuumM rnpoueccom yepes ATD.

AT® u Bce BelecTBa, cnocoGuble o6paszosuiBath AT® B ¢epMmenra-
THBHBIX peakUHsix nmepeHoca rpynmn, o0beIHHSAIOTCS TepMHHOM 8bLCOKO-
3nepeetuueckue coedurnenus. ViameHeHnHe cBOOOIHOH 3HepPrHH mpH THA-
poJsiH3e TaKHX COelHHEHHH Bcerna He MeHblle, YeM TaKOBOe HJiA
aneHosuHTpudocdara, 1. e. okoso 42 kIlxk-monp~! (npu ¢pH3HOJIOrH-
YeCKHX YCJIOBHSIX); NMPH CTaHAAPTHHIX YCJOBHSIX 3Ta BeJHYHHA COCTaB-
Jsiet 0KoJio 30 kK- Moap—!L.

Chenyer nmonyepkHyTbh, YTO TEPMHH «BBICOKOIHEpreTHYECKHe COellH-
HeHHsI» HMeeT Ckopee OGHOJIOTHYECKHH, YeM XHMHYECKHH CMHCJI. ITy
MBIC/Ib MOXKHO NOSICHHTB CJieflylonium npumepom. KpeatuHpochart ciay-
JKHT BBICOKOIHEpPreTHYeCKHM COeJHHeHHeM y IO03BOHOYHEIX, pacroJa-
raomux ¢epMeHTOM KpeaTHHPOCHOKHHA30MH, KaTaJH3HpyWOIleil obpa-
THMBLI mepeHoc ¢ochopuna mexny AT® u kpeatuHoM. B To e Bpems
y HeKOTOpbiXx 6ecrno3BOHOYHHIX, e posib Oybepa auas AT urpaer
apruHuHgocoart, a KpeatHHpocPOKHHA3a OTCYTCTBYeT, KpeaTHHochaT
y3Xe He BbICOKO3HepreTHueckoe CoelHHeHHe, €CJIH CJeN0BaTh OonpeneJe-
HHIO, JaHHOMY BHIILIE.

Bbijio 6Bl OIIHOOYHLIM CUHTATh BBICOKOIHEpPreTHYeCKHe COedHHeHHsI
KaKoii-To ocoboii «6HosIorHYeckoi» ¢opMoii 3Hepruu. Bce oHH — OOHbIY-
Hble BellecTBa. Her HHUero «MHCTHYECKOrO» B BeJJHYHHE HX 3HEpPruH
ruaposu3a (mopsigka 42 kIx-Moap~!). B XxuMHYECKOM CMBICJ€E HH3KO-
3HepreTHYeCKHe COeJlHHEeHHs He OTJeJieHH OT BBICOKOIHEPreTHYEeCKHX
HHbIM 6apbepoM, KpOMe BO3MOXKHOCTH HAaXOIHThCA B PABHOBECHH C
AT®. [To 3HeprusiM ruaposusa pasHooOpasHble XHMHYeCKHe BelllecTBa
06pa3yloT HenpepuiBHHH psil. Ecyii 3Heprus ruppoJsin3a 3aMeTHO MeHb-
ue 42 kIx-Monp~! (kak, Hanpumep, y 2-¢pocdorauuepuHoBOii KHCJIO-
Thl), AT® He MoxkeT ObITh 06pa3oBaH B peaklluH nepeHoca ¢ocgaTHON
rpynmbl. Uto6wl cTaTh npeaiiectBeHHHKOM AT®, 2-pocdorauuepuHoBas
KHCJIOTa JOJKHA OHTh OKHCJIEHa B (pOChHOEHOINHPOBHHOTPpAJHYIO KHC-
JIOTYy.

[Tpu ucnosnnv3oBaHuu 3Heprun AT® 3TOT HyK/eOTHI cHayaJsa copObu-
pyercsi Ha COOTBETCTBYIOILEM ¢depMeHTe, a 3aTeM rujapoJinsyercsa. UHor-
Jla 5Heprus BoiAessieTcs npu copbuun AT, a He nmpH TUAPOJIH3E; MPH
3TOM cOpOHpOBaHHBIH («pacnAThii» Ha ¢pepmeHTe) ATD BHIcTynaer Kak
HHU3KO3HepreTrHiyeckoe coenpHHeHHe (cM. pasf. 5.1.1). B nmomo6HBIX ciy-
yasgx cpolactBo AT® k ¢pepMeHTy oOKasblBaeTcsi MHOTO OOJBLIMM, YeM
cponctBo AP u ¢ocdara, u posb rufposusa cBsgsaHHoro ATd orpa-
HHYHMBaeTcs ylaJleHHeM NMPOAYKTOB peakIlHH H3 akTHBHOIO lieHTpa (dep-
MeHTa.
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CymecrByet dsa nytu eudpoausa ATP:
AT® 4 H,O—-AOP -} Dy, (6)
AT®+4+ H,O0—-AMD | DD, (7)

T'udpoaus repmunanvrozo ¢ocpara B AT® npoucxonur B Tex ciy-
yasix, Korja 3HA3PrOHHYeCKHH Ipolecc, NBHXHMBIH paculenjieHHeM
AT®, tpebyer 3Hepruu mensuieldl i pasuoti 42 xJIx-Moub—!.

Tak xe npoucxonutr obecrneyeHHe TMPOLLECCOB, TPeOYIOLIHX MHOEO
bosree 42 x[1x-Monp~!. B Takux ciayyasix cylecTByeT OCOGHIH Mexa-
HH3M, NO3BOJISIIONIN{I HCMOJb30BATh 3HEPrHi0 MHOrux MoJjekysn AT®
JJ1s1 COBeplUeHHs] ONHOrO0 (YHKUHOHAJBHOIO akra (nmpHMepoM TOMY
MOXKeT ObITb aKTOMHO3HH).

B peakuusix, korga norpe6GHOCTb B 3HEPrHH JIHIIL HECKOAbKO 6ONb-
we 42 kI -Moab—!, AT® rugpoansyercs 1o AM® u HeopraHHYeCKOro
nupocdocdara.

B craHpapTHbIX ycJoBHAX o6e aHTHIPHIHbIE CBSI3H B MOJIEKyJie
AT® umeror 6JH3Kue 3Heprud rupposusa. OpHako in vivo B KJIeTKe
BbIXOJ 3Heprud npu rugponuse AT® no AM® u ®P, na 10—15 kJIx
NpeBOCXOJUT TAKOBOM NpHU ero ruapoduse 10 AI® u ..

Jlanubit 3dp¢pexr o6ycioByieH HaMHoro GoJiee HU3KO{ KOHIIEHTpaIlH-
el HeopraHH4eckoro mupodgocdara Mo CpaBHEHHIO C HeOpPraHHYECKHM
¢ochaToM BecaeAcTBHe THAposH3a ob6pasyionierocs ®@y pacTtBOpHMOH
nupocdocdaTason.

Takum o6pasom, HCOABL30BaHHE B KaueCcTBe KOHBEPTHPyeMO# «Ba-
JIOThl» ajeHo3uHTpudochara, a He aneHo3duHOudochara coobiiaer
JIOTIOJIHHTEeJIbHYI0O THOKOCTh OHOJIOTHYECKOH cHcTeMe 3Heproobeciie-
YeHHSI.

Bo3nukaer Bompoc — nouemy 3Ty (YHKLIHIO OCYIILECTBJISIET CO€JH-
HeHHe, OTHOCsAILeecs K pa3psiiy HykaeoTudos? Ilo-BHEHMOMy, Ha3BaH-
HOe OOCTOSITeJILCTBO ecTh cielcTBHe Gojee o0miero npuHIHNa, yTBEpXK-
Jalolero, yTo XH3Hb 6a3upyercss Ha crellHPHYECKHX B3aUMOAEHCTBHAX
6€JIKOB C MOHO- H MOJIHHYKJIEOTHd MH.

CXonHBIH BONPOC: MOYEMY HCNOJIb3yeTcss aAeHO3HHTpHpocpar, T. e.
NoYeMy UMeHHO (pOCGOpPHI CIYKHT BEICOKO3IHEPreTHYEeCKOH I'PyIIHPOB-
KOH? B 3TOH CBSI3H MOXKHO JIHIIL OTMETHTb, YTO 3aMeHa atoMma P Ha
6su3kHil no cBoiictBaM atroM As paer AJl®-apcenat — aHanor AT,
KOTOpHIH OKa3blBaeTcsi BeCbMa HEyCTOHYHBBIM H CMIOHTaHHO T'HAPOJIH3Y-
eTcsl IPH (PU3HOJIOIHYECKHX YCJIOBHSIX.

[Toyemy cpenn Hykneo3uATpH(}OCHATOB IBOJIOLHS BHIGpaa HMEHHO
adernosuntpudochatr? OnHONH M3 NMPHYHH MOIJIO GHITH TO, YTO aAeHHH
B psany APYTHX a3OTHCTHIX OCHOBaHHH o06JajlaerT NpPOMEXYTOYHBIMH
3JIEKTPOH-JIOHOPHBIMH H 3JIEKTPOH-aKLENTOPHBIMH CBOHCTBaMH. [[pyrue
430THCTble OCHOBaHHs J1HOO CHJIbHBIE JOHOPHI, JIHOO CHJIbHBIE aKLENTO-
pHl. BeITh MOXeT, IMeHHO no3toMy AT®d cnocoGeH B3aHMOAEHCTBOBATH
¢ 6oJiee WIHPOKHM KPyroM napTHEpOB, uYeM JApyrue HyKJeo3HATpH(OC-
¢aThl. '
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Jlpyryo npHuUHHY MOXXHO HCKaTh B 3BOJIIOLHH XHBBIX cHcTeM. Cpenu
A30THCTHIX OCHOBaHHH aJleHHH HaubGoJiee cTrabuJleH K pa3pyLIHTeJbHOMY
JeHCTBHIO yJabTpadHoeToBoro ceera. He HCKJIOUEHO, 4TO 3TO CBOHCTBO
OBLJIO CylleCTBEHHBIM HA 3ape CTAaHOBJIEHHS XKH3HU Ha 3eMJie, €CJIH B Te
BpeMeHa atMocdepa 3eMuu Oblia nMpOHHLAeMa AJA YJIbTpadHOJNETOBBIX
Jiyuell H.HM eCJH XH3Hb BO3HHKJA 3a NpenejaMH 3eM.H B KaKOH-TO 06-
Jlactd KocMmoca, Goratolt yasrpadHroserom b

1.6. JlunuaHeli KOMMOHEHT GuomMeMOpaH

Haub6oJsiee THNMHUHBIM TpeacTaBHTEJleM MeMOpaHHBIX JHIHIOB CJYy-
XKHT pocpoaunud. [Monasnsouee 601bUHHCTBO (OCHOJHITHIOB NIPHHA -
JexHuT Kiaccy pochatunoB. OHH comepkat ABa OCTAaTKA XKHPHHIX allH-
0B, C,HnCO—(y Hexorophix Gaktepuii xkHpHBIX ankuioB C,H,—),
rauuepuH u ¢dochar. O6piyHO npu ¢ochaTHOM ocTaTKe HaXOAHTCA
KakoH-H60 rugpodHIbHbL 3aMecTUTeNb (pHC. 6, A).

Uncoo yryiepoiHbIX aTOMOB B XHPHBIX allijax (n) BapbHpyeT, Kak
npaBuJio, ot 12 po 20, npuuem uame oHo paBHo 16 uau 18 (taba. 1).

B tunuurom cayuae pocgporunud codepicur no OOHOMY OCTATKY
HACLILYEHHOU U HEeHACLLWEHHOU HCUPHBbIX KUCAOT, KOTOpBle pacrojara-
IOTCS1 COOTBETCTBEHHO MpPH NEepBOM H BTOPOM YIJIEPOJHBIX aTOMax TIJIH-
epnHa. OnHako OBIBAIOT H HCKJIOUEHHS] H3 3TOro npasHJaa. Tak, y
TepMOQHIbHBIX GakTepuil 06a THAPOGOOHBIX oOCTaTKa MpeacTaBJeHbl
HacHIILEHHEIMH pa3BeTBJIEHHBIMH aJIKHJIaMH.

B ta6Ji. 2 npHBelleHH CTPYKTYPhl THAPOGHIBHEX ocTaTKoB (R) npu
dochare pochonununoB. ¥ opHoro us pocdhatunos, a UMeHHO ¢ocda-
THAHOHN KHMCJOTHL, octaToK R — 310 H.

Y XKHUBOTHBHIX (OCHOJHNHI KapIHOJHIHH oOOHapyXeH TOJBKO BO
BHYTpeHHell MeMmOpaHe MHTOXOHApHH. 3aMellleHHble MPOH3BOJIHLIE
¢ochaTHOHATIHLIEPHHA TPHCYILIH BHyTpeHHeH OakrepHaJbHOH MeM-
OpaHe.

B ¢ochatHanaHHO3HTE CIHPTOBRIE THAPOKCHIIBI MOT'YyT OBITH ¢ocdo-
JupoBaHel. O6pasylomuiics TakuM ob6pa3om ¢ocaTHAHIHHOIUT-5,6-
Audocdat urpaer BaxKHyIO poJib B nepefaye ropMOHAJbHBIX CHHAJIOB.

t VuTpurymoliass BO3MOXKHOCTb COCTOHT B TOM, u4to AJId cayxua nepBHu-
HEIM npeobpa3oBaTejieM SHEPrHH y MepBHIX XHBBIX OPraHH3MOB, y4aCTBys B cJe-
JAyiolleM Ipolecce:

Ald + H3POy 4 hvygy — AT® ®)

KBanTe ynbTpadHoseTOBOrO H3Jy4eHHS! cpelHeH AJHHH BOJIHH, MNOTJIOIlaeMHE aje-
HHHOM, HecyT HauGoJblUHiA 3anac SHEPrHH, KOTODHIfl ellle He pa3pyilaeT HeoGpaTHMO
abcopbupyollie HX BelllecTBa. Bo3bykieHHe MOrjo Obl MOBHICHTH PEAaKTHBHOCTb Ka-
KoOH-IH60 u3 GYHKUHOHAJBHBIX rpynn (Hanpumep, amuHorpynnel) K HaPO; u 1em ca-
MBIM HHAYUHpOBaThb ee ¢ochopuanpoanue. IlepeHoc dochopuna ¢ aMuHOrpynmnw
AJl® na koHueBofl ¢ochar TOH Ke MOJEKYJb MOXKET 06Jserdyatbcsi TeM OGCTOSITENb-
CTBOM, 4TO B OJIHOH H3 BO3MOXKHEIX Koupopmauuii AJJ® mexny amuHorpynmoit azne-
HMHA H TepMHHaJbHBIM (pocpaToM ocTaeTcsi MecTO, MO pa3Mepy B TOYHOCTH paBHOE
eule ofHOMY QochaTHOMY OCTaTKYy.
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Ta6auna 1. TunvyHBe XUPHHE KHCAOTH, BXOASIHE B cocTas (ocdoaununos

Ymucno
atomoB C:
Haspanue quCII0 CTpYKTYypa
JBOHHBIX
cBAzeR
Hacouyennoie
JlaypuHoBas 12:0 CHj3(CH;) ,,COOH
MupuctuHoBas 14:0 CH3(CHz),2,COOH
ITanmsMutuHOBa R 16:0 CH;(CH;),,COOH
CreapuHoBas 18: 0 CH;(CH;) ,sCOOH
ApaxunuHoBas 20:0 CH;(CH3) 1sCOOH
Henacouyennete

ITanbMHuTONEHHOBAS 16:1 CH;3(CH,)sCH=CH (CH;),COOH
OJienHOBa s 18:1 CHj;(CH;),CH=CH (CH;),COOH
Jlu"oneBas 18:2 CH;(CH.),CH=CHCH,CH=

=CH (CH.),COOH
JIuHONEeHOBa s 18:3 CH3;CH,CH=CHCH,;CH=CHCH,CH=

=CH(CH;),COOH
ApaxunoHosas 20:4 CH; (CH;) ,CH=CHCH,CH=CHCH,CH=

=CHCH,CH=CH(CH;)3;COOH

Tabnuya 2. 3amecrutenu npu ¢ocdatHom rpynne $ochonunmuoos

docdonunug 3amecTuTenb
dochaTUAMNXONKUH — OCH,CH, IG(CHJ)3
®ocoHarnanMn3TaHoNaMmH — OCH,CH, NH,
docdarnanncepuH — OCH,CH(NH,) (OOH
OH OH
docdhaTHaANNMHOINT H

docharnannrnnyepuH

KapavonunuH
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B ¢ochonunnnax, HasplBaeMBIX [J1a3MaJiOT€eHaMH, XXHPHBIH allHJI
npu C-1 raunepuHa 3aMelleH Ha NPOH3BONHOe «, B-HeHaCHILEHHOTo
JXHpHOTro cnupra (pHc. 6, b).

PoacrBeHHble coenHHeHHs1 MPHHaAJeXar K rpynie cHHIOJHIIHIOB,
HalileHHBIX y XXHBOTHHIX K pacteHuil. Han6oJsee pacnpocrpaHeHs! chHH-
romHeJIHHH (puc. 6, B) u nepebposunn (puc. 6, I').

B MonekyJse nepe6posuna ¢ocdar saMeHeH Ha rasnakrosy. MHorna
Ha MeCTe ralakTo3bl MOXKeT OBITh IJIIOKO3a HJIH OJiHrocaxapui (pHc.
6, £). B nocienHeM ciyuae rJIHKOJIMIIHI HAa3blBaeTCsl FAHTJTHO3HIOM.

Cpenu HelTpaJIbHHIX JIHNHIOB 6HOMeMOpaH ciellyeT YIIOMSHYTh CTe-
poHAH. B 60ospliHHCTBe MeMOpaH >KHBOTHHIX KJIETOK COJEpXHTCS J10-
BOJIBHO MHOT'O xoJiectepuHa (puc. 6, /).

HckaroueHne cocraBiisier BHyTpeHHsis MeMOpaHa MHTOXOHApHH, rie
ypOBeHb X0JecTepHHa OueHb HH30K. Ero Her B Mem6paHax OakTepHi.
¥ pacrenuit U rpHGOB X0JIeCTEPHH 3aMeHEH ero aHaJjioraMu (COOTBETCT-
BeHHO (PHTO- U MHKOCTEepHHaMH).

1.7. JIunuaupii GucI0oM

H3BectHO, uT0o ochonunuabl cnoco6HH K CIIOHTaHHOMY o06pasoBa-
HHIO 6ucaolinbix membpan. Takylo MeMOpaHy MOXKHO NOJIyYHTb, IIOMeC-
THB KanJjwo ¢oc¢oJUNHAOB, paCTBOPEHHHIX B YIJE€BOJAOpOJE — JIEeKaHe,
Ha MaJieHbKOe OTBepcTHe B Te(JIOHOBOH Ieperopojke, pasjeJsiolled
JBa OTCeKa C BOAHBIMH pacTBopaMH. TommuHa MeM6paHbl COOTBETCTBY-
€T yIBOEHHOH AJIHHe YIJeBOLOPOAHHIX OCTAaTKOB (POCCHOJHIHIOB, YTO
MeHbllle IJIHHBI BOJIHEI BHIHMOro cBera. bucioiiHass MeMOpaHa He mpe-
JIOMJIsieT CBeT H NOTOMY HeBHIHMa, MO3TOMY ee YacTO Ha3hBalOT 4ep-
#otl. Ecoin kaxnblf H3 yrJieBOLOPOAHBIX OCTAaTKOB COLEPXKHT 1o 16
yrJepoJHbIX aTOMOB, TO TOJIIHHA THIPOGO6HOro cjiod MeMOpaHBl OKa-
3bIBaercs okoJio 4 HM. DTo o3Hayaer, 4T0 MeMOpaHHEle (HOCHONHITHIH
B THAPOGHJIBHOM OKPY>X€HHH OPHEHTHPOBAHBI IO NPHHUHIY <«XBOCT K
xBocty». Takasi cTpykrypa o6Jsiajaer MHHHMYMOM 3HEpPrHH H IJA ee
o0Opa3oBaHHs He TpebyeTcs HUYero, Kpome ¢ocGOJHITHIOB.

MunuMaJsbHas niomann,, 3aHuMaeMasi, HallpuMep, MoJeKyJoi doc-
¢aruauaxosnHa B 6ucioe, paBHa 0,75 HM2.

Mouexkynpl ¢poconUNUIO0B JETKO NepeMelarnTcsi B MJIOCKOCTH MeM-
6paHbl, ABHrasich B pefesiax MOHOCJO0s1. B TO e BpeMsl CKOPOCTb mepe-
xozna ¢ocdonunuaa U3 OLHOrO MOHOCJOS B Apyroi kpaiiHe mana. Onu-
caHa CHTyallisi, KOrja 3TOT npouecc BooOlle HeBO3MOXKeH, TaK KAk JBa
obpasyomux MeM6paHy MOHOCJOs1 KOBaJieHTHO cBsizaHH. IlokasaHo,
uro MeM6paHbl TepMoanuaoduIbHOil apxebaktepun Caldariella acido-
phila, pactymeit npu kucasix pH u Temneparype Bmioth no 90°C, co-
JepKaT B KauecTBe JIHITHAHOrO KOMIOHeHTa TeTpasgupn 16, 16”-6udpu-
TOHHJTJIHLlepUHA. [lpocTefiluuii H3 TakHX GHIOJSIPHBIX JIMIIHIOB BKJIIO-
YaeT B CBOH cocTaB JBe MHAPOGHUIbHLIE TPYNNK (OCTaTKH TJIHLEpHHA)
No KpasiM, a2 MeXAy HHMH— JIBa pa3BeTBJEHHHIX yIJeBOJOPOAHBIX
cKeJieTa, Kax/Jbli H3 KOTODHIX MOXeT nepeceib BCIO THAPOPOOGHYyI0 06-
JlacTp OOBIYHOU 6HCJIONHON MeMOpaHHI.
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1.8. MemOpaHHble OeJKH

Benkn Moryr 6bITb HHTETPHPOBaHE ¢ MeMOpaHOi AByMsl cioco6aMH:
copbyueti Ha ee nosepxHOCTU UNH nozpyiceruem 8 eudpogobroiil cr0l.

Copbuust — Jierkoo6paTHMBIH IpOIECC, MO3TOMY OHa YacCTO YCKOJb-
3aetT oT BHHMaHHs MeMOpaHoJsoroB. HeyauBurenbHO, 4TO cnucok Oei-
KOB, CNOCOOHBIX 06pa3oBbiBaTh JabHJIbHBIE CBSI3H C MeMOpaHaMH, CTa-
HOBHTCSI BCe OOLIHpHee IO Mepe yBeJHYEHHsT YHCJa HCCJIelOBaHHH Ha
5Ty TeMy. CerofiHsi B 3TOM CIIHCKE YKe MOXHO HaNTH T'eKCOKHHa3y H
LHTpAaT-CHHTa3y, T. €. KJIoueBble (pepMeHTHl TJIHKOJH3a H LHK1a Kpeb-
ca — MpolleCccoB, NPOHCXOAAIIMX, KaK OblJIO NPHHATO CUHTATh, B BOLHOH
¢ase KJeTkH. B ciydyae rekcokHHasel IOKa3aHO, 4TO crelHdHUecKoe
CBSI3bIBaHHE 3TOTO (pepMeHTa OCYLIeCTBJisieTCs MOPHHOM, JIOKaJH30BaH-
HbIM BO BHEIUIHeH MHTOXOHApHAJILHOH MeMOpaHe.

Benok-6eskoBrle B3aHMOJAECTBHS OTBETCTBEHHBI TaKXe 32 CBSA3BI-
BaHHe kaTaJHTHYeckKoi yactu HHT-AT®-cunrasnl (dakropa F,) MeM-
O6paHHBIM CEKTOpOM TOro xe ¢pepmeHTa (pakropom Fp) (cMm. pasn. 5.1.1).
ILlutoxpoM ¢, Kotophiii, mogo6HO reKcoKHHase HJH ¢akTopy F,, xopo-
ILI0 pacTBOPHM B Boje, 06pa3yer COJieBble CBSI3H C HepacTBOPHMBIM B
Boje MeMOpaHHHIM G6eJIKOM — IIUTOXPOMOKcHAa30#. llutoxpoM ¢ —
11esI04HOH OeJIOK, a TOT YYaCTOK ILHTOXPOMOKCHIA3bl, KOTOPbIH € HHM
B3aHMOJ€HCTBYeT, HeceT HeCKOJbKO KHCJIOTHBIX T'PYIIIL.

Onucan npuMep toro, kak ¢ochoaunui, a He 6esiOK, CJAYKHT cre-
HH(DHYECKHM MeMOpaHHbBIM napTHepOM, OTBETCTBEHHHIM 3a JiaOHJIbHOe
CBsi3biBaHHe (epMeHTa C NMOBEepPXHOCThIO MeMOpaHbl. DBhJIO BHsiCHeHO,
4TO KpeaTHH(}OCPOKHHA3a MOXKeT CBSI3bIBATHCS C BHyTpeHHeH (HO He
BHelllHeH) MHTOXOHJpHaJbHON MeMOpaHo#. IlpuuuHoit 3Toro okasa-
JIOCh TNPHCYTCTBHe BO BHyTpeHHeHl MeMOpaHe KapauoJsunuHa. Bsaunmo-
JeiicTBHe (epMeHTa C MHTOXOHAPHSIMH  GJIOKHpPOBaJ ajApHaMHIHH,
CBSI3BIBAIOIUH KapavoJHnuH. KpeaTHHKHHa3y ynaJjsocs copOHpOBarth
Ha JHIOCOMAaxX NPH YCJOBHH, UTO B HX COCTaB BXOAHJ KapIHOJHIHH.
ITono6Huilt 3¢ ¢pekT, mo-BuaHMOMY, 06yCJIOB/IEH O0COGEHHOCTSIMH CTPYK-
TYphl KapAHOJIHIIMHA, KOTOPHIH COCTOHT H3 IBYX OCTaTkKoB (ochaTuu-
HO#l KHCJIOTHI, COeIHHEHHhIX THOKON CBA3KOH (rimnuepuHoM). Bo3mox-
HO, YTO KapIAHOJIHIIUH NpHKpenJsieT 6eJok K MeMOpaHe, norpyxas JBa
CBOMX XHPHBHIX allHjia B THAPO¢GOOHEIH oMeH Oeska, B TO BpeMsl KakK
JBa [pyTrHX XKHPHHIX alldjia octaloTcs B ¢ocgoaunuaHoM OHcloe.

Muorue MeMOpaHHbie GesIKH CBSI3BIBAIOTCS ¢ MeMOGpaHoil 6e3 momo-
INH Kakoro-inbo crneuuduyeckoro naprHepa. IlpuMepnr Takoro pona
CBsI3bIBAHHA NOKa3aHbl Ha pHC. 7. B HeKOTOpHIX cayyasix IOYTH BCH
MoJiekyJia GesJKa COCTOHT H3 IOCJefOoBaTesJbHOCTEH THAPO(POOHBIX
aMHHOKHCJIOT, 00pasyloIuX o-CnHpaJibHbie KOJOHHBI, OPHEHTHPOBAaH-
Hble nonepek MeM6paHbl. ToJbKO KOPOTKHE CBSI3KH MeXJy KOJIOHHA-
MH H HeOoJiblMe KOHIleBhIe YYaCTKH COCTaBJieHbl H3 THIAPOQPHJIbHBEIX
aMuHOKHcHOT (pHc. 7, A).

Xopowo u3BeCTHBIH mnpuMep nopob6Horo GeJsika — 6GaKTEPHOPOAO-
ncuH. Ator 6enoK ykpenseH B MeMOpaHe, Kak KHpNHY B cTeHe. M3 248
AMHHOKHCJIOTHBIX OCTaTKOB, 06pa3yoliux 6akTepHOPOJIONCHH, TOJIBKO
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rpyxed B MeMGOpady. IlonmEnentej-
Hafg nenb nepecekaetr MeMOpaHy He-
CKOJBKO pas, o06pasys a-CIHpajbe-
HbLle KOJIOHHHI;
B — cpapHHTeJbEO HeGonmluasi THA-
podobHas gacTek Geaka mDOrpyxena
B MeMGpaHY, HepeceKkas BCIO €€ TOX-
. niHgy. DBoénbmas (ragpodunrrasn)
u yactk Geslka SKCIOHHPOBaHa B BOAY.
JAna craGuiH3anEA CBASH C MeM-
6panoft mHorga HaG6aIOfaeTcs KOBa-
JeHTHOe TMPHCOEAHHEeHHe KAPHEIX
Kucaor K Genky. MecTa npHKpemnJje-
HHSl JXHPHBIX KHCJIOT NOKa3aHBl depe
HBIMH TOYKaMH;
B — runpodobunift <«sikopb» OGeJska
NPOHHKAET TOJBKO Ha paccTosiHue
dochonUNHAHOrO MOHOCJIOA




27 ynaercs ortwlenuth o6paboTkoi nporeHHazaMH. [IporenHasH He
TOJIBKO He ypaJsiior 6aKTepHOpOAONCHH H3 MeMOpaHbl, HO Jaxe He
TOPMO3SIT €ro aKTHBHOCTb KaK CBE€TO3aBHCHMOrO NPOTOHHOTO Hacoca.

Ilogpo6Hasi opraHH3alusi THNHYHA Ansi MeMOpaHHHX GeJIKOB, B3aH-
MOJEHCTBYIOIIHX € THAPOGPOOHHMH cyOCTpaTaMH HJIH C TeMH H3 THI-
poduabpHHX cyOcTpaTOB HebOJIBLIOrO pasMepa, coiepxKaHHe KOTOPBIX
B OMHBawlleM MeMOpaHy pacTBOpe JOCTaTOYHO Beanko. Ecau 3TH
yCJIOBHS He BHIOJIHAIOTCSA, TO Cy6CcTpaT-CBA3bIBalOui foMeH MeM6paH-
HOro ¢epMeHTa CHJBbHO BHICTynaer H3 MeMOpaHH B BOAHYIO ¢asy.
B takux cinyyasix cBsi3b ¢ MeMOpaHOH MOXKET OCYHIECTBJATLCS 33 CYET
ocoboro ruppodobHOro noMeHa — «sakopsi» (puc. 7, b, B). Ons yse-
JIHYeHHs1 THAPOGOOHOCTH B HEKOTOPHIX cJyuyasix HabJrojaercsi CHellH-
¢uyeckas MoaH(pHKALHA AKOPHOIO JloMeHa: aMHHOKHCJOTHbIE OCTaTKH,
cojepxalllyie THAPOKCHJBbHBEIE IPyNIH, alHJHPYIOTCH XHPHBIMH KHCJIO-
TaMH. DTOT NPOLECC NPOHCXOAUT B annaparte [OJabAxKH.

JpyruM MectoM MoiuHKallHH MoxkeT ObITb N-KOHLEBasi aMHHO-
KHCJIOTa noJHnentHaHoO# nenH. Tak, N-KOHIEBOH OCTATOK TIJHIIHHA B
Monekyne HAJIH-uutoxpoMm bs-penykrasnl aLHJIHPOBAH MHPHCTHHO-
Boi kucaoroir CHj(CHg)o—COOH. 310 nonosHuTeabHO YBeJHYHBA-
er cpoacTBo JHNHAY N-KOHLeBOH NOCJenOBaTeNbHOCTH ¢epMeHTa, 06-
pasyeMoH ruApodoOHBIMH aMHHOKHCJOTaMH. MypeHHOBHH JHNONpo-
TeHH, NpHKpEeNJeHHbH K BHellHeil MeMOpaHe E. coli, MognpuLHpOBaH
naJbMHUTATOM, npHcoeguHeHHBIM mo NHp-rpymne k N-koHneBoMy oc-
TaTKy lIucTeHHa. Ellle ogHa Monekyaa ¢ochonunuia coepuHeHa C TeM
e OCTaTKOM LHCTeHHa yYepe3 TJHLUEPHH IOCPEeACTBOM THO3(HPHOM
CBSI3H.

Benkn Moryr cocraBasate ot !/s 40 2/; BemectBa Mem6paHbl. B mep-
BOM cJy4yae OHH JIETKO NepeMellaloTCs B IJOCKOCTH JIHNIHAHOro 6ucios,
KOTOPDHH CJy>XKHMT IJIaBHOH COCTaBHOH uYacThio MeMGpaHbl. JIBHXKeHHe
Oesika mpekpaluaeTcsl MPH TEMIepaType HHKE KPHTHYECKOH [Jisl yrJe-
BOJAOPOLHOH cepAueBHHH OHCN0A. CKOPOCTh JaTepaJsibHOTO [BHIKEHHS
6eJIKOB CHJIBHO CHHIKAaeTcsl, e GeJIKH CTaHOBATCS TJlaBHOM COCTABHOM
qyacTbio MeMOpaHH, 4yTo HabJ/l0gaeTcs BO BHyTpeHHeH MeM6paHe MHTO-

XOHJIpHA.
% *

*

B 3701 rnaBe He 6Bl pacCMOTpPEHB TakHe o61He PH3HKO-XHMHYe-
CKHe NOHATHS, KaK CBOOOJHAasl SHEPTHs, OKHCJIHTEJJbHO-BOCCTaHOBHTEJIb-
Hble, JOHHAHOBHl, HEPHCTOBH, IOBEPXHOCTHLEIE NOTeHUHaas u T. n. Hx
MOXHO HaWTH B yyeOHHKax OHOXHMHH H OHO(QH3HKH, a MPHUMEHHTEJIbHO
K Mem6panHo# 6HO3HepreTHKe — B MoHorpadun JI. Hukosabca «buo-
SHepreTHka. BeeneHne B xeMHOCMOTHYECKYIO TeopHio» (1985).



Cuennduyeckne MeToabl
MeMOpaHHOH
OHOIHEPreTHKHU

B MeMO6paHHOl 6HO3HepreTHke HCNOJB3YIOT NPAKTHYECKH BCe OC-
HOBHHle MeTOZH OHOOpPraHHYeCKOH XHMHH, MOJIEKYJSIpHOH OHOJIOTHH,
reHeTHKH, 6HOXHMHH H O6uodu3nkH. Kpome TOro, neanii psjg MeTOLM-
YeCKHX NpHEMOB pa3paboTaH CnenHaJbHO AJs 3TOH OTpaciu O6HOJIOTH-
yeckux HayK. Haunbosee cymecrBeHHHE H3 HHX OyAyT pacCMOTpPEHH B
HacToseH ryaase.

2.1. U3mepenre memMOpaHHOro noreHumaga (A) )

IJarexTpuneckuli membpannslli norenyuas (AYP) sBasieTcss TOH mep-

BHYHOH (OpPMOH 3HepruH, Kotopasi BelpaGaThiBaercss Apl-reHepatopa-
MH — IIPOTOHHBIMH HJIH HaTPHEBHIMH HaCOCaMH. B

O6pasyomasncsa Ay topMmo3utr pabGory Apl-reneparopa, ecanm Apl
He HCTOJIb3yeTCsl KAKHUM-JH60 H3 norpebureneil. ATo siBJEHHE, KOTOpOE
MOXXHO Ha3BaTb B 00mell ¢popme UOHHbBIM KOHTporem (a KOHKPETHO —
NPOTOHHbIM WIH HATPUEBbIM KOHTPOAEM), BO3HHKaeT 3aJ0Jro A0 Toro,
Kak Oyzer co3zaH rpajgMeHT KOHIEHTpallHH TPaHCIOPTHPYeMOro HOHA
(Apl). Takue COOTHOLIEHHSI CYTb CJELCTBHE CPaBHHTEJbHO MaJoH
3JIeKTpHYeCKoi eMKocTH MeMOpaHH. Ilo 3Toli npHunHe H3MepeHHe
AV siBnsieTcst oiHOM U3 BaXKHeHUINX 3a7ay NpPH HCCJeJ0BaHHH MeMOpaH-
HEIX 3Hepronpeo6pasyIoluX CHCTEM.

UTt06m n3meputh Ay, o6pasyemyio Aul-reHepaTopoM, HeO6XOAHMO
NpeojoJieTb N0 MeHbllel Mepe ABe TPYAHOCTH.

1. BaxHefimine O0ODBEKTH HCCJIEIOBaHHS — OPraHeJIEl 3YKapHOTH-
YeCKHX KJIETOK HJH OaKTepPHH CTOJIb MaJjkl, & COMPOTHBJEHHE HX MeM-
6paHH CTOJb BEJNHKO, YTO OKa3hIBAETCSI HEBO3MOXHHM HaleXHoe IpH-
MeHeHHe MHKPO3JIEKTPOJHOH TeXHHKH, pa3paboraHHOH (pH3HONOraMH B
ONBITaX C KPYNHBIMH KJETKaMH JXHBOTHHIX, pacTeHHH H I'pHOOB.

2. HecMoTpsi Ha Mannii pa3Mep, opraHeJJn H OakTepHasbHHE
KJNeTKH pacroJjiaraloT MHOXECTBOM CHCTE€M HOHHOr0 TpaHCIopTa, BCe
JeTajH KOTOpOro B HACTOsIllee BpeMs NPOCTO HEBO3MOXKHO YYeCTb.
IlostoMy npuxoaurcs npuberatb K pas3JjHYHOTO poxa AONYILIEHHSM,
IPHMEHSIE KOCBEHHBIEe METOAH CJeXeHHs 3a Av.
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TpanuuuoOHHHI 3H3HMOJIOTHYECKHH MOAX0J — OYHCTKA HCCJenye-
Moro ¢epmeHTa — caM no cefe He JOCTaTOYEH, YTOOH NPEOHOJIETh 3Ty
TpyZHOCTb. Benb ounctka ¢epMeHTa — reHeparopa HaH norpeburens

Apl — c Hens6exHOCTBIO Mpexnosnaraer paspylleHHe NPHPOLHOH MeM-
OpaHH.

YT106H H3MEepUTh reHepalHio AYp ouYHIIeHHHM ¢epMeHTOM, Heob6Xo0-
IHMO €r0 BHOBb BCTPOHTH B MeMOpaHy, 06J1afjalollyl0 BEICOKHM 3JIEeK-
TPHUYECKHM CONPOTHBJEHHEM. DTy npobJieMy MOXeT pellHTb PeKOHCT-
PYKIIHSI TPOTEOJHITIOCOM.

2.1.1. Ilporeoaunocomnl

Tepmun «nporeosrunocoma» Guin mnpepnoxeH nasi 0603HaueHHs
3aMKHYTHIX MeMOpaHHHX My3HpPbKOB, 06pa30BaHHbIX CaMOCOOpPKOH H3
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Puc. 8. LlnToxpoMkcunassas nporeosiHnocoMa (MeTop 3amopa-
KHBAaHHA M CKaJBBaHHA; 9JIeKTPOHHAS MHKPOCKOMHS, YBEJH-
genne — 100 000) (mo P. Nicholls, 1983):

KPYNHBle MOJIEKYJIH IHTOXPOMOKCHAashl BHICTYNAlOT H3 MeMGpaHbl
NPOTEOJIMIIOCOMBI

¢docpoaununos u 6enkos (B. Il. Ckyaaues, 1973). B To Bpems mpore-
OJIHMTOCOMH NPHMEHHJIH B ONBITaX IO JOKa3aTeJbCTBY XeMHOCMOTHYe-
CKOH THUmNoTe3n 3Heprernuyeckoro comnpsikenus. B 1971 r. §I. Karase u
D. Pakepy yiaJoch peKOHCTPYHPOBATb 3aMKHYTHIE y3bIDbKH H3 COEBHIX

¢ochoannunoB u opHoro u3 norpebutreneit ApH, a umenHo HHATOP-
CHHTAa3Hl.

ABTOpH (ppaKUHOHHPOBaJAH CMeCh 6€JIKOB MHTOXOHApPHAJBbHHX MEM-
6paH TakuM ob6paszoM, uTO BopopacTBopUMHIE cektop HH-AT®-cunrasm
(dbakrop F,) u MeM6panHHI cekTop (Fp) GBI NOJYyYEeHH B HHIHBHIY-
anbHOM Buze. 3ateM ¢aktop Fy pacTBOpHaH B JerepreHre (xogare
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HaTpHs) H NOJYYeHHBIH pacTBOp cMewanau ¢ ¢pochoNHUNHIaMH, TaKxKe
pacTBopeHHbIMH B Xogarte. Ha cienyloieM 3Ttamne neTepreHT MenJsieHHO
yoaauau Auanu3oM. [IoHHXKeHHe KOHLeHTpaUHH HeTepreHTa INpH JAHa-
JIH3e COMPOBOXKJaJ0Ch caMOCO0PKOi ofHOMeMOpaHHLIX 3aMKHYTHIX My-
3BIPBKOB Hanojnobue JjaunocoM BaHrxema, HO CoiepKalllHX B CBOeH MeM-
6paHe nomuMo (ochonunuaos eme H 6enok (pakrop Fyp). [Tocnennun
stan — ao6aBJyeHHe BOJHOTO pactBopa ¢akropa Fy kK Fo-IpoTeoJHnoco-
MaM. DTO HMeJIO cleldCTBHEeM NpHcoelHHeHHe (akTopa F; K NpOTeoJH-
nocoMaM B CHJIy €ro BBICOKOTO cpoiactBa K (¢akropy Fo. IlonyyeHHBIH
KoMiekc FoF,, BcTpOeHHHI B MeMOpaHy IPOTEOJIHIIOCOM, OKa3aJiCsl
cnioco6HHIM K pacuienyiennio AT®. CkopocTh THIAPOJIH3a YCKOpPAJAacCh

areHTaMH, paspsikaomnMa ApH, kak ecin 661 AT Das3Has peakuus re-
HepHpoBaJsa ApH.

ITosnHee MHorue apyrue reHepatopbl H mnotpeburenn ApH Oblan
OUHILIEHB H BCTPOEHb! B IPOTEOJIHIIOCOMBI.

H306paxeHHe LHTOXPOMOKCHAA3HBIX NPOTEOJUIIOCOM MPHBEAEHO Ha
pHC. 8.

2.1.2, Ilpsmoe u3MepeHHe TeHepauHuu Ay
NPOTEOJHIIOCOMAMH, COPOMPOBAHHBIMH HA KOJJIOJAHEBOM
nJeHKe

JI. A. IpaueBniM H coTpyaHHkamu B MI'Y pa3paboraH MeTOA, IO-
3BOJIAIOIINHA H3MepATh HENOCPEeJCTBEHHO BOJIBTMETPOM TreHepallHio Ay
¢epMeHTaMH, BCTPOEHHBIMH B [POTEOJIHIIOCOMBL. [Iporeosunocomol cop-
buposaiu Ha OOHOLL U3 NOBEPXHOCTEL KOAAOOUEeBO NAEHKU, NPONUTAH-
HOU Oexanosbim pactgopom ocgorunudos.

Kak nokasanu 3kcnepHMeHThl, COpOILHS NMPOTEOTHNIOCOM NPOHUCXOAHT
TakKMM 00pa3oM, uTO COAep:KalUHiCH BHYTPH HHX pacTBOp He IepeMe-
IIMBAeTCsl C HapyXHBIM pacTBopoM. [lo-BHaHMoOMy, mpH COpOLHH Ha
TOH CTOpOHE MPOTEOJIMIOCOMBl, KOTOpasl KOHTAKTHPYeT ¢ IJIEHKOH, MeM-
O6paHa pacTBOpSeTCs NPONHTHIBAIOIHM MJIEHKY JeKaHOM, a Ha Jpyroi ee
CTODOHE — COXpaHsieTCsl, OTAeJisis OMBIBAIOLIMH IJEeHKYy pacTBop OT
pacTBopa BHYTPH NPOTEOJHIOCOM.

I'eHepauus Ay Ha MeM6paHe COpOHPOBAHHEIX INPOTEOJNHIIOCOM MO-
KeT 6bITh 3apPerHCTPHPOBaHa ABYMsS 3JIEKTPOJAaMH, KOTOpble NOMeLUEHHI
no o6e CTOPOHBI KOJIJIOAHEBOH NJIEHKH H COeJHHEHH C BOJbTMETPOM.
BpeMeHHGe pa3pellieHHe TaKOH CHCTeMB cocTaBisisio 50 He, YTO 3HAYH-

TEeJbHO KOpOYe BpeMeHH OJHOKpaTHOro cpabartbiBaHHs Jio6oro ApH-
reHepaTtopa. Bor nouemMy 3THM MeTONOM YyJAaeTcsl CJENHTb He TOJBKO
3a BaJ/OBHIM MpOLECCOM reHepaluH Ay, HO H 32 €ro OTAeJbHBIMH 3Ta-
naMi. UHBIMH cji0OBaMH, MOXKHO pEerHCTPHPOBATh NepeMelleHHe 3apsaa
(H+ uau 3siekTpoHa) BHYTPH MOJIEeKyJibl OeslKa-reHepatopa. JTOT NOA-

XOJl BaxeH JJisl TOHHMaHHs MexaHu3aMma reHepauun ApH. OH oco6GeHHO
IJIOAOTBOPEH B TeX CHCTeMaX TpaHCPopMallHH SHEPTrHH, KOTOpble MOTYT
6bITh OuYeHb OBICTPO NpHBeleHbl B AedHcTBHe. TakKoBH CBeTO3aBHCHMBIE

ApH-renepaTophi.
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CHcTeMa «npOTEONHNOCOMBl — KOJJI0JHeBas NJeHKa», IepBoHayaJjlb-
HO paspaGoTaHHas AJas H3ydyeHHs 6aKTepHOPOJONCHHA, OblIa 3aTeM
HCIIOJIb30BaHa MpPH HCCJIEeNOBaHHH LEJOro psna APYrHX MeMOpaHHBIX
npeo6pasoBaTeJiell 3HEPTHH.

Puc. 9. CxeMa OuHCTKH H caMOCGOpPKH cucTeM reHepauun ApH n npsiMoro uaMepennsi
HX aKTHBHOCTH:

1 — n3yyaeMmuft AHH-reHepaTop; 2, 3, 4— npyrue MemOpaHHBle Genxn, 5 — docdonunup

Ha puc. 9 nana o6uias cxema usyuenuss AuH-reHepupyromux ycr-
POHCTB KJIETKH, BKJIOUAIOIIEro HX OYHCTKY H caMoCOOpKy H 3aBeplialo-
lLerocs NpsiMBIM H3MepeHHeM Npeo6pa3oBaHHA HMH CBETOBOH HJIH XH-
MHYECKOH 3HEPTHH B 3JeKTPHUeCKylo ¢hopmy.

2.1.3. U3mepeHnne Ay B HHTAKTHBIX KJeTKax
M opraHeJJjax

Muxpoanextpoanniii Meton. IlpsiMmoe namepenne MeM6paHHOIrO Io-
TeHIlHaJla Ha NpHPOAHBIX MeMOpaHax BO3MOXKHO TOJIBKO B OYeHb Orpa-
HHYEHHOM YHcJe ciayuyaeB. DJEKTPOJ YAaeTcsi BBECTH JHUIb B KPYIHHIE
9YKapHOTHYECKHE KJETKH, C TeM uTOOBH H3MepHTb AY Ha HX BHeLIHeH
MeMOpane. C gpyroii cTopoHH, GaKTepHH, MHTOXOHJAPHH H XJIOpOMJAC-
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TH, T. €. 0ObEKTHl, HaHOo0Jlee HHTepeCHble C TOYKH 3pEHHS! GHO3HepreTH-
KH, CJIMILKOM MaJibl AJS NPHMEHEeHHsI MHKpO3JeKTpoaHoro Meroza. Ilo
oOpasHoMy BHIpaxkeHHIO D. Pakepa, BBeCTH MHKPO3JIEKTPOJL B MHTO-
XOHAPHIO — 3TO BCe PaBHO KaK IMOMNKITATbCS 3aCyHyTb Oeic60JbHYIO
6uty B KOmKy. KpoMme TOro, conpoTtHB/ieHHe BHYTPHKJIETOYHHX 3HEpro-
npeobpasywinx MmeM6paH 0OHYHO OYE€Hb BHICOKO (ropasfo BhILLE, YEM
BHelllHeli MeMOpaHH »XHBOTHOH KJIETKH), H Jaxe HeOoJbllioe yBeJHYe-
HHe NMPOBOJHMOCTH NPHBOIHT K NPaKTHYECKH MOJHOMY paccesiHHIO Av.
HMenHo atot 3¢dekr, BuauMo, He no3poasa I'. Tenecku B TeyeHHe MHO-
THX JeT H3MEPHTb Ay 3J1eKTPOAOM, BBeJEHHbBIM B MHTOXOHJPHIO.

OnHako NPHMEHHTEJNBHO K APYrHM OGHOJOrHYECKHM CHCTeMaM B JIH-
TepaType MOXHO HaHTH yKa3aHHsl Ha IOJIOXKHTEJbHHH pe3yJbTaT H3-
MepeHHs] MHKpO3JieKTpogaMH Ay. XpOHOJOrHYeCKH NepBHM CpeiH HHX
Oblo coobuienne A. A. ByanueBa u coaBropoB (1972). ABTOpHl BBeJH
MHKDPO3JIEKTPOZ, B 'HTaHTCKHH XJIOPOMJIaCT KJIETKH 3YKapHOTHYECKOH
BOJOPOCTIH H H3MEpHJH CBeTO3aBHCHMYIO reHepauuio Ayp. [losnHee
J. Xanep npoBes aHaJIOTHYHBlE H3MEPEHHS] Ha KPYMHBIX MHOTOKJIETOU-
HbIX nHaHoGakTepusx. OnHako nMogoOHBIE CHCTEMEB! He CTaJid OOLlenpH-
HATOH MOJeJbIO BBUAY 3K30THYHOCTH OOBEKTOB..

KoannonueBasi nineHka He MOXeT OBITb HCIOJb30BaHa B ONBITax C
HHTAKTHBIMH OaKTepHSIMH, MHTOXOHJAPHSIMH H XJIOPOIJIaCTaMH, TakK Kak
BO BCeX 3THX Cjlyyasix MPSIMOMY KOHTaKTy C BHyTpeHHed MeMOpaHOH
MelLlaeT KJeTOYHasl CTEHKa HJH BHelIHsis MeMOpaHa KJeTKH (opraHeJ-
Jbl). 3Ta TPyAHOCTb, O-BHIHMOMY, KPHTHYHA H AJSl TaK Ha3blBa€MOro
MeToJla «m3T4ya», KOria MHKPO3JEKTPOL NPHKACAETCA K HCCJIeAyeMOH
MeMOpaHe, He MPOKaJbIBas ee.

HoHodopsl. [IbiTasick NpoBepUTh NMOCTYJ1AT XeMHOCMOTHYECKOH Teo-
pHH O reHepauuu Ay Ha conpsramouux Mem6panax, Il. Mutuen uHaMe-
psaJ pacnpeneneHHe HoHOB K+ Mexny HHKyOallHOHHOH CpeloH H MHTO-
XOHJPHAMH HJH OakTepHsMH. IlJis1 NOBHILIEHHS KaJHEBOH NMPOHHULAEMO-
cTH MeM6paH 100aBssijii HOHOQOp BAAUHOMUYUK. DaeKTpogopeTHye-
ckoe norJoimleHHe HOHOB K+ MHTOXOHApDHAMH HJH O6aKTepHAMH
pPerucTpHpOBAJIH N0 yYMEHbLIEHHIO B cpele KOHUeHTpauun K+, H3meps-
€MO#H YyyBCTBHTENBbHHIM K K+ CTeknfiHHBIM 3JekTpoaoM. B HekoTopeIX
Oonee no3aHux paborax HOH K+ Gblsi 3aMeHEeH HOHOM pajHOAKTHBHOIO
Rb+. AKKyMyJISILHIO MOCJAEAHEr0 H3MEPSAJIH 10 BKJIOYEHHIO paiHOaKTHB-
HOCTH B MHTOXOHApPHH (6akTepuH).

HenocraTtok 3Tux 060HX MeTOLOB 3aKJIOYaEeTCA NpeX]e BCEro B TOM,
4TO U MHTOXOHApHaJbHasi H OakrepHasbHass MeMOpaHBl COAepIKaT
K+/H+-antunoptepel. OHu MOryT MackupoBaTh TpaHcnopT K+ non meii-
CTBHEM 3JIEKTPHYECKOIO MOJIsl.

Jpyrasi TpyAHOCTb COCTOHT B TOM, UTO GaKTEpHH H OpraHesjbl MO-
ryt pacnosiaratb AT®a3HEIMH MeXxaHH3MaMH aKKYMYJSiLHH HOHOB K+,
K+-rpaHcnoprupyiomas AT®a3a 6elia o6HapyxeHa, HallpuMep, B KJeT-
Kax E. coli, BoipallleHHBIX B Cpelle C 0OYeHb HH3KOH KOHLeHTpauued Kt.

Eite onHo orpaHxyeHne MeTona, HCnoJib3oBaHHoro I'l. MuTuesom, —
3TO HEBO3MOXHOCTb €ro NpHMeHeHHs] K MeMOpaHHBEIM 00Opa3oBaHHAM,
BHYTpeHHHH 00beM KOTODBIX 3apsiKaeTcs NOJIOXKHTEJIbHO, a He OTpHIa-

2% 35



TEJbHO (KaK B cjyyae MHTOXOHADHH W 6GakrtepHuii). TakOBH TH/IaKOHIH
XJIOpOMJIacTOB, 6aKTepHaJJbHble XpOMaTOdOPH, 8 TaKXe «BHIBEPHYTHIE»
CyOMHTOXOHApHa /IbHBIE H CyOOakTepuabHble Mysbipbku. [Ipu BkaOue-
Huu ApH-renepatopoB Bce OHH 3JeKTpodOpeCTHUYECKH BuIGpaCHIBAIOT
K+ u3 cBoero BHyTpeHHero o6beMa Hapyxy, rae K+ cusibHo pasbasisi-
eTcs HHKyOallMOHHOH cpeloH, 06beM KOTOPOH O6BIYHO NpeBOCXOAHT 6o-
Jgee ueM B 1000 pas cymmapHHii 00beM HCCleAyeMBIX MeMOGpaHHHIX
Ny3LIPHKOB B Ipo6e.
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Puc. 10. CuHTeTHYECKHE NPOHHKAIOIIHE HOHHI

CHHTeTHYECKHEe MPOHHKAIOIIHE HOHBl. TpYIHOCTH, NepeyucyeHHBIE
BHILIIE, MOXXHO OGOHUTH, €CJIH HCIIOJIb30BATh CHHTETHYECKHe IPOHHKAalo-
II{He HOHBI BMecTo npHpoaHoro K+ usau 6JH3KOro K HeMy 1O CBOHCTBaM
Rb+. [Ipu moHcke TakKHX HOHOB rJaBHasi MpobJieMa CBOAHJIACh K TOMY,
yTOGHl MPEOJ0JETh HEMPOHHIIAEMOCTh 3Hepronpeobpasyloumx MmeMbpaH
JJiSl THAPATHPOBAHHBIX HOHH3HPOBAHHBIX coellHHeHHH. MeMOpaHBl 3TOrO
THNA NMPONYCKAIOT JHIUb OYeHb Y3KHH HaGop NpPHPOAHBIX HMOHOB, IJif
KOTOPHIX €CTh CIieLlHaJibHble MePEeHOCYHKH HJH KaHaJjbl. UYyxepoaHbie
HOHBl He HUMelOT CBOMX I€pPeHOCUYHKOB, H NOTOMy TrHApo¢obHas cepl-
ieBMHa MeMOpaHbl CJOYXKHT [JIsi HHX NpaKTHYECKH HENpeoL0JHMEIM

6apbepoM.
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HTto6bl peniTh NpobaeMy, TpebOBaJoCh HANTH UOHbL € HU3KOLL CTe-
newsvro eudparayuu U MOTOMY C BBICOKOH pacCTBOPHMOCTBLIO B JIHIHAE.
Kak mokasanu uccaenoBanus (E. A. JInbepman u ap., 1968), rtakue
CBOHCTBa NPHCYILH OINpeJe/eHHBIM CHHTETHYECKHM HOHaM, 3apsj KOTO-
pBIX 1eJ0KaJH30BaH N0 Bced HOHH30BAHHOH MOJIEKyJie HJIH 3KPaHHPO-
BaH rHApOQOOHbIMH 3aMECTHTEJISIMH.

i1 BHISIBJIEHHSI TAKHX BelnecTB GBLIO NMpPOBEPeHO B OMNBITAX C yep-
HBIMH MeMOpaHaMHp 6oJibuioe YHciO coeanHeHud. Ilpeamnosaranu, uro
zobaBJyieHHe COJIH MPOHHKalolero KatHoHa (X+) u HenpoHHKaIoLLero
aHHoHa (HanpuMep, C1~) B OHH H3 OTCEKOB, pa3jeneHHHX MeMOpaHoOH,
JOJIXKHO co31aBaTh AH(PDY3HOHHHIH 3JIeKTPHYECKHH NOTeHLHaJ 1 (OTpHla-
TeJbHOE 3apsKeHHe oTceka, coaepxauero XCl). Idror 3¢ dekT no/xken
OblJ1 BO3HHKATh BCJENCTBHE NBHXeHHs X1+ H3 oTCeka, Kyaa OH OblJ 10-
OaBJieH, B IPOTHBOIOJIOXKHBIH OTCeK. B cllyyae cosiH HenpoHHKaloOLlero
KaTHOHA H MPOHUKAIOLIEro aHHOHA MOXKHO OHIIO OXHJaThb MNOSIBJIEHHE
NOTEHIIHaJla 00paTHOro 3HakKa.

B ombiTax, nocraB/eHHBIX [0 3TOMY MJaHy, OBJIO OOHapy»KeHO He-
CKOJIbKO CHHTETHYECKHX BelleCTB, OTBeUalOUIuX NpPHBEAEHHLIM Bbllle
tpeboBaHHAM. POpMYJIbl HEKOTOPBIX H3 HHX NpHBeleHbl Ha puc. 10.

HaunboJjiee neMOHCTPAaTHBHBIM 0Ka3aJioCb CpaBHeHHe TeTpadeHHJI-
docoHus u TerpadeHHA60paTa — COCIHHEHHH, OTJHYAIOUIHXCH TOJIb-
KO HOHH30BaHHHIM aToMOM (P* B mepBoM csiyuae 1 B~ Bo Bropom). O6a
HOHa reHepHpOBaJIH pa3sHOCTb JH(P(PY3HOHHHIX NMOTEHIHAJOB, HallpaBJie-
HHe KOTOPOH CBHIETEeJbCTBOBaJiO, 4YTO NpOH3BOoAHoe Pt — nponukalo-
LIHH KaTHOH, a NpOH3BOJHOe B~ — npoHHKalOIHH aHHOH.

IIpoHukalomue HOHB OblMHM OTOGpaHBl U HCTIBITAHHL HA MUTOXOH/PH-
SIX H BBIBEDHYTBIX CyOMHTOXOHApPHAJIBHBIX NYy3blpbKaX, HMeEIOLIHX IIPO-
THBOIOJIOXKHYIO MHTOXOHJDHAIM OpHeHTalHl0 MeMOpaHbl. MOXHO OblIO
HalesTbCs, YTO CHHTETHYECKHe NpPOHHKAMIIHe HOHbI OynyT AHPOYyHIH-
pOBaTh CKBO3b T€ YYaCTKH MHTOXOHAPHaJbHOH MeMOpaHBl, KOTOpHE
npencrasasfioT coboi docoaunuaHbiii OHCJIOH, aHAJIOTHYHBIA 4epHOH
MeMOpaHe. B 3TOM ciyuyae HOHBI AOJKHBL OblIH 6B pacnpenensiThbes,
HanpuMep, MexXJAY MHTOXOHIpHeH H CpefoH B COOTBETCTBHH C Av, re-
HepHPyeMOH 3TOH opraHesJiOH HJH ee BBIBEpHYTHIMH 4aCTHUAMH, T. e.
KaTHOHBI JOJIKHBI OBIJIH HaKaNJHBAaTbCA B MHTOXOHIDHSX, a aHHO-
HBl — B BBHIBEPHYTHIX yacTHuax. FIMeHHO TakHe COOTHOLUeHHA H OBIJIH
06Hapy:xKeHbl B ONBITAX.

Jlisi H3MepeHHsi KOHIeHTpalliii MPOHHKAIOIIHX HOHOB B HHKy6allH-
onHo# cpene E. A. JIn6epmMaH H COTPYIHHKH MPEAJIOXKHJIH HCIOJb30-
BaTb Ty e YepHyl0 MeMOpaHy, KoTopas Obljla mpHMeHeHa AJs MOHCKa
NPOHUKAIOIHUX HOHOB. MHTOXOHAPpHH N06aBJsAJH B OJHH U3 ABYX OTCe-
KOB Te(dJJOHOBOH siueHKH, pas/ieJjeHHOH MeperopoikKod C OTBepCTHeM,
3aTAHYTHIM uepHOii MeMOpaHOH. B 06a oTceka BHOCHJIH NMPOHHKAMOLIUHA
KaTHOH. DHepru3alusi MHTOXOHApPHH, HanpHMep, NMpPH BKJIOYEHHH IbI-
XaHHs BbI3bIBaJia MOIVIOLlEHHE KaTHOHa opraHeJqJyiaMH. B pesysbrate
KOHLIEHTpalisl KaTHOHOB B OTCe€Ke C MHTOXOHIPHSIMH CHH¥KaJachb, YTO
BBI3BIBAJIO NepeMelleHHe KaTHOHOB yepe3 4YepHYIl0O MeMOpaHYy H3 TOro
OTCeKa, raie MHTOXOHApHII He O6wno. JH(Gy3HOHHBIE MOTEHLHaJs, BO3-
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HHKAaIONIHH BCJIEJCTBHE 3TOr0 Ha uyepHOH MeMOpaHe, perHCTpHpPOBAaJIH
3JIEKTPOJaMH, NOTPYXEeHHBIMH B 00a oTCeKa.

Sror Meton GHJI BrocJaeACTBHH ycoBepiieHctBoBaH (JI. A. JlpaueB
" ap., 1979), xorza HectaOHJbHYIO YepHYI0O MeMOpaHy 3aMeHHJIM MHJI-
JIHLIOPOBHIM (DHJIBTPOM, NPONHTAHHBIM [E€KAaHOBHIM pacTBopoM ¢ocgo-
aununos (puc. 11). HenaBHo 6blIH H3rOTOBJEHBI HOHOCEJEeKTHBHBHIE
3JIEKTPOABl, UYBCTBHTEJIbHble K TeTpadeHHA(DOCHOHHIO U TeTpageHH-
6opaty. D10 elle 60Jiee yNpOCTHJIO NPOLEAYPY H3MepeHHS Av.
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Puc. 11. YcTpoiicTBoO AJs1 H3MepeHH MeMOpDaHHOrO NOTEHUHaNa B MHTOXOHIPHAX [MO-
CPEACTBOM CHHTETHYECKOro npoHmkamwoero HoHa (C*) (mo E. A, JIuGepMany, 1969):

TyCTOTa JHHHE YCJOBHO YKa3hlBaeT Ha KOHUeHTpauuio C+. IiexktpodopeTHueckoe MOrjoLeHHe
HOHOB C+ MHTOXOHJADHMAMH, N0GaBJIeHHHBIMH B TNpaBefl OTCeK SYEHKH, HPHBOAMT K CHHIKEHHIO
koHueHTpauun C+ B 3TOM orceke H 06pa30BaHHI0O rpajHeHTa HOHOB C+ MeX Ay ABYMsl OTCeKa-
MM, pa3AejieHHBIMH (DHALTPOM, KOTOpPHI NpPOMHTaH pacTtBopoMm dochonunHaoB B xekaHe. IDTOT
rpajMeHT Bbi3biBaeT oGpasoBaHHe MG GY3HOHHOro mnoTeHuMana HOHOB C+ Ha ¢uiIbTpe, NpPOHH-
naeMom anst C+ (uoHwml C+ paBHramoTtcst uepes (UIAbTP CJeBa HanmpaBo, YTOOm KOMIIEHCHPOBaTh
ymeublueHHe [C+] B mpaBom otTceke). JAuddy3HoHHEI noTeHUHAN H3MepsieTcH BOJbTMeTpoM V,

COeNHHEHHBIM C 3JieKTponaMHu E

Korna cranan pocTynHH pajHOaKTHBHEIE NMPOHHKAIOLIHE HOHBI, OKa-
3aJ10Cb BO3MOXKHHIM oIpenensiTe Ay Nno BKJIOUEHHIO MeTKH, HallpHMeD,
BO pakIHI0 MUHTOXOHADHH.

B TeueHne mocnenHero necSTHIETHS METOJ NPOHHKAIOIIHX HOHOB
Oblyl mpUMeHeH 14 o6Hapy»xeHHsl A{p BO MHOTrHX pab0OTax Ha MHTOXOH-
pHsiX, OakTepHsix, XxpoMaToopax, THIAKOHAAX H HX YACTHLAX, 3 TAKXKeE
JpYTHX NPHPOIHBIX H PEKOHCTPYHPOBAHHBIX CHCTeMaX. Takasi yHHBep-
CaJIbHOCTb He yJIHMBHTeJbHA, TaK KaK OCHOBHOe TpeOOBaHHe K OOBEKTY
HccJie10BaHHS CBOJAHTCH K HaJIHUHIO Y4aCcTKOB ¢ocosHnHuAHOro 6H1ciion
B uccaenyeMoit Mem6GpaHe. 9To Tpe6oBaHHe BCeria BHIOJIHAETCS B CIy-
yae KakK MpHPOAHHIX, TAK H MOJeJbHBIX MeMOpaHHbIX 0O0pa30BaHuUi.

B caenyromux ciayyasx MeTOA CHHTETHUECKHX HOHOB OKa3bIBaeTCs
HENpUMEeHHMHIM.

1. CuHTeTHUECKHH HOH CHJIBHO TOPMO3HT HccienyeMuil AuH-rene-
paTop; 3TO siBJieHHe BCTPeYaeTCsl CPaBHUTEJBHO PENKO, TaK KaK B CHJY
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BLICOKOH YYBCTBHTEJBHOCTH MeTOJa MOXKHO HCIOJIb30BaTh HH3KHE KOH-
LleHTpalli{ HOHOB.

2. Mon Merabonn3npyercss opraHesioi UJIH B3aHMOJAEHCTBYeT C Ka-
KHM-JH60 H3 NepeHOCYHKOB, MPHCYTCTBYIOLUHX B KJeTKe JIMOO opraHeJ-
Je. Tak, 6BJI0 OKa3aHO, uTO TeTpadeHnabopaT MOXKET CJAYXKHTb JOHO-
pOM 3JeKTpoHOB nJs ¢otocucreMbl II B xJoponsacrax. ¥ oAHOro u3
BHJOB ApOXKXKeH TpupeHHAMeTHAGOCHOHHH TepEeHOCHTCS CHCTEeMOH
TpaHcropta tHaMuHa. CynlecTByeT KOCBeHHOe ykKa3aHHe Ha 3Heprosa-
BHCHMBIH BBIOpOC 3TOro KaTHOHa M3 KJeToK Acinebacter calcoaceticus
u E. coli.

3. O6beKT HCCNeNOBAHHA COAEPXKHT IBe compsraionide MeMOpaHHI,
reHepHpyouHe Ay NPOTHBOMOJOXKHOrO 3HakKa. FIMeHHO Tak OOCTOHT
JeJi0 y HEeKOTOPHIX (POTOCHHTE3HPYIOIHX OakKTepHH, colepxallHX cycC-
NeHIHpOBaHHEIE B LHTO30Jie XpoMaTtodophl. B 3ToM ciayuae kak LHTO-
nJjasMarHyeckass MmeMOpaHa, Tak H MeMOpaHa xpoMmatogopa HecyT Ay
CO 3HaKOM «—>» B ILHTO30JI€.

P ayopecumnpylomue HoHbl. B 1abopatopuu JI. UeHa H He3aBHCHMO B
rpynne aBtopa Obls1 pa3paboraH Merof HabJjwoneHHs 3a oOpasoBaHHeM
Ay B OTHe/bHO KiIeTKe HJIH MHTOXOHAPHH. C 3TOM Lesibl0 NPHMEHHJH
dayopecuupymolHe NpOU3BOAHbIe IPOHHKAIOIHX CHHTETHYECKHX KaTHO-
HOB, a HMEHHO 3TUApPOOAMUN U meTuapooamur (popaMuH 123).

[IpuHuun MeTona cocToHT B cienywoweM. [lpu snepeusayuu muro-
XOHOpuu uau 6axkrepuu AKKYmMYyaAupyroT A10601 nPoHUKArOu ULl KATUOH,
NIOCKOJIbKY HX BHYTPE€HHHH 0GbeM 3apsikaeTcsi OTpHLILaTeJbHO. Ecin Ka-
THOH crnocobGeH ¢JyopecuHpoBaThb, MOXHO HabJi0AaTh (PJyopecLeHIHIO
OTAeJbHOH 6akTepHa/JbHOH KJIETKH HJIH MHTOXOHADHH IIOJ MHKPOCKO-
IIOM.

AxcnepumeHTH 1. B. 3opoBa u H. H. CeBepHHO#l moKa3aju, uTO
KaTHOHHBle (POpDMBI YNOMSIHYTHIX Bhblllle NPOH3BOAHBIX pPOJAaMHHa Iepe-
CeKaloT yepHyl0 MeMOpaHy B KaTHOHHOH ¢opMe, reHepHpys NHO(GY3H-
OHHBIH NOTEHLHAJ; aJKHJIPOAAMHH BBHI3BIBaeT NPHKH3HEHHYIO OKpacKy
MHTOXOHJPHH B Pa3jIHYHBIX THIIaX *HBOTHBIX KJIETOK; B KJeTKaxX KyJb-
TYpHl uejoBedyecKHX ¢(HOp06J1aCTOB, MpPOKpalleHHbBIX 3THJAPOAAMHHOM,
CBETATCH TOJIbKO MHTOXOHJDHH, NpPHYEM B OIlpelesieHHHX YCJIOBHSAX,
Korja MHTOXOHADHH HMEIOT HHTYaTylo (opMy, MOxKHO HalbJI0naThb
cBeueHHe Bcex 0e3 HCKJIOUEHHSI MHTOXOHJADHH B HCCJIealyeMoM o06-
pasiie.

QuyopecleHTHBIH METOZL CO3]aeT YHHKAJbHYI0 BO3MOXHOCTH Ha-
Os10faTh HENOCPEACTBEHHO B XKHBOH KJleTKe 3a 3HeprusalHeill TOHKHX
HHTYaTHIX MHTOXOHJApHH, He BHIHMBIX B CBETOBOH MHKPOCKON JIOOBIM
APYTHM crnioco60M. DTO H He YAHBHTENbHO, TaK KakK (JyopecuHpyoiias
yacTHla Oyner BHIHAa KaK HCTOYHHK CBeTa Ja)e B TOM CJyuyae, eCJH ee
pa3Mep MeHbllle AJHHBI BOJHB BUIHMOIO cBeTta. Tak, HOYbIO Mbl BHAHM
CBET 3Be3J, XOTS OHH CJHLIKOM MEJIKH, C TOUKH 3pEHHS 3eMHOro HabJio-
nartessi, yToObl OHITH BHAMMBIMH JHEM KaK TeJia, MOrJoLlalollHe CBeT.

KaporuHoupHbiii ciBur. Y HeKOTOPHIX (POTOCHHTE3HPYIOIHX Oakre-
pHH 4 XJoponJiacToB 06paszoBaHHe Ay Bbi3bIBaeT HeOOJbILIOH CABHI MakK-
CHMyMa TIOTJIOLeHHs1 KapOTHHOHIOB, a TakKXe XxJopoduiaia. DTOT
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3JIeKTPOXPOMHBIH 3¢ eKT MOxKeT GbITh NOKAa3aH KakK NPH eCTeCTBeHHOH
(3H3HMaTHYeCcKOH), TaK H NPH HCKYyCCTBEeHHOH reHepauuHH Avy. [Ipenmy-
LeCTBO MeTOAa COCTOHT B TOM, YTO OH IMO3BOJIS€T PEerHCTPHPOBATH
u3MeHeHHsl Ay cnocob6oMm, He TpeOYyIOIUHM HHKAKHX BHEIUIHHX BO3JeHCT-
BHH Ha Hccienyemyio cucreMy. OfHaKo MeTol HMeeT H CBOH OrpaHHde-
HuA. [Ipn H3MepeHHH 3JIEKTPOXPOMHOTO CABHra HEBO3MOXXHO OTJHYHTb
TpaHcMeMOpaHHOe MoJie, HanpaBJieHHOoe Tnonepek MeMOpaHHI, OT JIO-
KaJIbHbIX TOJieH, 3/1eKTPHUeCKHH BeKTOP KOTOPBIX MOXeT ObITb HaKJIO-
HeH NOA J106BIM yIJOM K MJOCKOocTH MeM6paHbl. Hanpumep, nokasa-
HO, 4YTO H3MeHEeHHs! NOBePXHOCTHOro NOTeHLHaJa Bbi3bIBAIOT KapOTH-
HOMAHBIH caBHr. KpoMe TOro, STOT MeTOA He NPHMEHHM K NPOTEOJIHIIO-
cOMaM H K I'POMagHOMY OOJIbIIHHCTBY NPHPOAHLIX MeMOpaH.
Hamepenne ApH. Ecin «npotoHHasi» 3Hepronpeo6pa3yoiias MeM-
6paHa npoHHlaeMma AJs Jwoboro HoHa, kpome H*, 10 nepBuuHas ¢op-

ma ApH (snekrpuyeckuii moreHumas) npespaimaercs B pasHocTb pH
Mexay AByMs oO6beMaMH, pasliesleHHbIMH MeMOpaHo#. IIpocreniini
cnoco6 caeautp 3a ApH cocTouT B H3MepeHHH KOHLEHTpalHH BOAOPOA-
HbIX HOHOB CHapyXH KJIETOK, OpraHeJlJl HJIH NPOTEOJIHIIOCOM.

Hanpumep, eciin ApH-renepatopb MHTOXOHApH# 3kcnopTHpyioT Ht
H3 MAaTpPHKCa B HHKyOalUHOHHYIO CMeCb, TO yBeJIHUeHHe KOHLeHTpalHH
H+ B 3TO# cMecu MoxeT 6BITh 3aperuCTpHPOBaHO CTeKJASHHBIM pH-3sek-
TPOAOM MpH yCJOBHH, YTO KOHUeHTpauus pH-6ydepa B cpene HHU3Kas.
B TakoM ciyuae MHTOXOHIPHH BH e sAOT Kosauyectso Ht, mocratou-
Hoe Ans1 H3MepuMoro caBHra pH B mHKkyGauHoHHOH cpezne, HeCMOTpS
Ha CHJIbHOe pa3baBJjieHHe BBIAeJSIOLUXCSH HOHOB, KOTOpOEe NPOHUCXOAHT
H3-3a TOro, 4to o6beM MHTOXOHAPHAJBHOTO MAaTpPHKCAa COCTaBJsieT
06bIyHO He Gogsiee 0,1% oT obuero o6beMa cmecH. Takoe H3MepeHHe
OKa3biBaeTcsd BO3MOXHBIM Ojarofapsi 60spliod 6ydepHOH eMKOCTH
maTpukca. ITono6Hble COOTHOLLIEHHS XapaKTepHBl H JJA GaKTepHii.
B cnyyae nporteonunocoM npHXOAHTCH N06aBJAThL HeNPOHHKAIOUIHH
pH-6ydep B cMech aas HX peKOHCTpYKUHH. 3aTteMm BHellHH# Gydep
OTMBIBAIOT NepeocakieHHeM IPOTeOJHIICOM B cpelle 6e3 6ydepa.

Uto6b H3mepsiTb caABHTH pH 6bicTpee, ueM 3TO fesnaeT CTeKJISHHBIH
3JIEKTPOJ, NPHMEeHsII0T HenpoHHKawline pH-unaukarope. I[Jo H3MeHe-
HHIO MOTJIOIeHHs] cBeTa MHAHKATOpoM (HJH ero (JiyopecCueHLHH) MPH
NPOTOHHPOBAHHH MOXHO CYIHTb, HanpHMep, O BbiAeJieHHH HT-HOHOB
SHepru30BaHHBIMH MHTOXOHApPHAMH. Cpenn HenpoHukawwux pH-uugn-
KaTOpOB, OTBeYamwIlnx Ha u3MeHeHHe pH cnekTpanpHbIM CABHIOM, MOX-
HO YyNOMSIHYTb pP-HHTPO(QEHOJ H NHpaHHH. YMOb6eanndepoH MOxKeT CJy-
KHUTh npuMepoM ¢ayopecuunpywowero pH-unnnkaropa.

3Has BeHYHHY u3MeHeHHs1 pH cHapyXHu mysbipbKa, MOXHO paccyH-
TaTb cABHI pH B ero BHyTpeHHeM o6beMe. Ilsis Takoro pacuera Heo6-
XOIHMO H3MepHTb 06beM ny3bipbka u pH-6ydepHylo eMKoCTb 3akJito-
YeHHOro B HeM pacTBOpa.

Jpyro# cnocob6 cieiuTh 3a BapHauusiMu BHyTpeHHero pH cBsidaH ¢
U3MepeHHeM paclpefiesieHHs1 NPOHHKAIOWHX CJaabblX KHCJIOT HJH OCHO-
BaHHI MexIy cpenoH H Ny3bIpbKOM. 3aliesayHBaHHe BHYTPeHHOCTH
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Ny3HPbKa BeZleT K MOIVIOLEeHHIO cJ1ab0H KUCJIOTHI, eCJIH ee HeHTpaJsbHas
(nporoHHpoBaHHasa) ¢HopMa NMPOHHKAaeT, a HOHH3OBaHHas (LeNnpOTOHH-
poBaHHas) ¢opMa He NpoHHKaeT Yepe3 MeMOpany. [JosToMy npu 3akuc-
JIleHHH Ny3bipbKa O6yleT NpPOHCXOAHTb HakolJeHHe B HeM cjaaboro oc-
HOBaHHs NpH YCJOBHH, YTO H3 ABYX ero ¢opM TOJIBKO HeHTpaJbHas
(mpoToHHpOBaHHasi) cnocob6Ha nepecedb MeMbOpaHy.

B kauyecTBe npoHHKamlleld caaboil KHCJIOTHL MOXHO HCNOJIb30BaTb
C'%-ykcycHy10, 6eH30HHYI0O HJIH CAJIHLHJOBYIO KHCJOTH. B mocnenHem
cJyyae NpPHMEHSAIOT TaKXe CrelnHalbHblH 3J€KTPOA, YyBCTBHTEJbHBIMN
K cajsuuujary. Ecau B Ty XKe 3KCllepHMEHTaJIbHYI0 KaMepy NOMeCTHTb
euie H TPP+-yyBCTBUTEBHBINA 3JIEKTPOA, TO MOXKHO CJeAUTh OJHOBpe-
MeHHO 3a Ay u ApH.

B rtex cayuasx, korga ans usMeperus ApH tpebyerca caaboe oc-
HOBaHHe, MOxHO B3sTb C!Y-MerunamuH. CyliecTByeT TaKxke ONTHYe-
CKHIl MeTOJi, NO3BOJIAIOIIHN CJeJIUTh 32 HAKOIJIEHHEM IpPOHHKAaKLLero
caaboro ocHoBaHusa. MemOGpaHHble NMy3bIpbKH, HaKanJHBalolliie HOHHI
H+, nmorsowait ¢ayopecuupymwoilee cinaboe ocHoBaHHe arebpun. Ilpu
AKKyMyJIILHH aTeOpHHAa BHYTPH Ny3bIpbKa MOJIEKYJBl 3TOrO BellleCTBa
cobupaloTCss B KOMIJEKChl, YTO CONMPOBOXAaeTcd ralleHHeM ¢GJyopec-
LEHIIHH.

ATe6pHH Hesb3si HCNOJB30BaTh AN u3MepeHuss ApH o6partHoro
3HaKa (3alesauMBaHHe BHyTpeHHero o6beMa). Beixonsa H3 nysbipbKa,
aTeOpHH pa3baBJssieTcsl B MHKY6GAallHOHHOH cMeCH H 00pa3oBaHHe KOMII-
JIEKCOB He NIPOHCXOAHT.

2.2. U3mepeHHne ObICTPBIX MPOLIECCOB
NPOTOHHPOBAHHUS — AENPOTOHHPOBAHHUSA

JIro60# npouecc neperHoca HoHOB H+ uepes MeM6paHy cknajbiBa-
eTcst U3 noraowenus H+ ¢ oaHo#t cTopoHb MeM6paHbl, TPAaHCJIOKaLHH
H* ckBo3s ruapodo6Hbiii 6apbep U BbiZeneHHst HT Ha npoTHBONOJIOXK-
HoN cTopoHe MeMOpaHbl. CnelHTb 3a nepeMelleHHeM NPOTOHOB HJH
3JIeKTDOHOB BHYTPH MeMOGpaHbl MOKHO, u3Mepsis Ay (cMm. pasa. 2.1).
Uto xe Kacaercs nepenoca H+ u3 Bogbnl B Mem6paHy u U3 MeMOGpaHbI
B BOLY, TO 3/1eCb NPHMEHSIIOT OLICTPYI0 pEerucTpallHio CHeKTPaJbHbIX
casuroB pH-uHaHuKaTOpOB.

Iast atoro Tpe6yercsi oIHOBpeMeHHoe cpabaThiBaHHe BCEX MOJIEKY.I
ApH-resepatopoB B uccienyemoii cucreMe. B ciayyae cBeTo3aBHCHMBIX

ApH-renepatopoB Toka 3¢ ¢ekT MOKeT NOCTHraTbCA NPHMEHeHHeM Jia-
3epHOH BCINHIUKH C AJHTEJbHOCTHIO MeHblliell, yeM BpeMsi OJHOro o6o-
pota renepatopa. Hanpumep, ogHOKpaTHoe cpabaTeiBaHHe GaKTepHO-
pononcuda npoucxoaut 3a 10 Mc, npuueM ABe rJaBHbBlE 3J1€KTPOreHHbHe
cTaJlHH npouecca nporekarT npumepHo 3a 0,1 u 10 Mc.

Hns usyuenusi atoro AuH-renepatopa 6bi1 npuMeHeH sa3ep ¢ Bpe-
MeHeM BCIbllKH nopsaka 30 He. UTobbl ceauTh 3a KUHETHKOH BoljeJe-
HHs H 1norJolleHusi HOHoB H+ 6akTepHOpOAONCHHOM, H3MEPSAJH NOIJIO-
wenne ceera pH-uHANKaTOopoM p-HHTpo(deHOo/IOM B cyCneH3WH Mypnyp-
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HBIX 6J1s1111eK — OTKPBITHIX (b parMeHTOB LHTOMNJIa3MaTHYECKOH
MeM6paHbl ranobakTepHi, conepKalux G6akTepHopononcuH. ITockosb-
Ky otimienyieHne H+ ot 6akrepHopomoncHHa noj aedCTBHEM CBeTa IpoO-
HCXOJHT Ha JBa NopsiiKa OwiCTpee, YeM NOCJeAylolllee NPHCOeIHHEHHe
H+ ¢ npyroii cropoHn 6asiikH, pH-0TBeT Ha OAHHOYHYIO BCNBIUIKY Jia-
3epa BHITJIs[e] KaK BpEMeHHOe 3aKHCJeHHe Cpelbl, MOABJAIONIeeCs 3a
0,1 Mc u ncuesarwmee 3a 10 Mmc. BaxxHblit TeEXHHUeCKHHI MOMeHT OOHapy-
XHJCA NpH HccdeloBaHHU OblcTpbix H3MeHeHuit pH. Okasasiock, uTo
IIpU BpeMeHaXx kopoue 1 Mc ckopocTb oTBetra pH-uHAHMKaTOpa JNHMHTH-
pyercs aupodysueir Ht-uoHOB 0T 6aKTepHOPOJONCHHA K p-HHUTpO(deHO-
ay. Kak Nokasasii ONBITH, 3TOT NPOLECC Pe3KO YCKOPSETCH B NPHCYT-
crBUH pH-6ydepa. [TosToMy uHKy6auHOHHAast cMeCb NpPH H3MepPEHHH
pH-orBeToB 6aKTepHOponONCHHA 6Blja JONOJHeHa HeGOJBIINM KOJHYe-
ctBoM (4 MM) MES-6ydepa.

Ilpobaema usMmepenuit kKuHeTHKH TpaHcnopta Ht pesko ycnoxuser-
cs B cayvyae AuH-reHepatTopoB, HCNOJNB3YIOUINX XHMHYECKYIO SHEprHIo,
a He cBeT. UTOOB GBLICTPO BKJIOUHTh TaKo#W reHepartop, Tpebyercs cBe-
TOUYBCTBHTEJIbHOE BelleCTBO, cJyKalee JHOO npeallieCTBEHHHKOM Cy6-
crpata (HJH akTHBaTopa), JH60 HHTHOGHTOPOM Hccaenyemoro ¢epmeH-
Ta. [IpuMeHeHHe TaKOro NoAxoja orpaHH4YHBaercsi TpeboBaHHueM, YTOOL!
npouecc npeBpallieHHs NpealleCTBeHHHKa B Cy0OcTpaT noj JAeHCTBHEM
cBeTa caM 1o cebe He conpoBoxnaJica nameHeHneM pH. 3to orpanunue-
HHe He KPHTHYHO, eCJIH H3MepsIOT He BbiAeJieHHe HJH norJolieHHe H+,
a Avp.

MHorue MmeMGpaHHBle N1peo6pa30BaTe/iH SHEPTHH COlepXaT Pa3Horo
poZia rpynmel, norJoiawiye cBet. TakoBbl He TOJBKO NMHIMEHTHl (HOTO-
CHHTE3a, HO H IeMN LHTOXPOMOB, (pJIaBHHBI U HEKOTOpHIE IpyrHe rpymn-
MHPOBKH pelokc-hepmeHTOB. H3aMepeHune CnekTpoB mnorJouleHust HJIH
GayopeclleHIHH 3THX TPyNI CJYXKHT TMOJIe3HBIM OpyAHeM aHaJjH3a
6pICTPOil KHHETHKH TpaHCIopTa 3apfAnoB. B HeKOTOpHIX ciyyasix ¢ To#
3Ke 1eJIbI0 H3MepSIOT MorJionieHne HiH GJiyopecueHUHIO apoMaTHYeCKHX
aMHHOKHCJIOTHBIX OCTATKOB B 6eJikax-npeobpa3oBaTtensiX 3HePrHH.



IlepBuunbie
Ap H-reneparopsi

llepsuunoimu ApH-zeneparopamu HaspiBAIOTCS CHCTEMEL, obpasyio-
LHe NPOTOHHBIH NOTEHUHAJ 3a CYeT IHePreTHYECKHX PecypcoB, NOCTY-
MalIHX B KJIETKY H3BHe: TaKHUX, KaK CBET HJIH Cy6CTPaTH OKHCJeHHs H

KHCJIOPOJ. DTH CHCTEMHl CJELyeT OTJHYATh OT BTOPUYHOGIX Auf-zene-
paropos, ucnoassyomwux AT®, nupodocdar, rpaauenth pacTBOPHMBIX

BEILLECTB, MpenBapuTebHO 06pa3oBaHHble 3a CYeT HCMOJb3oBaHHa ApH
H T. O.

3.1. Llukinyeckass CBETO3ABUCHMASI PeJOKC-LeNb
torocunTesupyomux Gaxrepuii

Y Gaktepnit sHeprust CBeTa MOXKeT GHLITh HCNOJIb3OBAHA AJIsl o6paso-

BaHHA ApH mnocpencrBoM OfHOro H3 TPex Mexanusmos: UHKIHYECKOH
Pe/lOKC-LIenH, HEUHKJHYeCKOH pelOKC-UeNnH H/IH GaKTepHOPOMONCHHA.
B 370l rnaBe Gyger paccMoTpeHa nepBasi H3 Ha3BaHHBIX CHCTEM.

3.1.1. OcHOBHblEe KOMMOHEHTH M NMPHHLHMI
UX AEeHCTBHSA

Y nypnypHbIX (OTOCHHTe3HpYIOIHX GakTepHH (Rhodospirillum
rubrum, Rhodopseudomonas sphaeroides, Rps. viridis, Chromatum
UinOsum ¥ HEKOTOPHIX NPYTHX) OMHCaH YUKAUYECKUL CBETO3aBUCUMBbLLL

npoyecc, eOUNCTBEHMBIM NOAE3HbIM NPOOYKTOM KoTopeo asaserca AuH.
DTOT Npolecc JOKaJH30BaH B LHTOMIa3MaTHUECKON MeMOpaHe HJIH B
XpomaTodopax, MeJKHX cepHUeCKHX MeMGpaHHBIX Nny3blpbKax jJHa-
MEeTpPOM OKo0J10 50 HM, B3BellleHHBIX B I[HTO30.JIe 6aKkTepHAJILHOH KJeTKH.

Ceer norJoiaercs mazruli-nopgupurnom  H6akTepHOXJOpPOdHIIIA
(puc. 12), cBsI3aHHBIM C 0COGBLIM GeJIKOM (3TOT KOMMIEKC Ha3LIBaeTCs
cgerocobuparowell AHTeHKO), UMM NONOJHATEIbHBIMH NHIMEHTAMH —
KapoTturouoamu, NOKaJH30BAHHBIMH B TOH Xe MeMOpaHe H nepenalolH-
MH 3HepruIo Bo30OyXAeHHs: Ha 6aKTepHOXJIOPOMHUJII aHTeHH. Bo36yxkae-
HHe MHTPHpPyeT II0 MOJieKyJaM aHTEeHHOro GaKTepHOXJOpo(dHJIa, MOKa
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He [JOCTHrHET TaK Ha3blBaeMUH <«ClelHaJsHOH mapel» — dumepa 6ak-
Tepuoxaopogusra, CBA3aHHOrO C APYrHM 6eJKOM B KOMIIJIEKC.

STOT KOMIJIEKC COLePIKHT, NOMHMO [HMepa, Be MOJEeKyJbl MOHO-
Mmeprozo bakTepuoxaopoguara, IBe MOJEKYJbl 6aKTepuopeoputTuna

V6uxmHon { KoQ'*

0
CH;0 CH;
N
CHz0 A H
MnacToxuHOH
0
CHy
CHy > H
n
0 (H;
MeHaxuHoH (BnutamuH Kj)
0
(H;
I AN H
| n
0 CHy
Puc. 12, bakrepuoxyopodunn a (caox- Puc. 13. IlpousBonHbie XHHOHA,
HBIfl 3(QHp DPOW3BOJHOTO MAarHHii-nop- yyacTBywlllHe B (epMeHTaTHB-
¢vpHHa u rHApOPOOHOro ABajLATHYC- HBIX OKHCJHTEJbHO-BOCCTAHOBH-
JIepOAHOro cnupTa Qurona): TeJIbHBIX NpOLeccax:
XKHPHBLIMH JIMHHSIMH BbifeJjieH nopdHpHH YHCJIO H3ONPEHOHAHEIX OCTAaTKOB (21)

BapbHpyeT Y Ppa3HBIX BUAOB OT 6 IO
10; y6H- U MeHaXHWHOHBl HalJeHHl B
meMGpaHax GakTepHit H MHTOXOHIDHH,
MJIaCTOXHHOH — B MeMGpaHax THJa-
KOHIOB XJIOPONJIaCTOB M IHaHOGaK-
TepHit

{aHasora 6akrepHoxJjopoduaa, JulleHHoro HoHa Mg2?t) u nBe Mmoute-
Kyasl ybuxunona (KoQ) nu60 onHy MoJieKyJly yOHXHHOHA H OAHY MO-
Jnekyny menaxunona (puc. 13). Bece 310 B LiesioM HasbiBaeTcss Komnaex-
COM (OTOCURTETUYECKUX PEAKYUOHRbLX YeHTpo8. KoNH1eCTBO peaKIHOH-
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HBbIX LIEHTPOB OGBIYHO Ha [IBa NOPAAKA HHXKe, Y4eM aHTeHHOro 6aKTepHO-
xJiopopunia.

Bo30yxneHHblit nHMep 6GakTepHOXJopodHJNa OTAaeT 3JeKTPOH
yOHXHHOHY. DTOT IpOLEecC OpHEHTHPOBaH nonepek MeMOpaHbl H NpoTe-
KaeT B HalpaBJIEHHH €€ LIHTONJa3MaTHYeCKoH CTOpPOHH. OH BKJIOYaeT
PAL NPOMEXYTOYHBIX 3TANOB, HA KOTOPHIX NMPOHCXOAHT NOCJel0BaTe N b-
HOe BOCCTAaHOBJIeHHe M OKHCJIeHHe MOHoMepa 6akTepHOXJiopodHIa,

OH 0~ 0
e -
~. N Al
H* ) H*
OH OH OH
MapoxuHoH (A H,) MApOXMHOH-3HWOH (@H ™) CeMWUxuHOH-paanKan (QH")
o 0
o ot \ -
e
0- 0
CeMWXMHOH-aHWOH-paanKan (Q’) XuHoH (Q )

Puc. 14. Sranu npeBpailieHHs THAPOXHHOHA B XHHOH

6akteprodeopHTHHa H CBA3aHHBIX MeHa(y6H)-xuHoOHOB. Ha cxeme
LUHKJIHYeCKOH peloKc-uend (cM. puc. 16) 3TH 3Tanbl COOTBETCTBYIOT
peakuusm [—4.

H s BoccraHoBieHust KoQ nosixkeH NPHCOeJHHHTH 1Ba 3JIeKTPOHa
H 1Ba nportoHa (pHc. 14). B craunnoHapHBIX ycJOBHAX paGoThl OJMH H3
5JIeKTPOHOB TNOCTaBJIsA€TC peaKLHOHHBIM IEHTPOM, a Apyroii remMom
b yuroxpoma b (puc. 15). (LluToxpoMaMH Ha3BIBAIOTCHA TeM-COAEpHKa-
IHe OeJiKH, KaTaJH3HPYIOLLHE OKHCJIUTEIbHO-BOCCTAHOBUTEJIbHBIE peak-
1nuu. LIuToXpoMBbl, HMeIOIIHe HAEHTHUHble TeMbl, HO pa3Hble OGeJIKOBbie
YacTH, 06bYHO 0603HayalT OOHOH U TOH Ke OYKBOH, HO pa3HBIMH LHGb-
poBbiMH HHAekcaMH.) [IpuHsAB 37ekTpoHbl, KoQ npHCoeiuHsieT H MpO-
TOHBI, KOTOpble ueprarTca H3 OaHXKaluell BoaHOH (a3wl (Ha pHC.
16 — Han mem6panoii; o6pasoBanne KoQH, onnceiBaeTcst peakuueil 5).

O6pasoBaBiuch, KoQH, nepememaercs B HanpasJieHHH NPOTHBO-
MNOJIOXXHOH CTOPOHBI MeMOpaHbl (pHuc. 16, peakuus 6). [IpuMepHO Ha
MOJINYTH OT OJHOH NOBepPXHOCTH MeMOpaHbl K apyroii KoQH, okucasier-
Cs1 B CeMHXHHOHHYIO ¢(opMy (peakuusi 7) MOCPeICTBOM He2eMOB8020
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arese3ocysoponporeuna, cokpamleHHo obosHauaemoro FeS (cTpykTypa
pasnuunblx FeS ueHTpoB nokasaHa Ha pHc. 17). KoQH; Tepsier npH
OKHCJIeHHH [1Ba IPOTOHA, KOTOPHE 3aTeM MEPEHOCATCA B BOAY, pacnoJo-
XKeHHYI0 (Ha puc. 16) noa mem6paHO#.

AnektpoH, nepemennii ¢ KoQHy Ha FeS, ucnonpsyercs B KoHeu-
HOM MTOTe /JIs1 BOCCTAHOBJIEHHA AHaMeTpa 6aKTepHOXJOpoGHJIa, OKHC-

CHy
—(H—S—6enok

/ B reme ¢

H

B reme a

—CHO | H |
B reme a CH, |2

Puc. 15. TlpotoreM, nmu reM b — npoHsBoLHOE KeJe30N0pHHPH-
Ha, BXoAdlllee B COCTaB HHTOXPOMOB b:

XKHPHBIMH JIHHHSIMH NoKa3aH nopdupHH. TOT ke reM COOEPKHTCS B FE€MO-
H MHornoGHHax. I'embl @ W ¢, HallleHHBle COOTBETCTBEHHO B IHTOXPOMaX
Tpynn @ M ¢, OTJHYaKTCs OT LUHTOXpOMa b 3aMECTHTEeJsIMH NpH NHpPPOJb-
HBIX KONbLAaX (yKazaHbl Ha PHCYHKE)

JIEHHOro Ha NepBOM 3Tanle LHKJNa. B mepeHoce 3sekTpoHa ot FeS k
'(BXJI);' (peakuun 8—10) yyacTByloT LHTOXpOMB THNa ¢ (mnas Rh.
rubrum, rpe naHHas peakUHsl XOPOIIO H3y4eHa, 3TO LHTOXPOMEl (i
H 02).

KoQ~ , nonyuatomuiica us KoQH; npu notepe nociienHdM omgHOro
3JIeKTPOHa H [BYX MPOTOHOB, BOCCTaHaBJHBaeT reM b; (peakuusi /7).
I'em b, nepefaer 3JIEKTPOH NpeNBapHTEJbHO OKHCJEHHOMY TreMy bp
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(peakuus 12). Llukn 3aBep- Uutonnasma 2H*
waercd aubdysnell obpaso-
BaHHoro KoQ Kk BepxHeii mo-

BepXHOCTH MeMO6paHBl (peak- 4 .0 5
U 13) QA e B F3 e

O6mwum mrorom mpouecca 5 1s KoQ by KoQHy
Oka3biBaeTcst 2enepayus ApH
6caedcTeue nepenoca uepes Bdeo 3 o P p
membpany Osyx uonos H+ na , - €
Kaoootil  nozaoujennslll  ho-

TOH.
OHepreTHKa LMKJIa «OI.1a-
YHBaeTCA» (HOTOHAMH, MOTJIO-
L{eHHbIMH 6akTepHOXJOpO-
¢unnom. Ilocnenmwuii, nepeit-
As1.B BO30yXKJeHHOe COCTOSIHHEe
NOJ nedCTBHeM CBeTa, Pe3Ko
H3MeHsleT CBOPl _penokc-norex- ‘
LHaJ, KOTOpPHH CTaHOBHTCSH Mepunnasma unm Py
okoslo —950 MB 1no cpaBHe-  gHyTpenHuii 06beM xpoMaTodopa

HHIO ¢ +440 MB B HeB036yx- Puc. 16. Lluknuveckas penokc-uems mnypmyp-

JeHHOM CcOCTOsSIHHH. Bce fanb-  nog ¢orocunresnpyioutest Gakrepuu Rh. rub-

HefilllHe peaklUHM TnepeHoca  rum:

3JIGKTPOHOB IpPOTEKAIOT C BHI- Q4 ¥ Qp —nBe MoNEKYJH YGHXHHOMA, CESI3aHHOIO

l‘leﬂeH“eM SHepr“-H’ 6yﬂyqlﬂ ¢ Geakamu PeaKIIHOHHHX L eHTPOB; bh H bl — B:-
COKO- H HH3KONOTeHLHaJIbHhie reMbl LHTOXpOMa H

Hanp aBJIEHHBIMH B CTOp OHy FeS — neremoBnift ¥KEJIe30CEeponpoTeHH, ¢; H ¢y —

NNOJIOZKHUTEeJIbHBIX peaokc-mo- COOTBETCTBYIOIIHE LHTOXPOMEL

TeHIHaJoB (pHc. 18).

€JIKH, KaTaJH3HPYIOIIIHe LHKJIHYECKHI NNepe€HOC 3JIeKTPOHOB, yaa-
€TCA pa3le/IHThb Ha 1Ba KOMI1JIeKCa, COCTOSIIIIHX H3 HeCKOJbKUX noJju-
IeNnTHAOB: KOMIIJIeKC PE€aKLHOHHBIX HEHTPOB H -bCl-KOMHJIeKC.

3.1.2. KoMnuekc peaKuMOHHBIX LEHTPOB

beaxosblit cocras. Komniekc PeaKUHOHHBIX UeHTPOB U3 RA. rubrum
COCTOHT H3 Tpex Geaxosoix cybovedunuy: Tsxenoil (H), cpenneit (M)
¥ nerkoit (L) B crexnomerpHueckoM cooTHOMEHHH | : | - 1. H-cy6penn-
HHLy yNaeTCsi OTAeJHTh OT KOMMJeKCa 6e3 NOoTepH HM Cnoco6HOCTH K
CBETO3aBHCHMOMY NepeHoCy 3J1eKTpoHoB. O6paboTka NpOTeHHa30# yaa-
JA€T Takke H HeboJbIIYI0 YacTb M-Cy6benHHHILL. [onyuaromuiics
IIpH 3TOM KOMILIEKC, KOTOPHI#l COlepKHT HHTaKTHYIO L-cy6benuuuuy u
66abLtyio yacts M-cy6benHHALb], BCe €le MOXXeT OKHCJATh LHTOXPOM
Co O], leliCTBHeM CBeTa.

Komnueke peakuuonumix LeHTpOB Rps. viridis conepxur kpome H-,
M- u L-cy6benunuy emme u NPOYHO CBA3AaHHRIH LHTOXPOM, HMeIOIHH
“erolpe eema c-tuna. Monekyasipuble Macch 3TOro IHTOXpoMma, H-, M-
H L-cyGpbenuHuy, nosyyeHHbie IIOCPeACTBOM 3JleKTpodopesa B Hoxe-
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|®@ " [O]2[@ |3

Puc. 17. Tpu npuMepa xene30CepHBIX KJac-
TepoB HereMoBEIX FeS-nporenHos:

KJjacrep, comepxawuii oauu atom Fe (1) Owia
onucad B py6penokcuHe M3 Clostridium pasteu-
rianum. OnHakKo, KakK NpaBHJIO, aTOMOB XeJle3a
GoJsibllie — ABa uJH 4Yerhipe. TakHe FeS-npoteu-
HBl HalleHbl Y MHOrHX OakTepHil, MHTOXOHIpHH
H XJopormyiacToB. B py6penokcHHe Bce aTOMBI
cepbl (2) NpHHaLJEXAaT OCTaTKaM LHCTeHHa 6eJl-
Ka. B <«pByxkenesaHbIx» cHcTeMax B o6pa3oBaHHH
KOMILJIEKCa Hapsly C 4YeThIpbMS OCTaTKaMH IHC-
TeMHa y4YacTBYIOT €lle nOBa aToMma cepbl (3) B
¢opme cynbduna (S2—). B knactepax ¢ ueThipbMs
atoMamu Fe koanyecTtBO S2— H oCTaTKOB L HCTE-
HHa paBHO YeTHIpEM

uniacysbdate HaTpHSA, OKa3a-
JIHCh, COOTBeTCTBeHHO, 38, 35, 28
u 24 xk[a. OnHako onpeneseHuHe
NepBHYHOH CTPYKTYpHI, ClejaH-
Hoe BrnocJsenctsun JIxk. JlafiseH-
xopepoMm H COTPYAHHKAMH
(1985), mano Benuuunsl  40,5;
28,3; 359 u 30,6 k[la (336,258,
323 u 273 aMHHOKHCJIOTHBIX OC-
TaTKa).

[Toctpoenne npodmas ruapo-
(HpOO6HOCTH aMHHOKHCJIOTHOH TIO-
caenoBatTesbHOCTH M-cy6Gbenu-
HHIBI TOKa3aJo, 4To O6eJIoK Co-
JepXKHT NATb OYeHb THAPOGOO6-
HBIX CerMeHTOB, COCTaBJIEHHBIX,
no KkpaiHe# Mepe, H3 20 aMHHO-
KHCJOT. KaxKablii H3 CerMeHTOB
obpasyeT a-cnHpaJb.

710 3aKJ0UeHHe HelaBHO Obl-
JIO TIPSIMO MOATBEPKAEHO JaHHbI-
MH PEHTTe€HOCTPYKTypHOTO aHa-
JIH3a KOMILJIeKCa peaKIHOHHBIX
ueHTpoB H3 Rps. viridis (X. Mu-
XeJb H Ap., 1984). AsTopam yna-
JIOCb MOJIyYHTb KPHCTaJJbl IHA-
MerpoM 0,5—1 MM mnyTteM BhICa-
JHUBAaHHS KOMILJIeKCa CyJabdhaToM
aMMOHHA H3 pacTBOpa, COLEepIKa-
1ero JeTeprexT.

PentrenocTpykrypHoe wuccJie-
JNIOBaHHe KPHCTAJIJIOB TO3BOJIHJIO
BIlepBbie YBHIETb TpPEXMEPHYIO
CTPYKTYpPY MembpanHoeo npeob-
pasosareas snepeuu C paspele-
HueM 0,3 HM. DBnlio HaiijneHo,
YTO KOMILJIEKC AJHHOH 13 HM co-
CTOHT H3 JBYX NnepH¢pepHUeCKHX
JoMeHOB (OIHH H3 KOTOPBIX —

yeThIpexreMoBBHIH IHTOXPOM ¢, a apyroii — H-cy6benHHHUa) H LeHT-
paJbHOH uacTH, 06pa3oBaHHO# TJaBHBIM 00pa3oM M- u L-cy6benuHH-
yamu. UMeHHo 3T rpynnel HecyT 6akTepHOXJOPOQHIILE H (HeOPHTHHH
b-tuna, XxHHOHEI H HereMoBoe xeJje3o. ConocraBJjieHHe PeHTreHOCTPYK-
TYPHBIX NaHHBIX C pe3yJibTaTaMH, NOJyueHHbIMH paHee NPYTHMH MeTO-
JlaMH, NMO3BOJISeT YTBEPKAATh, UTO IIHTOXPOM C JIOKAJH30BaH Ha nepH-
nJiasMaTHUecKol CTopoHe MeMbOpaHbl, H-cy6hellHHHIIa — B OCHOBHOM Ha
LIHTONJIa3MaTHYECKOH ee CTOpPOHe, a M- u L-cy6heqHHHIBI HHTErpHPO-
BaHbl B THAPOMOOHBIH CIOH MeMOpaHHI.
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Ha peHTreHOCTpYKTYpHOM H300pa)KeHHH KOMIIJIeKCa peaKUHOHHBX
LeHTPOB yJaeTcs BBHIIBHTb OJAHHHAALATb Q-CIIHPaJIbHBIX KOJIOHH, Ha-
NpaBJjieHHbIX MNapaJJjesbHO AJHHHOH OCH KOMIJIeKCa H JIOKaJIH30BaH-
HBIX B cpeliHedl (IpeANoJIOXHTelbHO MeMOpaHHO¥) ero yacTH. H-cy6s-
e0uruya uMeeT TOJIbKO OAHY (-CIHPaJIbHYIO KOJIOHHY, B TO BpeMs KakK
M- u L-cybveduruyst, nogobHble MO AaMHHOKHCJOTHHIM IOCJel0Ba-
TeJIbHOCTAM M NMPOCTPAHCTBEHHBIM CTPYKTypaM, COAEp»KaT Mo nsATb Ta-
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Puc. 18. Penokc-noTeHuHaldbl NepeHOCYHKOB 3JIEKTPOHOB, y4YacTBYIOLUIHX B (POTOCHH-
TETHYECKHX cHcTeMaX nypnypHuiX (/) u 3enennix (/) OakTepuit

KMX KOJIOHH, pacloJiOXXeHHbIX CHMMeTPHYHO OTHOCHTE.IEHO NPOAOJAbHOM
ocH KomIlyekca (puc. 19).

EnuHcrBenHass ruapodobGHasi a-cnHpadb H-CyGbelHHHUIBl CJIYXKHUT
Kak Obl fIKOpeM, NPHKPENJSIONHM 3TOT THAPOQHJBHBEIH MOJHNENTHA K
meMmb6paHe. Uto kacaercsi Apyrod nepudepHueckod cy6beiHHHIB —
LIHTOXpPOMa ¢, TO OHa ylepXKHBaeTcsd Ha MeMOpaHe B3aHMOJEHCTBHEM C
ApYTHMH cyObeqHHHLIAMH, a TaKXe [ByMsi XHPHBIMH allHJaMH, KO-
BaJIEHTHO CBSI3aHHBIMH C TJIHIePHHOM, KOTOPHIH 06pa3yeT THOI(PUPHYIO
cBs3b ¢ SH-rpynno#i N-koHueBoro ocratka nucTeHHa 3TOro HHTOXPO-
Ma.

IIpu paccMOTpeHHH YNIaKOBKH NOJIHNENTHAHLIX Lenefl cy6benuuul H,
M u L B Mem6paHe 3aMeTHO INOJIHO€ OTCYTCTBHE 3apSiXKEHHBIX aMHHO-
KHCJIOT B TpaHCMeMOpaHHBIX Q-CNHPAJbHBIX KOJIOHHaX. TakHe aMHHO-
KHCJIOTHl COCpeflOTOYeHH Ha TMOBepXHOCTAX MeMOpaHbl, MpHYEeM Ha
BHEIUHIOIO NOBEpPXHOCTh BbIHECEHBl B OCHOBHOM CTpPHUATENLHO 3aps-
>KeHHble OCTaTKH, a Ha BHYTPEHHIOIO — OCTATKH, 3apsi)KeHHble I0JIO-
JKHTeJIbHO. DTO HABOAHT Ha MBIC/Jb, YTO YMNAKOBKa IOJIHIENTHIOB B
MeMOpaHe JOCTHraercsi 3a cueT 3JeKTpodopesa onpeneseHHbIX GesKo-
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Puc. 19. Crpykrypa O6eiKOBHX CcyObeNHHHL PeaKUHOHHOro LeHTpa Rps. viridis
(no J. Deisenhofer et al., 1985):

I, 11, 1], IV —nuroxpom ¢, L-, M- u H-cyGbemuHHIH MO NARHLIM PEHTFEHOCTPYKTYDHOro
aHanH3a; A—FE — nath TPaHCMeMODAHHHX C-cIHHPANbHHX KOJMIOHH cy6benuunn M uw L; V—
ofHfi BHI KOMIUIEKCca PpeaKIHOHHOTQ IleHTpa; VI — pacnojlodXeHHe -CIHPaJbHEIX KOJOHH
(B cBepxy). 3amTpHXOBaHa o06JacTb, TAe pacnofoXeHn xXpoModopr. Bce KOJOHHH He-



Puc. 19. (npodosrxcenne)

CKOJIBKO HaKJIOH€HBbl IO OTHOULIEHHI0 K TNJOC-

KOCTH MeMOpaHH — Ha 38° (koJoHHE D) w
<25° (nmpoyHe KOJOHHBI). TIpH $TOM KOJIOH-
Hbl cOJHXKAIOTCS ¥ L HTONJa3MaTHYecKoft
CTOpOHBI MeMOpaHH H pacXonsiTcss BOJIH3H
nepHIJlasMaTHYeCKO#l ee cTOopoHBl. Ha pHCYH-

BbIX JIOMEHOB MO JeHCTBUHeM Ay
(B ycsnoBusix 3HeprusauMu MeMmO-
paHbl BHyTpeHHHH oO0BbeM Oakre-
pHH 3apsi’KeH OTPHLATEJIBHO).

Kpucrannusauuss MeMOpaHHBIX
6esJIKOB mpeacTaBJisieT COO0H upes-
BBIYAalHO CJIOXKHYIO 3ajauy. ¥cmex
ONBLITOB IO KPUCTAJJIH3aLlUH KOMII-
JIeKCa peaKUHOHHBIX LEHTPOB U3
Rps. viridis sBujcs, BeposATHO,
CJIEACTBHEM TOr0, YTO rHApOPoLHas
LleHTpaJibHast 4aCTh 3TOr0 KOMILJIEK-
ca (M- u L-cy6penuHuubl) 3KpaHu-
poBaHa THAPOMHUJIBHBIMH MOJHUIIEl-
THAAMH — LUTOXpoMoM ¢ u H-
cy6benHHLEN.

Ecte ocHOBanusi moJsararth, 4TO

Ke NpelCTaBieH cpes, MpoilenlHil mpeanoJso-
KHTEJBHO yepes cepeiHHy TrHapodoGHOro

e Gpai CTPYKTypa, OmHCaHHasi naJst Rps.

viridis, MOXKeT HMeTb OTHOIlIEeHHe
He TOJIbKO K ApyruM OaKTepHsIM-
¢bOoTOCHHTETHKaM, HO TakXe H K ¢orocucteme Il B xnoponnacrax. Tak,
BbISIBJIEHA CYylIECTBEHHasi TOMOJIOTHSI aMHHOKHCJIOTHBIX TOCJIeOBaTe b=
HocTell M- u L-cy6beqUHHUIl H TMJIaCTOXHHOH-CBSI3BIBAIOLIHX GEJIKOB C
Mmaccoit 39 u 39,5 k[la, Bxoasmux B coctaB otocucteMsul 1.

Pacnonoxenne pepokc-rpynn. HamuGosee BaxKHBIM pe3yJibTaTOM
PEHTIeHOCTPYKTYpPHOTO aHaJiH3a peaKIHOHHHIX LeHTpoB Rps. viridis
SIBUJIOCH BBISICHEHHE PACNOAONHCEHUS OKUCAUTEAbHO-80CCTAHOBUTENbHBLX
npocreruseckux epynn. Ha puc. 20 pe3ysnbraTel 3TOr0 aHaJsIH3a mnpen-
CTaBJIeHbl TaKHM 00pa3oM, YTOOB! ObIJIH BHIAHBI TOJIBKO IPOCTETHYECKHE
rpynnel. Herklpe reMa LHTOXpPOMa ¢ pacroJiaralotrcst ApYr 3a JApyrom
HaJ nuMepoM GakrepuoxJopoduiia. PaccTrosinne Mexay atoMaMH xe-
Jie3a JIByX cocellHHX reMoB KoJsiebJsiercst ot 1,4 1o 1,6 uM. AToM XKesesa
rema, 6nmxatimero Kk (BXu)g, HaxonuTcs Ha paccrosiiuu 2,1 HM OT ABYX
HOHOB MarHus, Bxoasimux B cocraB (BXu),. JluMep opHeHTHpPOBaH ma-
paJijieNlbHO NJIMHHON OCH KOMILJIeKca peaKuHOHHoro ueHtpa. OH Kak Ohl
3axKaT MeXJy a-CIIHpaJIbHBIMH KoJIoOHHaMH D, npuHapJexamux cy6sb-
enuHuaM M u L (coorBerctBeHHO Dy u D). Kaxnast u3 3THX KOJIOHH
HeceT OCTAaTOK THCTHAMHA, HMHA30JIbHAsS TPYINa KOTOPOro CJAYXKHT JIH-
ranpom aast Mg?t B (BXu)e.

JIBa MmoHOMepa Gaktepuoxsopopuiana (BXs) sakpenseHsl HECKOJIb-
KO HHXKe AHMepa noJ yrioM ~ 70° k nmocnenHemy. PaccrosiHue mexny
nonamu Mg?t+ B (BXun); u BXus paBno 1,3 HM. Jlurangamu Mg?t+ B BXn
CJIy>KaT MMHAA30JIbl OCTATKOB THCTHAHMHA, BXOISIIHX B COCTaB CBSI30K
Mexay kKonoHHaMu Cy u Dy, Cr u Dy (puc. 21). MoHoMepsl 6akTepHO-
XJiopoduJiia HaXoaATCsl B KOHTaKTe ¢ 6aktepruodeobutnHamu (b®eo).
Paccrosinvs u yroiel paBHBI, COOTBeTCTBEHHO, 1,1 HM H 64°. DHTONbHEIE
OCTaTKH y4acTBYIOT B oO6pa3oBaHuu Takoro koHtakra. Ha 1,8 HM Huxe
TOil 3 MoJsekys B®deo, koropass cBsizaHa ¢ L-cy6benuHuliell, BHIHA
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MoOJieKyj1a MeHaXHHOHa, Jiexkaulasi Ha octatke Trp-252 M-cy6benuHUEBL.
CHMMeTpHYHOE MeCTO NOA Apyroil MoJekyJioit b®eo, no Bceii Beposit-
HOCTH, NpefHasHavyeHa MJs KoQ, KoTopelfi MeHee NPOYHO CBs3aH C
KOMIIJIEKCOM pPeaKLlHOHHBIX

LeHTPOB (OTMBIBaeTCst B MpoO-

Liecce BblAeJ€HUS M KPHUCTAJ- Mem ¢

JH3alHH KOMIJIeKca). IDTOT

KoQ mor 66l pacnoJioKHTbCS

Ha octatke Phe-216 u L-cy6s-

€IUHHIBL.

Ha nmosnytu Mexpy MeHa-
XHHOHOM H MECTOM ° CBSI3HI-
BaHusi KoQ HaxoouTcsi aToM FeM ¢
HereMoBoro xesesa. OH cBs-
3aH ¢ OenkKoM HHaye, 4eM B
FeS-nporennax. Yerbipe JH-
raHpa xeJsesa OBIJIM HIOEHTH-
¢uuupoBaHbl KaK HMHAA30JIb-
Hble FPYMNNbl THCTHAHHOBLIX OC-
TaTKOB KOJIOHH Dy, Em, Di 1
E;. )Xene3o npsiMo He KOHTaK-
THPyeT C XMHOHaMH, HO OAHH
M3 THCTHAMHOB, YNOMSIHYTBIX
BhHIlIlE, pacrnoJiaraercsi psiaoM
¢ MectoMm a5 KoQ. Haumenn-
1iee pacCTOsIHHE MeXJy XHHO-
HOM H XeJse3oM paBHO 0,7 HM.
CBsI3KH MexX 1y KOJIOHHaMH
AM H BM, CM H DM, AL H BL,
C. u D, a Takke ueThipe U3
nsity nepBbix (oT N-KOHLa)
AMHHOKHCJIOTHBIX OCTaTKOB B
cy6benunune H yuacTBYIOT B
06pa30BaHHH KOHTAKTa C LH-  pyc, 20. PacnosoxeHne NPOCTETHIECKHX TPYII
TOXpoMoM c¢. Tyr-L162 pacno- s kommiekce peakUHOHHBIX LeHTPOB 13 Rps. vi-
naraercss Mexnay (BXum)e, W  ridis no AaHHEIM PEHTreHOCTPYKTYDHOrO aHaJH-
6XKafilliiM K HeMy reMoM. 32 (mo J. Deisenhofer et. al., 1984):
l'[penno.naralo'r, YTO OH MO- MyHKTHPHBIMM JIMHHSAMH 0 H 1 ofo3HayeHbl COOTBET-

CTBEHHO npeanoJsiaraeMasi BHELLUHSAs {(nepuniasMaTH-

KET yyaCTBOBATLH B IiepeHOCe yeckasi) M BHYTpeHHsisu (UHTONJa3MaTHyeckas) Io-
BepXHOCTH MeMOpaHBl Rps. viridis. BHIOHBI uYeTHpe

3JIEKTPOHOB C 3TOrO reMa Ha  rema, numep GaxtepHoxidopodHana M IBa MOHOMepa

%] R GaktepHoxyopoduana, 1nBa GaktepHodeodHTHHA,
okucneHnnnlii (BXua)q. B Tpanc PHOXJOP L S ap il it

MEHAXHHOH H HEreMoBoe€
NopTe NMPOTOHOB H3 IIHTOIIJIA3-  peaKLUHOHHBIX LEHTPOB
MBI K KoQ™ MoxXeT yuacTBo-
BaTtb - Glu-H177, xoropwlii HMeeT moCTYNm B IOJIOCTh, TA€ MpeNIo-
JIOXXHTEeJbHO Haxoautcs KoQ. Ypanenue H-cybbenuHHUH, HecylleH
3TOT OCTAaTOK, pe3ko Hapyuwaer OGyHkuuo KoQ B peaklHOHHOM

LieHTpe.
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Puc. 21. CoorHOlIEHHE MOJIMNENTHAHBIX H XPOMOGOPHHIX KOMIIOHEHTOB KOMII-

JIEKCa peaKLHOHHbX LeHTPOB Rps. viridis (cxema B. A. IllysanoBa no J. Dei-
senhofer at al., 1984).

Cy6penuuauubl L u M o6o3vadyeHBl COOTBETCTBEHHO CNJIOWHOA H NPEDPHIBUCTON JIHHHAMH,
3alITPHXOBaHBl PENOKC-TPYNIE, yYacTBYKOUIHE B NepeHoce 3JEKTPOHOB

CorsiacHO JaHHBIM, MOJIY4eHHBIM ONTHYECKMMH MetonaMH, (BXu)s
3aKpenJieH MeprneHa’KyJ/asipHO K IJIOCKOCTH LHTOIJIa3MaTHYeCKOH MeM-
6panbl Rps. viridis. Botr noueMy mnpexacraB/isieTc BecbMa BepOSITHHIM,
4TO AJIMHHAS OChb KOMIJIEKCa peaKIHOHHOTO LieHTpa pacnoJioXkKeHa morme-
pek MeMOpaHul. Paccrosinne mexny atomamu Mg B (BXn)s u MeHaxu-
HOHOM paBHO npubJu3uTtesbHo 3,0 HM, TaK 4TO 3JI€KTPOH, IlepeHeceH-
Hbelil o1 (BXn), kK MeHaxHHOHY, nOJIXKeH Tepecedb OOJbUIYIO YaCTh
ruapogobHoro 6aprepa MeMOpaHHL.

B uenom cucrema, cocraBsieHHass U3 6akrepHoxyaopoduanos, 6akre-
pHO(eO(GUTHHOB H XHHOHOB, BHILJISAKT KaK [Ba NapaJulesbHbIX NIYTH Ie-
peHoca 3JIeKTPOHOB. MO>XHO 6BlJIO GBI NPEAINOJIOXKHTD, UTO OAHH 3JIeK-

TPOH, BoccraHaBauBawmui KoQ no KoQ~ , TpaHcnopTHpyeTcst IpaBoi
BETBLIO, T. €. uepe3 MQ, a npyroil 3JieKTpoH, HeOGXOAUMHBIH /151 BOCCTa-

HoBsieHus1 KoQ™~ , nocraBJisieTcsl JieBOH BeTBbIO, T. €. 6e3 yuactusi MQ.
OnHako OneITH MOKa3aJik, YTO OJHMH M3 myTeH (NpenNoJIOXHTENbHO Je-
BBHIi) BOOOGIle He yuacTBYeT B IlepeHOCe 3J1eKTPOHOB Ha KoQ.
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ITOT OYEBUAHBIA NapafoOKC OXKHAAET CBOEro OGbsICHEHHS.

B 3aksoueHHe 3TOrO pasmesa HeOOGXONHMO OTMETHTb, 4TO JAAHHBIE
PEHTreHOCTPYKTYPHOTO aHaJsiu3a (haKTHUeCKH MOATBEPAHJIH CXEeMy pac-
NoJIOXKeHUs1 xpomodopoB, mnoctynaupoBaHHylo B. A. IlysasoBeiM u
A. A AcapoBeiM (1979) Ha ocHOBaHHMH ONTHYECKHX HaGJoneHHH.

MocaenoBatenbHOCTh peakiuii mepeHoca 3JeKTpoHoB. Ilocse BhIsic-
HEHHsl IPOCTPAHCTBEHHOTO PACIIOJIOKEHHSI PENOKC-TPYINI B KOMIJEKCE
pPeaKUHOHHHIX LIEHTPOB MOXHO CYHTATh JOKA3aHHBIM CJIEyIOIIYIO LeNb
peakuHii nepeHOCa 3JIEKTPOHOB, BKJIIOUEHHBIX MexKay O6akTepHOXJIOpO-

duanom u KoQ:
(bXn)s —bXa —B®eo—Q4 —Qs. (9)

HMMeHHO Takas mnocJieoBaTeJIbHOCTh COOBITHII OBlJIa MOCTYJIHpOBaHa
Ha OCHOBAHUH AAHHBIX MO CINEKTPaJbHBIM H3MeHeHHsIM 6aKTepHOXJOopO-
¢ungos u 6akrepHodeopuTHHA B OTBET Ha MHKOCEKYHIHYIO BCHBILIKY
Jladepa. B0 OKa3aHo, 4TO BHI3BaHHOE BCMBIIIKOH OKHcJieHHe (BXu)s
conpoBoxaaercsi BocctaHoByseHneM BXn u B®eo. Bce 3TH npoueccu
3aBeplLIalOTcs B TedeHHe 20 ric.

Chnenymoumui 3Tanm — BOCCTaHOBJIeHHEe MeHaXHHOHa IOCPeACTBOM
b®eo — npoucxogur c fi2 okoso 230 nc, a £z BOCCTaHOBJIEHHS

(BX.n),;c 1o (bXun)s, B cayuae Rps. viridis, oka3niBaeTcsi BeJIHYHHOM

nopsiaka 270 Hc,
H3yueHne peakLHOHHBIX LEHTPOB Rps. viridis, npoBeneHHOe aBTO-
POM M COTPYAHHKaMH, OKa3aJo, YTO JOHOPOM 3JIEKTPOHOB JJIsi BOCCTA-

HoByedHsi (BXn)§ c/yXHT ONMH H3 reMOB 4eTHIPEXTeMOBOTO LHTOXPO-

Ma ¢, XapaKTepH3YIOLIHIACS a-MaKCHMyMOM MOTJIOLeHHsI MpH 559 HM H
penokc-noreHnnasom -+ 380 MmB. MoxXHO npeanoJsioXXHTb, YTO HMEHHO
3TOT reM pacmoJjiaraercsi HenocpenctBeHHo Hajx (BXua); B KoMmJekce
peaKkLUHOHHHX LeHTPOB. ['eMss9 B CBOIO OYepenb MOJIydaeT 3JIeKTPOH OT
npyroro rema (morJjouieHde npu 556 HM, penokc-noteniuaa + 310 MB),
a TOT — OT BOJOPACTBOPHMOrO LMUTOXpoMa C. PoJb emie AByX reMoB
uToxpoma ¢ (penokc-norennHans +30 MB 1 —50 MB) ocraercs He-
SICHOH.

UpesBryaiiHO BBICOKAasi CKOPOCTb IEPBHYHBIX NPOLLECCOB (POTOCHHTE-
THYECKOTO IIepeHO0Ca 3JIEKTPOHOR 3aCJIyKHBAaeT CIelUaJbHOroO 00CIyXKH-
BaHus. Ha3BaHHbBIE NpPOIECCH MpPeNCTaBJSIOT co6oll cambie GbicTpoLe
Xumuseckue peakyuu cpedu gcex ussecthulx 8 buosoeuu. I1o-BuaHMO-
My, 6Jyiarogapsi CTOJIb BHICOKHM CKOPOCTSIM YyAaeTCs NpefoTBpaTHTh
OKHCJIeHHe B036yxkKaeHHOro GakTepHOxJopodusia KucjaopoxoM. eno
B TOM, YTO PE€IOKC-MOTEeHUHAJBl 3THX ABYX KOMIIOHEHTOB CTOJIb CHJIbHO
pasJjin4aloTCcs, YTO HX B3aHMOJEHCTBHE NpPEACTaBJIsAETC TePMOAHHAMH-
YECKH OYeHb BHITOJHHIM,

¥ Rps. viridis aHHoH-paaukan MQ-— nepBblli NpPOMEXKYTOUYHBIH
IPONYKT, Ybe BpeMsl KH3HH CPAaBHHMO C TAaKOBBIM JJisl HHTeEpMenHAaTOB

6osbLIMHCTBA (pepMeHTaTHBHBEIX npoueccoB. Okucienne MQ- cas3san-
HeM KoQ npotekaer npuMepHto 3a 0,1 Mc. ITostomy MQ uacro HaswBa-
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I0T NEePBUYHbIM AKYENTOPOM 3AEKTPOHO8. B HeKOTOpBIX GakTepusix 3Ty
poJsib urpaer He MQ, a KoQ. B Takux cnyuasix Kaxabslil KOMIIJIEKC peak-
LUOHHbLIX LEHTPOB COAEpPXKHUT [Be MoJeKyasl KoQ: mepBHUHBIH ak-
uentop KoQa u Bropuunsiit akuenrop KoQs. '

IlepeHoc 3/71eKTPOHOB Ha ypOBHe XHHOHOB HEKOTOpBIM 006pasom
CBSI3aH C NPHCYTCTBHEM HereMoBOro keJse3a. IIpu 3ToM OHO He mperep-
neBaeT OKHCJEHHs H BOCCTAHOBJIEHHS,, BCe BpeMsi Haxomusicb B (opMe
Fe?+ Ilokasano, uto Mn?+ BnoJHe ycnemHo 3aMeHnsier Fe?t,

OpHa u3 ToYek 3peHHsi Ha MeXaHH3M IepeHOCa 3JIEKTPOHOB KOMII-

JIEKCOM peaKUHMOHHBIX LEHTPOB cocrosiia B ToM, uto KoQp  ciayXut
KOHEYHbIM NPOAYKTOM NpouLecca, KaTaJH3HPYyeMOro KOMIJIEKCOM:

Qa+Qs—Qa+ Q5. (10)

Ilpyras, Gojiee BeposiTHast BO3MOXHOCTb CBOAHTCS K TOMYy, YTO He
TOIbKO Qp, HO M Q; BoccTaHaBiHBaeTcsa mnocpenctsoM Q;  [om.
ypaBHenue (11)]. B nosbay 3Toro BapuaHTta ykaseiBaeT TOT (akT, YTO
Q ; B otnuune ot Qs ¥ QpH; oueHb npoyHo cBasaH ¢ L-cy6befuHH-

I[ell KOMIIJIEKCa PeaKUHOHHBIX LIEHTPOB.
JIByx3/1eKTpOHHOe BoccTaHOBJeHHe KoQp compoBOXKpaercsi npuco-
eduneruem 08YxX NPOTOHOS:

Q2 +Qs+2H—Q4+ QsH:. (11)

Mexanu3m renepauun ApH. CymectByer uenniii psin cCBHOETENbCTB
TOMY, UTO YUTOXPOM C; U XUHOH NOKAAU30BAHLL HA NPOTUBONONONHCHLLX
CTOPOHAx memOpaHbl, TMO3TOMY INEPEHOC BOCCTAHOBHUTE/bHBIX 3IKBHBA-
JIGHTOB NPOHUCXOJAHUT yepe3 MeMOpaHy B HalpaBJ/IeHHH €e [UTOjia3Ma-
THYECKOH mnoBepXHOCTH. Ecsu OT nutoxpomMa c; K XMHOHY NE€PEHOCHT-
Csl 3JEKTPOH, TO UMTOIJa3Ma [OJIXKHa 3aps’KAaTbCsi OTPHULATEJBHO OT-
HOCHTE/JBbHO NEpHIJIa3Mbl HJAH BHYTpeHHero obbema xpomartodopa.

Takoe npeanonoxeHune GBHJIO MOATBEPKIEHO LEJBIM PSIOM OIBI-
TOB, Tl€e H3MEepsIH reHepauuio Ay peakUHOHHHIMH neHTpaMHu. [las
3TOH LleJIi TPHMEHSIIM NMPaKTHYeCKH BCE H3BECTHHIE TECThl Ha Av.

MeTo KOJIJIOAHEBOH IJEHKH II03BOJIHJI H3MEPHThL TeHepaunuio A
B MHKDOCEKYHIHOH H HaHOCEKYHIHOH BpeMeHHHIX mkaJsax. Okasanocs,
4YTO OCHOBHOH BKJaj B reHepauuio Ay BHOCHT mpouecc, CKOpocTb KO-
TOporo GoJsbiue, yem 50 Hc (pa3peuleHHe H3MEpPHTEJNbHOI anmapary-
pHl). B nend coOGbiTHH, NPOHCXOASUIHX B PpPEaKUHOHHBIX LEHTpax,
cToJIb GbICTphle peakuuH JioKanudoBaHh Mexny (BXu)s u Qa. Cono-
CTaBHB 3TO HabJl0JeHHe C NaHHBIMH NO TpaHCMeMOpaHHOMYy paclo-
JIOXEHUID PENOKC-TPYIN pPeaKUHOHHBIX UEHTPOB, MOXHO 3aKJIOYHTh,
4TO nepeHoc 3jieKTpOHOB OT (BXus)s Kk Q4 HMeeT 3/€KTPOTeHHBIH Xa-
paKTep, T. e. ABHXEHHE 3JEKTPOHa mnonepek MeMOpaHbl 3JeKTpuue-
CKH He KOMNEHCHPOBAaHO nepeMelleHHeM KaKoro-n1ubo Apyroro sapsiaa.

Henasuo I'. B. Tpuccn u corpynhuku (1986) u3MepHJIH 3J€KTPH-
YeCKUI OTBET KJIeTOK Rps. viridis ¢ eme 6OJbLIMM BpEMEHHEIM pas-
pelleHHEeM, HCNOJib3ysi pa3paboOTaHHBIH HUMH XK€ METOA CBETOBOrO rpa-
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nHeHta. Mamepenne Ay 3THM MeTOAOM naeT BeJIMUHHBI XOTsl H 3aHH-
JeHHble (MpHMepHO Ha JBa MOpsiAKa), HO ¢ paspeuweHHem 40 nc.
Bhijio BHIAABIIEHO ABe 3JieKTporeHHble (asel (11<<40 nc ¥ 1e=125 nc)
NpHMepHO OAMHAKOBOH amnJuTyabl. IlepBasi ¢dasa cooTBercTBOBaJIA
BoccTtaHoBsieHHI0 D®eo nocpenctBom (BXus)g, BTOpast — OKHCJIEHHIO
b ®eo nocpeacreom MQ.

Bosiee MenJieHHble 3JIeKTpOreHHble CTaauu ObliH OOHapy»KeHbl IpH
HCCJIeJOBAHUH TPOTEOJIMIIOCOM C peaKUHOHHbIMH LEHTpaMH, cOpOHpO-
BaHHBIMH Ha KoJJonueBoii mianke (C. M. [ipauesa u np., 1988). Oxn-
Ha W3 HUX BO3HHKaJsia npu no6aBieHnn KoQo B neKaHOBHI#i pacTBOP
GbochoJIUNUA0B, HCNOJNB3YEMBIH AJsi NPONHTKH KOJJIOIHEBOH IJIEHKH.
AMnauTyna 3TOH CTaiHH COCTaBJsijia OKoJio 5Y oT obueid Ay, reHe-
pupyeMoil Ha BCIHILIKY Jia3epa; NoJyBpeMst MeAJIEHHOH CTaJgHH — OKO-
Jo 400 MKc, T. €. HECKOJIBKO MeJJIeHHEH, ueM CKOpPOCTb BOCCTaHOBJIE-
HUst Qp. DpdeKT okasajicsi YyBCTBHTEJIBHBIM K O-(h€HAaHTPOJIHHY, TOp-
Mo3silleMy BOCCTaHOBJieHHe Qp. Ha OCHOBaHHH 3THX JaHHBIX ObLJIO
CleJslaHO 3aKJI0Od4eHHe, yTo OOHapy:KeHHasi 3JeKTpOreHHasi CTajausi CBs-
3aHa ¢ BoccraHoBieHueM Qp. Ilo-BunHMomy, nekaH skctparupyer Qs
H3 MeMOpaHbl XpoMaTo¢dOpOB HJIM NMPOTEOJUNIOCOM, NPHKPENJEHHBIX K
NPONUTAHHOH 3THM YIJIEBOAOPOAOM KOJIJIOAHEBOi IJIeHKe, a pobaBJie-
Hue KoQ npenorBpaiiaetr 3ToT 3¢ dexT.

Bo3MoxHB [gBa pas3jIHyYHBIX MeXaHH3Ma MEAJIEHHOH 3JIeKTpOreH-
HO# craauu. 1. Qp JIOKAJH30BaH K LIUTONJa3MaTHYECKOH MOBEPXHOCTH
MeMGpaHbl 6suxke, yem Qa, Tak YTO NEPEHOC 3JIEKTPOHOB ¢ Qa Ha Qs
HMeeT 3JeKTporeHHulli xapakrep. 2. CyuecrByer H-npoBoasiiuuii myThb
OT NOBepXHOCTH MeM6paHbl K Qp; HOHBI HT IBHXYTCsi 1O 3TOMY NYTH
K BOCCTaHOBJIEHHOMY Qs M TNPOTOHUPYIOT ero ¢ ob6pasoBaHuneM QHs.

Utobbl chnenaTh BBIGOp MeXAy 3THMH BapHaHTaMH, HCCJ/eN0BaJH
3(ppexT ABYyX MOCJaeNOBaTE/bHBX J1a3€PHBIX BCIHBIILEK IJIHTEJIBHOCTLIO
30 Hc. Ecoiu BepeH nepBuiii BapuaHT, 06€ BCIHBIIIKH JOJIXKHbl BHI3bIBAaTh
NOsiBJIeHHe MEMJIEHHOHl 3JeKTPOreHHoH cTtaiuH. B asbpTepHaTHBHOM
cayyae Takasi ctaiusi 6yAeT BO3HHKATh TOJIbKO IPH BTOPOil BCHBILIKE,

Tak Kak KoQp, obpasymwouuiics B pe3yJsbTaTe INepBOro OJHOKPATHOrO
cpabaThHIBaHHS PEAKUHOHHOrO LEHTPa, He NPOTOHUpPYETCHs NpU (HHU3HO-
Joruyeckux 3Hadenusix pH. [IpoToHupOBaHHE NMPOHCXOAUT nocJje NpH-
COE€lHHEHHs1 BTOPOro 3Je€KTpPOHA, MJsi uero HeoO6xoguMa BTOpas
BCNBIILKA.

Kak nokasanu ONBITH, TOJILKO BTOpPas BCHHIIKA AaeT MeAJeHHYIO
3JIeKTPOreHHyI0 CTaAHI0. DTO 03HAYaeT CNpaBeAJHBOCTL BTOPOroO Ba-
puanTta, mpeanoJiaramoulero nepeHoc H+ u3 Boabl K MecTy JioKaJiU3a-
IHH Qp BHYTPH KOMILJIEKCa pPEeAaKIHOHHBIX ILeHTpoB. JlomycTHR no-
CTOSIHCTBO IU3JIEKTPHYECKUX CBOHCTB ruapodobHOoro 6apbepa membpa-
HEl [0 BCeH ee TOJILIHHE, MOXXHO OLIeHHTh, KaKyl 4acTh 3TOro 6apb-
epa npoxoautr HT. Tak kak menJieHHass cTajHs cOcCTaBJsieT 5% oT
BCEro 3/1eKTPHYECKOro oTBeTa, 00yCJOBJEHHOrO TpaHCMeMOpaHHBIM ITe-
peHocoM 3apsiA0B, MOXKHO Obljio Gbl NPUHSTh, UTO MPOTOH NEPEHOCHUT-
ca Ha 1/20 yacTe TOoNLHHEL MeMOpaHH. JlasbHeiillee HccaemoBaHHe,
OJHAKO, 1N0Ka3aJjo, YTO peasbHasi CHTyalusi He CTOJIb IPOCTa.
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Jlns oueHKH BKJajga LUTOXpOMa € OBbIJIM HCIOJIb30OBaHH YyCJIOBHS,
IpH KOTOPHIX ABa TeMa LHUTOXpoMa € (Csse M Css9) BOCCTAHOBJIEHHI.
KoQ ne po6aBjsinu, yToObl nH3bexaTp NOABJIEHHsS 3JIEKTPOT€HHBIX CTa-

Auii, conpoBoxipalmoumux nporoHupoanune KoQ?- . bbuio mokasaHo,
YTO BCINBIIIKa Jiadepa, Bbi3biBapllas ¢otookucnenne (BXua)g, npuBo-
OUT K BpPEMEHHOMY OKHCJIEHHIO 3THX TeMOB ([oJlyBpeMeHa OKOJIO
300 HCc nJas reMa Cssg H 3 MKC [Ji reMa Csse). OKHCIEHHE T€MOB CO-
NPOBOXKAAeTCs reHepauueil Ay, KOTOpasi Tak»Ke HOCHT ABYX(a3HbIH
xapaktep. KuHeTHka Ka)a0ii u3 ¢a3 COOTBEeTCTBYeT TaKOBOH OKHCJIe-
HHs reMoB. Bkjaanaw ObICTPOH H MeAJE€HHOH LUTOXPOMHBIX 3JIEKTPO-
reHHBIX (a3 B o6uiy0 Ayp okasanuch coorBeTcTBeHHO 15 m 5%.

Ha puc. 22 npuBeleHa cxeMa, HJJIIOCTPHpyIOLLasi CTPYKTYPHO-
(yHKIHOHAJIbHBIE XapaKTEPHCTHKH peaKUHOHHBIX ILeHTpPoB Rps. viri-
dis. PaccTosiHHsi MeXJy PpeNoKC-TPyNNaMH COOTBETCTBYIOT JaHHBIM
PEHTreHOCTPYKTYPHOro aHaJju3a. [IoBepxHOCTH MeMOpaHbH MpPOBENEHBI
NOCTaTOYHO YCJIOBHO, NMOCKOJBbKY TOYHBIX CBEIJEHHH MO 3TOMYy IOBOALY
noka Her. BcJsiencTBue 3TOro Heqib3si OTBETHTb, Hanmpumep, Ha BOIIPOC,
noyemy nepenoc H* oT nuronnasmartuueckoii CTOPOHbI MeMOpaHH K
KoQ naer Bcero Jjuilb 5% o6uiero Ay: TO M nyTh NpoTOHa (H3
Boabl K KoQ) xopoue, yeM myTb 3jieKTpoHa (OT yutoxpoma ¢ k KoQ),
to Ju H* mepeHocutcs uepes MeHee ruapodoOHYIO 4aCTh KOMIJIEKCA.
BepositHee Bcero urpaiotr posb ob6a 3TH ¢dakTopa. MMeHHO TakoBa,
NO-BHAHMMOMY, CHTyalUsi Ha TeX 3Tamnax, rie NepeHOCHTCH 3JEeKTPOH.

Paccrosihua mexny Qa u (BXu)s, (BXa)s U Css9, €559 H €556 110
OCH BEPTHKAJIbHOH K IJIOCKOCTH MeMOpaHbl paBHBH COOTBETCTBEHHO
2,9, 2,1 u 1,2 um. Ecain 611 BKJag KaxKaoii U3 3THX CTaauii B OGLLHH
3JIEKTpOTreHe3 ONpeaessijicsi TOJbKO PacCTOSSHHEM MeXAy peNOKC-IpyI-
IIaMH, TO BKJajabl OTHOCHJHCL 6Bl Kak 1:0,7:0,4. B neficTBHTEJBHOCTH
OHH oTHocsiTcs Kak 1:0,2:0,07. D10 o03Hayaer, YTO BKJag TeM 6OJib-
lile, yeM ryy6xKe maHHBIi 3Tanm nepeHOCa 3JIEKTPOHA NOTPYXKEH B MEM-
O6paHy. Takas 3aKOHOMEPHOCTh CTAHOBHTCsI IOHSTHOM, €CJIH y4YecTs,
UTO BeJIMYHHA [H3JIEKTPHYECKOH IOCTOsiHHOW B MeMOpaHe pnoJiXKHa
Bo3pacTaTh II0 Mepe npHOJHKeHHs1 K BOAHOH (hase.

Korna I1. Mutden B 60-e rogsl GopMysIHPOBas XEMHOCMOTHYECKYIO
THNOTe3y, OH NPEAIOJOXHJ, YTO 3JEKTPOH, ABHUrasiCb OT LHTOXpPOMa
¢ K KoQ udepes 6akrepuoxsopoduii, nepecekaer ruapodobHbiii 6app-
ep MeMOpaHbl — 31eKTPOH-TPAHCNOPTHAS CNOAYNETAR». DTO IMPELINo-
JIOXKEHHe, B TO BPEMsi UHCTO YMO3pHTEJbHOE, CErOAHsA NPAMO [0Ka3a-
Ho. EnMHCTBEHHBIH HOBEI/i MOMEHT, BHISIBJIEHHbIH B Pe3yJbTaTe 3KcIe-
PHMEHTA/NILHO#N INPOBEPKH THINOTE3Bl, COCTOHT B TOM, YTO CYILECTBYET
HeboJiblIasi, HO H3MePHMasi 3JIEKTPOreHHass CTalHsi, 06YCJOBJEHHas
He MepeHOCOM 3JIEKTPOHA, a BCTPEYHBIM [BHXXEHHEM IMPOTOHA, Heob-
xoaumoro ansi obpasoBanuss KoQHo,.

3.1.3. KoQ-llutoxpom c-peaykrasa

KoQ-Luroxpom c-pedykrasa (xommaekc bc,) Gulna OTKpHITA H ne-
TaJIbHO H3y4yeHa [PU HCCJIEOBAaHHMH [BIXaTeJbHOH LEeNH MHTOXOHADHMA
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Puc. 22. MexaHH3M H COOTHOLUEHHE 3JIEKTPOTEHHBIX CTaAuil (BblOeNeHbl XKHPHLIMH JIH-
HHAMH) B 06pa3oBaHuH Ay KOMILIEKCOM DeaKIHOHHBIX LeHTPOB Rps. viridis



(cM. pa3n. 3.4.4). UHbopManuus OTHOCHTEJNLHO MOJIEKYIsIDHBIX CBOHCTB
KOMIIOHEHTOB 3TOTrO KOMILJIEKCA Yy MNYPNyPHBIX (HOTOCHHTE3HPYIOUIHX
6aktepuii Gosee orpaHH4YeHa, OAHAKO BCe, YTO H3BECTHO, B 3HayYH-
TeJbHOH CTENeHH HallOMHHAaeT MHTOXOHApHaJbHYI cucteMy. IlosTo-
My B [JaHHOM pasjiejie Mbl JHIILb BKpaTile pacCMOTPHM CTPYKTYpPY
OakTepHasbHOTO KOMIUIeKca bc), Tak Kak Oosiee noapobHo 3T10oT ApH-
redepatop Oyner pasbHpaTbCs HUXKe.

Komnaexc bc, BKIOUaeT OOHH LHTOXpPOM b, comepikallluii ABa re-
Ma: HH3KOMOTeHIHaJbHBii b; (CHHOHHM — bses, 1O G-MaKCHMYMY
CIEeKTpa IOTJIOUIEHUsI) H BHICOKOMOTEHUHAJbHHE b, (MM bseo); oAMH
HereMoBhlii kese3ocepHuiii 1eHTp (FeS); oauH uuroxpom ¢, u He-
CKOJbKO OeclBeTHbIX OeJKOBBIX cYObeqHHHIL Pa3sHOH MOJEKYJisipHOH
Macchl, He HMelLHX npocTeTHueckux rpynn. KoQH; u nuroxpom cs
CJlyKaT, COOTBETCTBEHHO, BOCCTAHOBHTEJIEM H OKHCJIHTEJEM KOMIJEK-
ca bc;. LlutoxpoMm ¢ — BOIOpPacTBOPHMBIF IIHTOXPOM, NOAOOHBIH IH-
TOXPOMY ¢ MHTOXOHApHH (cM. pasn. 3.4.5). B pexkoHCTpyHpOBaHHBIX
CHCTEMAax MHTOXOHAPHAJIbHBIH LHTOXPOM € YyCNELIHO 3aMeHsIeT I[HTO-
XpoM c¢,. Penokc-noTeHuHa sl KOMINOHEHTOB KOMILJIEKCA MPEACTaBJI€HhH
Ha puc. 18.

KoQ-1lutoxpom c-peaykrasa mpenacrapJisieT coboii camolii meonen-
Hblll KOMNOHEHT (PoTOCUuHTeTuYeckoil pedoKkc-yenu. MaxkcuMmaJgbHas
CKOpoCTb ero paboTw in Situ o6bi4HO He npesbiiaer 10 mc.

Ilo aHaNOrMH ¢ MHTOXOHAPHSIMH MOXHO MPEINOJOXKHTb, YTO 2e-

Hepayuss ApH 310l cuctemoil oruactu obycrosiena nepeHocom 3ie-
KTpona nonepex membpaner oT 2ema b; u bp, Kak 3TO 10Ka3aHo Ha
pHc. 16. DToT npouecc HanpaBJieH B CTOPOHY IIHTOMNJIa3MaTHYECKOH Mo-
BepXHOCTH OakTepua.bHOH MeMOpaHB. YCTaHOBJIEHO, YTO 3JE€KTPOH,
nepemeniasicb OT reMa b; Kk remy bp, nepecekaer 35—409% ToO/ILIHHEL
MeMOpaHbl. MOXHO 1noJsiaratb, YTO OCTAAbHYK 4ACTb NYTU NPOXOOAT
NPOTOHbL, 08UAACL 8 HANPABAEHUU, NPOTUBONONONCHOM IAEKTPOHY
(cM. puc. 16). OkucneHue rema b, NPOUCXOAMT, TO-BHAUMOMY, BOJIH3H
LHUTONJIa3MAaTHYECKON MOBEPXHOCTH MeMOpaHH.

Ocraercss HesichbiM, KoQ, KoQ™ nu6o oHu o6Ga cayxaT akKIenTo-
paMH 3JIeKTPOHOB njsi by. EcsiM Takylo poJib BBINOJIHSAET TOJBLKO Ka-
KOH-TO OIHH H3 3THX JIBYX KOMIIOHEHTOB, TO O00pa3oBaHHE TMOJHOCTHIO
BOCCTaHOBJIEHHOH ¢opMbl youruapoxuHoHa (KoQHj) nosxHO BK.IIO-
yaTh peakuuio aHcmyrauud (2KoQ~ +2H+=KoQ-+KoQH;). Ipyrum
HCTOYHHKOM 3J/IEKTPOHOB fssi BoccTaHOBJeHHss KoQ po KoQH; cay-
XXHT KOMIJIEKC peaKLUHOHHHIX LeHTpoB. [ns ycroiiuuBoii paboThl CH-
CTeMbl, HeO6XOAHMO, YTOOBl H3 KaxKAbiX ABYX Modekyn KoQ, Boccta-
HoBaeHHHIX 00 KoQHg, onHa o6pasoBbiBaJsiach 3a CyeT nmepeHoca 3Jie-
KTPOHOB C PEaKLHOHHbLIX LIEHTPOB, a Apyras — aas bn,. B moboMm cay-
yae HOHBI BOJOpOJa, HeOOXOAHMBIE HAaPSIy C 3JEKTPOHAMH [Js Mpe-
BpaueHus KoQ B KoQH,, yepnawoTcs H3 IHTOnNasMHbl.

O6pasosaBuiucs, KoQH, nepecekaer yacth ruapodo6HOro 6aphb-
epa MeMOpaHhl, YTOOH OKHCJHThCS KeJjie3ocynandonpoTrenHoM. B pe-

3yJsbTate obpasyiorcs KoQ -, BoccraHoBisieHHb FeS u 2H*. Tlocaen-
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HHE nepeHOoCATCs Yepe3 OCTaBLIYIOCS 4acTh ruapodobHoro 6Gaphbepa,
yToOB OKa3aTbCsi B NepHMJa3Me HJH BHyYTpPeHHEM NPOCTPAHCTBE XPO-
matodpopa. B cayuae Rh. rubrum u Rps. sphaeroides nepeHoc 3JeKT-
poHa ¢ Fe na (BXun)s uepes HHTOXpPOMBI €; H Cz 3aBepluaeT LHKJI,
KakK 3To Noka3aHo Ha pHc. 17. ¥V Rps. viridis TerpareMoBHI HHWTO-
XPOM € BKJIIOYEH B JIEPEHOC 3JIEKTPOHOB OT HHUTOXpoMma €z H (BXu)s.

[TocnenoBaTesbHOCTh NPOLIECCOB, KaTaJH3upyeMbBiX KOQ-LHTOXpOM
c-peaykraszoii (puc. 17), nmo cyuwecrBy npenactasisieT co6oii KOHKpeT-
HBli BapuHaHT Q-uukJja, noctysupoBaHHoro I1. Mutuenom B 1975 r.
KaoueBol mocTynaT 3TOH CXeMbl COCTOSI1 B TOM, YTO NMYTH KaXaoro
U3 ABYX 3JIEKTPOHOB, mpuxonasiuux Ha KoQ unu yxomgsiuux ¢ KoQH,,
OKasblBalOTcs1 pasJMuHBIMH. Ha cerogHs 3To mpeanoJoXxeHHe TBepaO
JOoKa3aHo, no KpaiHell mepe, ajs okucjaeHHs KoQH.. ¥YcraHoBueHo,
uto poss KoQHz-oxcudaser uepaer FeS, a KoQ+-, obpasyroujulica u3
KoQH,, okucasercs 3arem eemom by yuroxpoma b. CyuiecTByeT YHCTO
XMMHYecKasi Mpeanochljika TOro ooctTosTenbcTBa, yTo KoQH: 1 KoQ™
OKHCJISIIOTCS pa3HbiMH (epMeHTaMH: MOTEHLHaJbl XHHOHAa H CEeMHXH-
HOHA CYLIECTBEHHO Pa3JIHYHHI.

[lo MHenuio psiga aBTOpOB, cBsidbiBanne KoQH. u FeS mnpoucxo-
IHT TakuM o06pa3oM, 4YTO THAPOXHHOHOBASlI «TrOJIOBKa» OKa3blBaeTcs
BOJIM3H HEKOTOPO# MOJOXHTEJbHO 3apsiXKEHHOH TI'DYNNHPOBKH (mpen-
noJjoxutesbHo Fe3t). 31o Boi3biBaer caBur pK ruapoxwHoHa B KHC-
JYIO CTOPOHY, uTo obJieriaeT ero paenpotoHupoBaHue. IloTepsiB mpo-
toH, KoQH, npeppamaercs B KoQH™, kKoTophiii u oKucasieTcsi no-
cpenctBom FeS. JlenpoToHnpoBaHHe HeoOXOAHMO 1Jii OKHCJEHHS
KoQH,, Tak kak penokc-noteHinan napel KoQH./KoQH,* Bhiie
+850 MB, a mapet KoQH—/KoQH " okono 4190 mB (naHHble auist
pactBopa KoQ B 80%-HoM 3TaHO.€).

3.1.4. Mytn ucnoan3oBanus ApH,
00pa30BaHHOH LUKJHYECKOH pedoKC-LEeNnbio

B xpomatodopax nporonuelli norenyuas, oOpasoBaHHBIA IHKJIM-
YEeCKOH PpeNOKC-Lelbi0, MOMET HCMNOJb30BaThCsA J[JisI COBEpIIEHHs ue-
Tolpex gudos xumuueckoii paborer. Cpeau Hux: 1) obpasoBanne ATD
u3 AJ1®P u Heopranuyeckoro ¢ocdara nocpeactsoM H+-ATD-cuHTasH
(cMm. pasnp. 5.1.1); 2) obpasosanue neopearuweckoeo nupogocgara
H3 ABYXx MoJekys ¢ocdata nox neiictBuem HF-nupodochartasel (cM.
pasa. 5.1.2); 3) karanusupyemuit HAJIH-KoQ-penykrasoi obparnotil
nepeHoc B0CCTAHOBUTEAbHLLX 3IKBUBAAEHTO8 OT AOHOPOB BOAOPOAA C
penokc-noTeHuHasom okoJjo Hyas k HAJY;, 4) BoccraHoBseHHE
HAII®+ nocpencrBom HAJIIH nop nedictBueMm Tparceudpoeernasst (cM.
pasa. 5.1.3).

HAIIH-KoQ-penykrasa mpencraBisieT co6o#t mnepBblii M3 Tpex
ApH-reHepaTopoB, BKJIOYEHHBIX B AbIXaTeJbHYIO lienb (CM. pasf.
3.4.3). IeiictBys B ob6paTHom HanpasseHun (KoQH,—HA*), stoT

¢epmeHT B xpoMaTtodopax cTaHoBHTcs moTpebuteseMm ApuH, o6pasye-
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MOi1 (OTOCHHTETHYECKOH peldoKc-lenbio. OH JlelaeT BO3MOXHBIM BOC-
craHoBneHne HAJlt (pemokc-nmoreHnuan —320 MB) 3a cyer Takux
JIOHOpPOB Boaopozna, kak HeS (penokc-norenHnuan okoJdo 0). O6pasyio-
muiica HAJIH 3atem HCIoNb3yeTCsi B BOCCTAHOBHTEJLHHIX OGHOCHH-
Te3ax.

Opnun u3 nyreit ucnosnbzoBanuss HAJIH — BoccraHoBnenne HA L+
B TPaHCTHApOreHasHoi peakuuu. PepMeHT TpaHCTHApPOreHasa CJYXKHT

norpeburenem ApH. OH nokanu3oBaH, B yacTHocTH, B MeMOpaHe Xpo-

martodopoB. TpaHcruaporenasa, ucrnonn3dys ApH, pesko yBesnunBaer
penokc-notenuuay napet HAOOH/HAI®+, uyto 6aaronpHsATCTBYET
TeM BOCCTAHOBHTEJbLHHIM CHHTe3aM, rie ucrnosn3dyercs HAIPH B ka-
decTBe JAOHOpa BOAOpPOJA.

B temnore HAJIH-KoQ-penykTasa mMoXeT neficTBOBaTh B IMPAMOM
nHanpasaennd (HAJIH—KoQ), renepupys ApH. O6pasyembiii KoQH,
OKHcJ/sieTcsl KOMIJIEKCOM bc; ¢ BOCCTaHOBJIEHHEM LHTOXpoMa cp. [Ilo-
CJIe/JHHII BOCCTaHaBJINBaeT ILMTOXPOM O, KOTOPHIfi NE€PEHOCUT 3JIEKTPO-
Hel Ha O,. H3BecTnnl HabusloneHusi, yTo BoccTaHOBJieHHe O mocpen-

CTBOM IIHTOXPOMa O COIPSAXKEHO C reHepauueit ApH (cm. paszn. 3.4.5).
Ecnu 310 Tak, To nypnypHbie (OTOCHHTe3UpYIOlLHE GaKTepHH pacho-

JlaraloT jblxaTeJsbHofl nennio ¢ Tpems ApH-renepatopamu.
B puronsaamatnueckoii MeM6paHe OTOCHHTE3HPYIOIHX GaKTepHi

CylLleCTBYeT NeJhil psig [JONOJHHTENbHbIX moTpeburteneit ApH, orcyr-
cTBywomux B Xxpomatodopax. Cpeau Hux: 1) H-motoph, Bpamawouiue
6aktepuajbHble ¢aarenns; 2) HY, mera6onut-cumnoprepsi, obecrneyu-
Bamwliiye HakonJjeHue MeTabosHTOB B 6GakTepHaJbHOH KJeTKe; 3) CH-
creMbl TpaHcopTa Nat u Kt, oTBeTcTBeHHHIe 3a Mojjiep:KaHHe acHM-
MeTPHYHOIO0 pacnpefiejleHHs] 3THX KaTHOHOB MeXIy KJETKOH H cpe-

noi. I'panuentol voHoB Nat u K+ pefictByior kak AuH-6ydep. Anano-
THYHYIO POJib MOXET, N0 -BHIHMOMY, HrpaTh U nupodocdat (cMm. pasa.
6.3.1, 5.1.2).

O6ulass cxeMa mnpeBpallleHHs 3HEPTHH CBeTa B pasJiHYHblEe THIIBI
paGoTel MeMOpaHbl NypnypHBIX (OTOCHHTE3UPYIOIIHX OaKTepHil Mpe-
CTaBJieHa Ha puc. 23

3.2. Heunukauyeckasi CBeTO3aBHCHMaAsi pefoOKC-Lenb
3eJieHbX Oaktepuu

B npeamiiyieM pasgedie GbJIO YNOMSIHYTO, 4TO nypnypHbE (OTO-
CHHTe3upywuMe GakTepud MoryT BoccTaHaBauBath HAJI+ mocpenct-
BoM H,S 3a cuer sHepruu cBeTa, KOTOpasi IpelBapUTEJLHO IIpeBpa-
meHa B ApH uukindeckoit pefokc-uennio. 3esneHBIMH (HOTOCHHTE3UPY-
IOIIHMH GaKTepusiMH-aHa3poOaMH HCNOJB3YeTCss APYroi MexaHH3M.
OH ycTpoeH TakuM 00pa3oM, UTO CB8eT OOHOBDEMEHHO B8bl3blBAET 2eHe-
payuro ApH u soccranosrenue HAIl+ ceposodopodon.

AT10 mnpocTeHlIHNi BapHAaHT TaK Ha3bIBAa€MOH HeyuUKAu4eckoil ¢o-
TOCUHTeTUdecKol pedokc-yenu. CxeMa oGCYXKAaeMOro MeXaHH3Ma MpH-
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Puc. 23. ITytu (1—9) TpancdopMaluu 3HEPrHyH cBeTa B LMTOILIa3MaTHYeCKOH MeMO6pa-
He NYPNypPHHX (POTOCHHTE3HPYIOL(HX GaKTepHil:

B xpoMatodopax Tex Ke OGakrepufi neficTByeT YIpOUIEHHAsl CxeMa, rle OTCYTCTBYIOT nyrtH 4,
5 H, BO3MOXHO, 3
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Puc. 24. Heuukinueckass ¢GOTOCHHTETHUECKAs! PelIOKC-LIeNb 3€JIeHHX GaKTepHH:

b, ¢ — uutoxpoMul, BXn a um BXn ¢ — coorBercTByOiIHe OGaktepHoxjopodHnnel, cnenadHUHEE
nns 3eneHbx Gakrepuft, FeS — HereMoBHIl 3KeJ€30NPOTEHH, XHPHBIMH JIMHHAMH BhiJleNleHB! OpexR-

nojlaraeMble SJIEKTPOreHHbl€ CTaiHH
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BeJeHa Ha pHc. 24. Psap craguii mepeHoca 3JIeKTPOHOB B 3TOH li€MH
OCTaeTCsi HesicHBIM. TBepnO ycTaHOBJIEHO, YTO CBeT BhI3bIBaeT (HOTO-
OkHcJeHUue OakTepHoxJopodHuaia, oTHocsmerocs K tuny a. Heussecrt-
HO, B Kakoii ¢opMme: AHMEpHOH H oOJUroMepHoil — Haxoautcs BXu.
HenocpenctBeHHbIM okUcnuTeNeM aisa BXn a ciay»kHMT, no-BUAHMOMY,
Jpyras MoJsieKyJa 6akTepHOxJopOodHJia.
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Puc. 25. Crpyktypa HAJI* u MexaHM3M ero BOCCTaHOBJIEHHS
no HAJIH, tpe6yioumuii npucoeiMHEeHUsl ABYX 3JI@KTPOHOB U OJl-
HOTO NPOTOHA:

B HAO®(H) comepxutcsa aononHutenbHbifl (ocdaTHRIA OcTaTOK NpH
C-2 pubo3bl ajileHHNaTHOH YacTH HHHYKJIEOTHAZ

IlokaszaHo, uTo nepBHYHBIYi CTAOUJBHBIH AKLENTOp 3JEKTPOHOB Yy
Chlorobium wumeer penokc-notenuuas — 540 mMB, HanoMMHasi 3THM
¢deppenokcuH B ¢otocucteMe I xjoponsnacroB (cMm. pasn. 3.3.2).

Ot FeS 3nektponn nepeHocsatcs K HAJlt+. Ilo anasoruu c apyre-
MH CHCT€MaMH TaKOro THIa MOXHO MNpeanoJjaraTe y4acTHe B 3TOM
npoliecce ¢aBuHconepxxkaulero 6enka. CTpyKTypa W MeXaHH3M BOC-
cranoBseHnss HAJl+ u ¢snaBHHa nokasaHbl Ha pHc. 25 u 26.

®dotookucsieHHuii BXJy a BoccTaHaB/HBaeTCss JAOHOPHBIM CerMeH-
TOM peloKc-uend, Gepyuieii Hauaso oT HyS. ITOT yuacTok cOnepkKHT
LIIUTOXPOM THna b M, NO-BUAMMOMY, ABa LHTOXpoMa THna ¢. CyHTaloT
BEPOSATHHIM yyacTHe MeXaHHHOHa H elle HEKOTOPBHIX peJoKC-KOMMOHEH-
TOB. PeloKc-noTeHHa/bl OCHOBHBIX KOMIIOHEHTOB L€MH 3€JieHbX 6ak-
TepHi OblJIM yKa3aHhl BHIIEe (cM. pHC. 18).

[lokasaHa cBeTo3aBHCHMasi reHepauusi Ay MemOpaHHBIMH (par-
MEHTaMH 3ejieHnX 6akTepHi, cOpOMPOBAHHHIMH Ha IJOCKOH ¢dhocdoJiu-
nunHoit Mem6pane (B. II. Camyusios, 1977). BepositHas npupona 3To-
ro s¢dexkra MoxeT oOBACHATLCS, KAK H B clydyae APYTHX XJOPODHJI-

conepxauux AplH-renepaTopoB, nepeHoCcOM 3JIEKTPOHOB MONEPEK MEM-
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6panbl. Eciin nmepeHOC 3/1eKTPOHOB NMPOWCXOAMT TaK, KakK 3TO IOKa3a-
HO Ha pHC. 24, TO OH AOJIXK€H NPHBOAHUTH K OCBOGOXKIEHHIO HOHOB BO-
JIopolla BO BHELIHIOIO Cpefy H3-3a okuciaeHus HyS no S asnekTpoHzmo-
HOpHBIM CErMEHTOM pe[OKC-LEeNMH, KOTOPHIi, KaK NpeanoJsararmoT, pac-
I1os10KeH BOJIH3H BHENIHEH MOBEPXHOCTH IHMTOIJIa3sMaTHYECKOH MeM-
Opannl. Ha npoTHBomoJsioxkHOH (BHYTpeHHe#) cTOpoHe MeMGpaHH

oA ®AOH,
H 0 H H 0
' ; NN
(N Na, (N AN AN AU,
—(” = = Hy(—C C C N—H
e f/ 1 ({ Vet ——— T
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1 !
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Puc. 26. CTpykTypa ¥ MeXaHH3M BOCCTaHOBJIeHHS (JiaBHHAAEHHHIHHYKJIEOTHIa
(PAL):

BO (hJIaBHHMOHOHYKJIEOTHAEe (Ha PHCYHKe He MOKa3aH) OTCYTCTByeT ocTaToK AMQ®

JLOJI2KHO NMPOMCXOAHTDH IorJolieHue noHoB H+, tak kak HAJIl+ Boccra-
HaB/HuBaeTrcss OakTepHOXJOPO(HNILHON CHCTEMOH, TPAaHCIOPTHPYIOLLEH
3JIeKTPOHB, HO He mnporoHbl. Yrobw o6pazosats HAIH usz HALO,
NpHcOeAHHEHHEe JIByX 3JIeKTPOHOB AOJI2KHO CONPOBOXK/AaThbCSl NPHCOEMH-
HEHHEM OJHOro mpoTtoHa (cM. puc. 29).

Hrtak, Ha erewnell nosepxHocTu membpanst 3esieHoll 6aKTepHUH NPo-
HCXOJHUT CJIeAYIOLIHIA npoLecc:

H,S+2B6Xat a—S -+ 2H* }-2BXna, (12)

B TO BpeMsl KakK COOBITHs, IPOUCXOASIIIHE HA BHYTPEHHEl CTOPOHE
MemOparsl, ONMUCHIBAIOTCS KakK

HA+4H* +24Ae—HAJJH 24, (13)

rne Ae — BoccTaHOBJIeHHass ¢opMa MEPBHYHOTO aKUENTOPa.

Takum ob6pa3om, cxema mnepeHoca 3JIEKTPOHOB y 3eJieHHX GakTe-
puii npennoJsiaraet, 4to u 2eHepayus ApH, u soccranosrenue HAI+
ocYu,ecTBASIOTCs OOHOL U TOIl e c8eT03a8UCUMOLL pPedOKC-Yensio.

Caenyer OTMeTHTb, YTO CXE€Ma, MpeiCcTaBjeHHasi Ha pHC. 24, npH-
MeHHMa JIHIIp K aHa3poOHBIM 3ejieHBIM OakTepusiMm. B TO e Bpems
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H3BeCTHO, YTO 3eJieHble OaKTepuH, OTHOCALIHECHs K (akyJbTaTHBHHM
a’pobaM, HMEIOT LHKJIHYECKYIO pelOKC-1lellh, HAIIOMHHAIOIYI0 TaKOBYIO
NypnypHbIX OakTepHi.

3.3. HeuukJnueckasi CBETO3aBHCHMAasi peLOKC-Lenb
XJIOPONJIACTOB U LMAaHOOAKTEepHH

Henuknuueckass cBeTO3aBHCHMasi peloOKC-LieNb HHAaHOOAKTepHH H
XJIOPONJIaCTOB [0 H3BECTHOIO Ipefiesla aHaJIOrHYHa LelH 3ejeHbIX

Gaktepuil. B o6oux ciyuasix cBeT Mcrosb3yeTcss njs reHepaunn ApH
H BoccraHoBsieHuss HAJL (P )+ nocpeacTBoM NOHOpa 3JeKTPOHOB ¢ 60-
Jee mosoxHTeabHEIM, yeM y HAJ(®)*, penokc-norennuanom. I'nas-
Hoe OTJiHYHe LHaHOGaKTepHH H XJIOPOIJIACTOB OT 3eJjleHblX OaKTepHi
COCTOMUT B TOM, YTO JOHOPOM 3JIEKTPOHOB AJisi NMEPBHIX CJYXKHT BOAA.
PasHocTh penokc-noreHiidanoB mexay HAIL(®)*t u HyO cocraBasier
okoJio 1,2 B, uto HamHOro 6oJiblile, 4yeM pasHOCThL NOTEHIHAJOB MEXK-
ay HAIO+ u H,S, ucnonn3dyembix 3eneHbiMu Oakrtepusimu (0,3 B).
ITosToMy TpaHCHOpPT OMHOrO 3JIEKTPOHA IO PENOKC-LENH XJIOPONJIACTOB
(unanobGakTepuii) conpsixkeH ¢ norJouieHneM ABYx (OTOHOB, a He Of-
HOrO, Kak y 3ejieHbix 6akTepHil.

B pacTuTennHBIX KJCTKax (OTOCHHTETHUECKasi peloKc-Lenb JIOKA-
JIH30BaHa BO BHYTPHXJIOPOIJIaCTHHIX MeMOpaHaX, B OCHOBHOM B TUAQ-
Koudax — 3aMKHYTBIX CILTIOLIEHHRIX MeMOpaHHBIX Ny3kIpbKaX, coOpaH-
HHX B mayku (epanst). Tunakouasl o6GHapyXkeHbl TaKXKe y MHOTHX
nuaHoOaKkTepHH.

3.3.1. IlpuHuun nefcTBUsA

Ha puc. 27 nokasaHa cBeTO3aBHCHMasi pPelOKC-Lellb B THJIAKOH/A-
Hoii MeMmOpaHe xjoponJsiactoB. OHa BKJIIOYaeT OBa THNA peaKIHOH-
HBIX 1leHTpPOB (31ech OHH Ha3biBawoTcsa ¢orocuctremamu I u II), a
TaK»Xe HeCKOJbKO (pepMeHTOB, KaTaJH3HPYIOLIHX TeMHOBBHIE pEaKIHH
OKHCJIeHHSI BOAbl, Q-1iHKJa H BoccTtaHoBsenuss HA P+,

Ilponecc HaunHaeTrcss morJouieHHEM (GOTOHA XJOPODHJJIOM aHTEH-
Hol. Bo3OyXaeHHe MHTpHUPYET OT XJopodH/ia aHTEHHB K XJOPO(dHJ-
Jy onHoii M3 ¢otocucreM. Ecau 3to xaopoduan gorocucremor I1
(MakcuMym norsiomieHusi npd 680 HM), OH OKHCJSETCS (DEOPHUTUHOM.
Ot ¢eoduTHHA 3JIEKTPOHBI NEPEHOCATCH Ha CBSI3AHHBIH NAQCTOXUHOH
(PQa; ero dopmyay cm. Ha puc. 13). ITono6Ho Q4 B 6akTepuanbHOM
¢oTocHHTe3e, 3TOT XHHOH HEKOTOpPhIM OOpa3OM CBsi3aH C HEreMOBBIM
JKeJle30M.

3aTeM 3JE€KTPOH NOCTHTA€T APYroil MOJIEKYJhl CB3aHHOTO MJacTo-

xuHOHa (PQp). KaTHoH-panukas OKHCJIEHHOro XxJopodu/iia (XJI;-QO)
NPHHHEMAET 3JIEKTPOH OT HeWAeHTH(HLUHPOBAHHOIO JAOHOpa Z, KOTO-
pBIli, B CBOIO OYepejhb, BOCCTAHABJIHUBAETCS 3JIEKTPOHAMH, OTHSTHIMH
y MoJekyas HyO mnocpencTBoM HOBOJILHO CJIOXKHOH mapeaney-codep-
scaujell cucremor pacujennenus 6odsr (CPB). Ilpu paciuemiennu Bogbl
Hapsily C 3JIeKTpOHaMH 00pa3yroTcsi MOJEKYJSIPHBII KHCJIOPOA U IIPO-
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Puc. 27. Henuxnnaeckasi ceeTo3aBucHMasi pefoke-nens xqopomgacros (no R. E. Blan-
kenship, R. C. Prince, 1985):

CPB —cucteMa paclienyiends; BOAB, Z — HEH3BECTHRIl JOHOpD 9MEKTPOROB (hoTocHCTeME Il
Xnggo — xnmopoduna dortocuctemnr 11. PQ, u PQ, — NIacTOXHHOHBI, CBSiaaHHBIE ¢ doTocHcTe-
Mofi II; PQ — cBOGOIHbINI MJAcCTOXMHOH; b, M b, — BEICOKO- H HH3KONOTEHLHaJbHBElE TeMbl I[H-
ToxpoMa bg; [ — nuroxpom f; Xz — xnopodHmsn ¢orocuctemn I; Ag M A; — NpOMeRyTOUHBIE
aKNEOTOPEl 3JeKTPOHOB ¢oTocHcTeMul [; FeS, — nmepBHuHBIl cTaGHMaABHBI aKuenTop SJEKTPOHOB

dorocucremur I; FeS a» FeS B — ABa Xele30CepHBIX KJacTepa, NpOYHO CBs3aHHHE C (OTOCHC-

Temoll I;
A: DHCYHOK COCTaBJleH ¢ Y4eToM BepOATHOIO DPACIIOJIOKEHHS PefOKC-LeHTPOB B MeMOGpaHe THNa-

KoHnjaa.
b: TNEPEeHOCYHKH BOCCTAHOBHTEJIbHBIX SKBHBAJIEHTOB PpAaCNOJIOKEeHB! B COOTBETCTBHH € HX PenoOKC-

NoTeHUHaNaMH; MYHKTHPOM TOKa3aH IlepeHOC SMEKTPOHOB oT ¢eppefokCHHa k bgf-koMmnexcy,
LHKIH3yoIHl doTopeaoKe-Lenn
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ToHBl, IlocneaHue BHICBOOOXKAAKIOTCS B PAacTBOp BHYTPH THJIaKOHIOB.
BoccranoBsienHnli PQ okucasiercss PQH o-naactoyuanun-pedykrasoil,
uru xomnaexcom bef (3TO xJopomsnacTHBIE aHaJior KOMIJeKca bep).
KomnJekc bef BKJIOYAET ABYreMOBBIH LHTOXPOM b (reMbl by H by),
FeS u nutoxpom f, KOoTopblii (pyHKIHOHA/JIbHO aHaJIOTHYE€H IHTOXpO-
MYy (.

CyHMTaIoT, YTO KoMIJieKC bsf KaTanusupyer Q-LuKJ, NOAOGHBIH TO-
MY, KOTOpBIil ONMHCaH y NYpPHOYpPHHX GaKTepui H MHTOXOHApHH. Ecau
3TO AeHCTBHTENLHO TaK, TO NEepeHoC OAHOro sjnekTpoHa c¢ PQ Ha um-
TOXpOM [ OKa3blBaeTcsi CONMPSIXKEHHBIM C TPAHCJOKaLHeH OAHOro 3aps-
la yepe3 MeMOpaHy THJIaKOHJa, morJolleHHeM aByx H* u3 ctpombl H
BbicBOGOXAeHHeM nByx H+t Bo BHyTpHTH/IaKoHIHOe mpocTpaHcTBO. [To-
rjouieHHe NPOTOHOB IPOUCXOAUT Ha BHeIHell mOBepXHOocTH MeMmbpa-
Hbl THJIAKOHJ 2, HX BblJeJieHHEe — Ha BHyTpPEHHEH.

Ot uutoxpoma f 3JIeKTPOH ABHXKETCs K Melb-cofepxalleMmy Oenky
nAQCTOYUAHUHY, KOTOPHI BOCCTaHaBJHBAae€T KAaTHOH-DPajJHKaJ XA0po-

¢urra orocucremosr I (MakcumyM mnorgouieHuss npd 700 HM). X.n;%o

obpa3dyeTcsi IpH OKHCJEHHH BO36yXKIEeHHOro XJizgo. DJIEKTPOHH, OT-
HsiTBle OT XJa*700, NIEPEHOCSATCH Y€pe3 HeH3BECTHblE PeNOKC-IeHTPH Ao
u A, Ha HeKOTopHIil sese3ocephsolii yentTp FeS,, urparmoimuii posas nep-
BHYHOro CTabOHJBHOrO akuentopa B ¢orocucteme I.

Ha cuoenyouiem 3Tane 3J€KTpoH TpaHCIOPTHpPyeTcss Ha [pyrue
XKeJie3ocepHble KJactepsl (FeSp, FeSa, ¢peppedoxcurn) w panee Ha
¢rasonporeun, conepxkamuit ®AJl B KauecTBe MpPOCTETHYECKOH TpyIl-
nel. Ot ®AJl BoccTaHOBHTENLHBIE 3KBHBAJIEHTH MNOCTYIAIOT Ha
HAII®+, O6paszoBanubii B pesyanTaTre HAILPH okucasercss Bomo-
pacTBopuMO#l cHcTeMoii ¢epMeHTOB, BoccTaHaBauBawmux CO; no ca-
xapa, (—CHOH—),.

CoraacHo cxeme, mpejcTaBJeHHoii Ha pHc. 27, 3¢¢PeKTHBHOCThL He-
IHKJIHYeCKO#l pefOKC-IleNH XJOPOIJIaCTOB H LHAHOGaKTepHH JOJKHA

cocraBiaT, 6H* Ha 4hv, yTo cooTBeTcTByeT OTHoweHHI0 Ht/e, pas-
HoMy 3 (HMMeeTcsi B BHAY OTHOILUEHHe KOJIHYeCTBa NMPOTOHOB, TepeHe-
CeHHbIX yepe3 MeMOpaHy, K KOJHYECTBY 3JIEKTPOHOB, NPOUIENIIHX BECh
nyts ot HyO no CO,). Takum obGpasom, pedokc-yeno TurAKOUAOS CO-

Oepocur tpu ApH-eeneparopa: ¢orocucremy I, ¢orocucremy II u
Komnaexc bef.

3.3.2. ®ortocuctema I

Cy6benuununblii cocraB. PotocucremMa | H3 Xj0pomyacTOB BKJIIO-
YaerT mo KpadHe# Mepe deTbipe pa3JIMYHBIX INOJHIENTHAA C MOJIEKY-
JApHbIMu MaccaMu 83,2; 82,5; 18 u 15 kJla. OnpITHl ¢ aHTHTEJNAaMH
NoKasaJjd, 4To cyObenuHHla | 3HauyuTe/bHO BBHICTYNaeT W3 MeMOpaHH.

PaciindpoBanel nepBHUHbBIE CTPYKTYPbl KPYIMHBIX IOJHMIENTHIOB
¢orocucteMn 1. Tlokazana ux romoJiorusi, pocturamomas 45%. Ectb
yKa3zaHHs, yTO XJl700 H NPOMEXKYTOYHBIE aKLENTOphbl 3JEKTPOHOB Ag
M A, cBsi3aHbl C AByMs KPYNHHMH cy6benuHuuamu, a FeSy, FeSs u
FeSp—c menkumu ruppodobHbiMH cyObeavHHIaMH (OTOCHCTEMBI 1.
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MexaHu3m nepeHoca 3JeKTPOHOB. [lepBHUHBIM CBETOMHAYLHPOBaH-
HbIM NPOILECCOM, NPOHCXOAALIHM B ¢oTocHcTeMe I, CayKHUT CABHIr 3J€-
KTpOHOB 0T XJ*700 (POJIb KOTOPOroO, MO-BUAMMOMY, HFpaeT AHMEp XJiO-
poduana a) K npoMexyToyHoMmy akuentopy Ao. EcTe ocHOBaHus mno-
Jaratp, 4To (GpyHkuuio Ao BbINOJHAET Apyroi xjopodpuan a. [IpaktH-
YecKH HeT NaHHbIX O NpPHPOAE CJedYIOUIero pefokc-ueHTpa — Ai.
Bo3MoxHo, ero posn urpaer ButaMuH K;. CuHuTal0T, 4TO OKHCJIHTEJb-
HO-BOCCTAaHOBHTE/IbHBlE MOTeHLuatbl y Ao H A; GoJee OTpHIATEJIbHH,
YeM y IlepBHYHoro ctabuanHoro akuentopa FeS, (—0,73 B).

FeS, npeacraBssier coboil KiacTep, coaepkKallHi YeThipe HOHa 2Ke-
Je3a M YeThipe HOHa cyJabdpHaa (cm. puc. 16). Kpome 3TOoro kommo-
HeHTa B ¢otocucteMe | Haxonst eme nBa 4Fe—4S knacrepa (FeSa
u FeSp). Hx penokc-noteHuHans paBHB COOTBeTCTBeHHO —0,03 H
—0,58 B.

BeposiTHasi nocJsieloBaTebHOCTh peakKUMH B 3TOH YacTH peLOKC-
Lend cJaepyiomasn: FeS,—FeSg—>FeS4. Ilocnennuii KOMIOHEHT cJy-
JKHT, NO-BHAHMOMY, BOCCTaHOBHTeJeM ¢eppe/loKcHHa — BOJIOpPacTBo-
pumoro FeS-6enka (11 klla), KoTopelii NpHHHMaeT y4YacTHe B nepe-
HOoce 3JIEKTPOHOB Ha (pJlaBOnpoTenH, BoccTaHaBjuBawmuii HAILO+
(34 xIla).

Ilpyroii BOLOpacTBOpPUMBIH NEPEHOCUYHMK 3JIEKTPOHOB Hrpaer poJib
BOCCTaHOBHTEJIsi (POTOOKHCJIEHHOro XJizoo. JTO Melb-cOAEPKallHl Oe-
JIOK MJyacTOUHaHHH. B mepBHYHO# CTpPYKType mJiacTOUHaHHHa OOGHapy-
})KeHa roMoJiorHs ¢ cybpenuHuUel II nuTOXpoMOKCHAa3bl — KOHEYHOrO
(depMeHTa ABIXaTeJbHOH LEMH, coaepiKallero Meib H XxeJje3o (cM.
pasn. 3.4.5).

BoccraHoBHTesleM MJlacTOLMAHHHA sIBJISIETCS LIUTOXPOM f, NMpHHaz-
Jexaimui Komnnekcy bef. TlocnenHuit ocyiecTBiisieT MepPeHOC 3JEKT-
poHOB oT ¢otocHcTeMnbl II k ¢doTocucreme 1.

CyuiecTByeT aAbTepPHATUBHbLL cnOcob (QYHKYUOHUPOBAHUS (HOTO-
CUHTETUYeCKOl pPeOOKC-yenu 8 XAOPONAGCTAX: YUKAUYECKUL nepeHoc
9neKTpoHOg ¢ yuacTHeM ¢portocucteMn | u Kommiekca bef, HO Ge3 ¢o-
TocHcTeMHbl II. Takoit MexaHuaM in vitro MOXHO NPOLEMOHCTPHPOBATH,
6nokupoBaB ¢dortocuctemy II nuypoHom u po6aBHB HCKYCCTBEHHBIH Ie-
peHocyHK 3JeKTpoHOB ®MC. B HeKOTOpHIX YCJOBHSX LHKJIHYECKHH me-
peHoc 3JIeKTPOHOB MOXKHO HabjionaTh u in vivo. B 3Tom ciayyae BOC-
CTaHOBUTEJIbHble 3KBHBAJEHTH TDPaHCNOPTHPYIOTCS OT ¢eppeloKCHHa

+
He k HAJI®+, a Hasag k Xa,,. B aToM mpouecce npHHHMalT yyac-

THe IJIACTOXHHOH u KoMmmnJjekc bef. Ilpennonaraior, uro ¢eppenokcuH
BoccTtaHaBauBaer PQ, Tak uyrto orocucreMa Il cTaHOBUTCS HEHYKHOH

AJis pereHepaliud XJizoo H3 Xﬂ;-'oo, [TopoGHBII MexaHH3M aHaJoru-
YeH LHKJHYECKOH CBETO3aBHCHMOil peloKc-LUenH nypnypHbIX OGakTe-
puii, o6pasyromeii ApH 6e3 ¢boTONIH3a BOABI H BOCCTAHOBJICHUSA
HAJ1D+,

Mexann3m reHepauum A;;H. Her comHenHii, yto ¢orocucrema I
crocobHa renepupoBats ApH. DToT KOMIJeKC GBI BCTPOEH B Mpo-
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TEOJIHIIOCOMBI, KOTOphle Ha cBery co3aaBajsu ApH no 3 exunuu. Yro-
66l BKJIIOYHTb UHMKJHYECKHH NMEepPEHOC 3JIEKTPOHOB, B HHKyOalHOHHYIO
cpeny nob6asunn ®MC u ackopGat. Briouenne ouniienHoii H+-AT Q-
CHHTa3bl B Te € NpPOTEOJHIOCOMHEl [AaBaJjO CHCTEMY, KaTaJH3HPYIO-
uiyio ¢potogpochopHIHpOBaHHE.

Mexanusm resHepauun ApH ¢otocucreMoit I, nmo Bceii BeposiTHO-
cTH, nojo6eH TaKOBOMy B O6akTepHaJIbHHIX peaKUHOHHREIX IEeHTpax.
HaHocekyHaHas BcHbIIIKa Jia3epa BHI3bIBaeT reHepauuio Ay ¢ 1<<
<<100 Hc, yTO MHOro 6BICTpee Bcex MPOLECCOB, MPOHCXOAALIHX B ¢o-
TocucteMe I, KpoMe mnepeHoca 3JIeKTpOHOB Ha 3Tame Xi¥*7oo—-FeS..
Ara Ay cocraBasieT O6OJBILYIO0 YaCTh 3JIEKTPOTeHHOro OTBETa, TaK 4TO
BCe NpOYHe 3Tanbl NepeHoca 3JieKTpOHOB B ¢dortocucreme I moryr BHe-
CTH JIHMIh CPABHHUTEJbHO MAaJiblii BKJaj B TPaHC)OPMAIHIO 3IHEPrHH
Ha 3TOM yyacTKe (OTOCHHTETHYECKOHU PeAOKC-LeIH.

TakHe cOOTHOLIEHUss BPSAA JH YIAUBUTEJbHBl, €CJH YYeCTh XOPOLIO
H3BeCTHHle (akThl, KacalollHecsl JOKaJH3allud B MeMOpaHe KOMIIO-
HeHTOB ¢otocHcTeMnl [. IlokazaHO, YyTO mJacTOLHAHWH, BOCCTAHABJIH-
BalOWHK ¢oTocHcTeMy [, pacnoJsioXeH Ha BHYTpPEHHEH CTOpPOHe MeM-
OpaHbl THJaKouna, a GdeppenokcHH H ¢deppenokcuH-HAJIlP+-penykra-
3a, OKHcJsilolHe ¢orocucTeMy I, obpamiens Hapyxky. [losaTomy TpaHc-
IIOPT BOCCTAHOBHTEJbHBIX 3KBHBAJIeHTOB uepe3 ¢otocucTemy I poJ-
KeH ObITh HanpanJeH nornepek MeMGpaHHI.

3.3.3. ®orocuctema Il

Porocucrema Il cocTour uz wecru TUnos nosunenTudos ¢ MoJie-
KyJaspHBIMH Maccamu 56; 52; 39,5; 39; 9,5 u 4,5 klla. HenaBHo 6piaa
onpeaesieHa INOC/JAEA0OBAaTeJbHOCTh AMHHOKHCJOT BO BceX 3THX CyOb-
eIUHHIaX.

XJlego, BXOAsAIIUE B coctaB ¢otocucreMu lI, oTHOcHTca K rpynmne
XJOpodHIJIOB a. Bo3MoxHO, uTo Xiggo ABAsieTcs aHMepoM. Panblie
CYUTAJIH, YTO OH CBA3AH C TAXKEJBIMH cyObeauHHIaMu (OTOCHCTEMBI
II. Onrako 3T0 npeanoyioxeHne GHJO MOKOJE6JEHO NOCJe BhIsICHEHHUS
aMHHOKHCJIOTHHIX TocjenoBaTesbHOcTell. OKasanoch, 4TO0 cy6bheaHHH-
ub mMaccoii 39 u 39,5 klla noxoxu Ha M- u L-cy6beauHHLBI KOMII-
Jekca GaKTepHaJbHBIX peakIHOHHBIX leHTpoB. [Tomo6HO 3THM Cy6b-
eHHHIaM, OHH HeCYT I[€HTPbl CBS3bIBAHHSI NMEPBHYHOIO H BTOPHUYHOIO
XHHOHOB (B 3TOM cJuydae PQa u PQp). 39 klla-cy6peaunnua cneun-
(¢uveckd cBs3bIBaeT repOGHIHIH,

IlBe HaubGosee Jserkue cyGbeaundubl (9,5 v 4,5 xIla) obpasyioT
IHTOXpOM THNA b ¢ MakKCHMyMOM q-muKa npH 559 HM (LUTOXPOM bss0).
Kaxnas us cyO6beiuHHIl COAEPKUT MO OAHOMY OCTAaTKy THCTHIHHA,
o6pasymolleMy KOOPAHHAIIHOHHYIO CBsi3b C F€MOM.

Otauuurenovroii weproil porocucremor 11 ssrsercs oueHv B8bLCOKUL
pedoKc-noTenyuan ocHO8HOU opmel nuemenra, T. e. napel Xdeso/

+
Xago- On paBen 41,1 B. Bor nouemy X.néf80 MOXeT CJYXHUTh aK-
IenTopOM 3JIEKTPOHOB nJii BOAH (penokc-moterwuan mapu H,O/O,
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npu Heiitpainiom pH paBen 40,82 B). B 10 ke Bpems penokc-mo-
TeHllHan BO30YXJAEHHOrO X;0po¢Hiana-680 HaxoAHTCss B OTPHLATE/b-
Hoit o6mnactu (Menee —0,6 B). IIpoMexXyTOUYHBEIM aKLIENTOPOM 3JIEKT-
pOHOB Mexny X/n¥*ggo H MEPBHYHBIM CTAaOHJbHBIM aKLENTOPOM CJIYXKHT
peodputuH (penokc-norenuuan —0,61 B). ‘

ITepBHYHLIH CTAaOHJBHEIH aKLeNnTop fiBjasieTcs: XuHoOHOM (PQa), Ko-
TOpPHIfi HEKOTOPLIM 00pa3oM cBsi3aH C HereMoBHIM xeJse3oM. Eue on-
Ha MoJieKyJla cBfi3aHHOrO XxuHoHa (PQp) ydyacTByeT B naJibHeHlleM
NepeHoce 3JeKTPOHOB Mo (POTOCHHTETHYECKOH penokc-uend. Kak H y
nypnypHbeix 6aktepuil, 3TOT 3Tan OGJOKUpyeTcsi O-(peHAHTPOJIHHOM.

Her sicHocTu B Bompoce O TOM, YTO 32 KOMIOHEHT CJYXKHT MepBHY-

HbIM IOHOPOM 3JIEKTPOHOB AJIfl X.ngéo. DTO THLOTEeTHYECKOEe CoeldHHe-

HHe BOCCTaHaBJIUBaeT X.n;-éo 3a BpeMeHa nopsinka 50—500 Hc.

B kauecTBe BoccTaHOBUTeJsi Z HCIOJB3YeTCsi CIelHAJbHAsi CHCTe-
Ma pacuenneduss Boasl (CPB). Ona neiicTByer Takum o6pasoM, 4TO
pacuiensienue aByx Mmonaekys HyO NpHBOAHT K BOCCTaHOBJIEHHIO YE€TH-

pex X.né;o yepes KOMIOHEHT Z ¥ o6pa3oBaHHIO OnHOH MoJieky.ibl Og

H yetblpex HOHOB H*. UeThipe HHTepMenuaTa OblJIH NOCTYJHPOBAHbLI B
3TOM 4YeThIPEXKBaHTOBOM Iponecce. Ix npupoma Bo MHOrom ocraercs
HEH3BECTHOM.

CPB Bkawoyaer noJunentiabkl ¢ maccamu 34, 23 u 16 kJla u erue
onHH 6eJsok, conepxauiuii yerbipe HoHa Mn?*, [TocseaHue npHHUMAIOT
yuactHe B nepeHoce 3JjekTpoHoB CPB.

Poar nuroxpoma bsse, 0OOHapyxeHHoro B ¢ortocucteme II, Takxke
ocraercs 3arankofi. CymecTByeT npennosioxkeHue, 4TO OH y4acTBYeT
B 0COO0OM ILIHKJHYECKOM IepeHOoce 3JeKTPOHOB B 06JiacTH (oTOCHCTe-
mbl 1.

Mexanusm resepaunn ApH ¢ortocucremoir II moxer, no-BuauMomy,
ObITh ONMHCaH 10 aHaJOTHH ¢ 6oJiee H3YUeHHBIM KOMILJIEKCOM GaKTe-
pHAJbHBIX LEHTPOB H (oTocHcTeMOH I,

BeposiTHO TakXe, 4TO H B 3TOM CJiy4ae NPOUCXOAHT TpPaHCMEM-
OpaHHBI/l CBETO3aBHCHMHIH NepeHOC 3JeKTPOHOB (0T Xuai*sso K PQa,
pacnoJioxXeHHOMY 1o APYrylo CTOpPOHy ruapodobHOro 6Gapwepa, Kak
3TO NOKa3aHOo Ha puc. 27, A).

3.3.4. PQH.-NaacTonnaHnH-penyKrasa

Cucrema peakumit Q-uMKJa KaTaJH3MpyeTcss B XJOpPOIJAcCTax
PQHg-nnacrouuanus-peaykrason (komnaekcom bef). Komnaexc co-
Oepdcur no kpaiineii mepe wersipe nosunentuda. TpH U3 HUX cHaGxke-
Hel peiokc-ueHTpamu. 1o yuroxpom f (32 xlla), dsyeemoseiii yuto-
xpom bs (23 xklla) u FeS-6eaox (20 xIla). UerBepras cyGbenuuuna
(17 xI1a) npsMo He yYacTByeT B mepeHoce 3JieKTpoHOB. Cy6be HHHY-
HBI coctaB KoMmnJjekca bgf, a Takxke ¢orocuctem I u Il npusesen B
TabJa. 3.

O6Ga rema B uUTOXpOMe bs XapaKTepUSYIOTCS CHEKTPajbHBIM
a-MakcUMyMoM 1npu 563 M. OHH OTJIHYAIOTCA 10 peAOKC-NOTeHIHa-
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Ta6nnua 3. Monunentuaubit cocras ¢dotocucrem I, 11 n xomnnekca bgf (no 1. Mep-
du, 1986)

CyGbeAHHHI B!
KoMmnJsiekc Ha3paHHe, GyHKLHSA (MonekyasipHble
Macchl), KJa
@orocucreMa 1 A, H A, cBA3HBaHHe MHTMEHTOB { gg 5
FeS. 1
FeSA { {gl
FeSB
®oTtocHeteMa 11 ? 56
? 52
39,5
CBsiznBaHHe NMHrMeHTOB, PQAPQg 39
L{uToxpoM bsge { gg
bef IuroxpoM f 32
Huroxpowm b 23
FeSm 20!
Benok, cBa3biBaouiuil HHTOXpoM bg 17

! MoJleKyJIfipHhie MacChl PacCYHTAHB He MO JaHHWM aMHMHOKHCIOTHBIX NocitefoBaTenbHocTef,
a no snekTpodopesy B NoAeLHICYIbdaTe HATPHA. YTO MOXKET HPHBOJMTDL K OlUHOKe mo 20%.

JaM. T'emnl b, u b, HMelOT cpeaHeTOYeuHble MoTeHUHANH (Em) COOT-
BercTBeHHO 150 u —30 MmB.

CpaBHeHHe aMHHOKHCJIOTHOH NOCJeN0BAaTENLHOCTH LHTOXpOMa bs
H3 XJIODOIJIACTOB LUNHHATA C TAKOBBIMH I[HTOXPOMOB b H3 MHTOXOH]-
PHIl XKHMBOTHHIX, pacTeHHH H rpHOOB BLISIBHJIO CXOACTBO B NMePBBIX (CUH-
Tass ot N-koHna) 200 octatkax. B To ke Bpems cyliecTByeT H siBHOe
pas.iuude, cocrosiiliee B TOM, YTO LHTOXPOM bg CYLIECTBEHHO Kopoue
(211 octaTkoB), YeM MHTOXOHApPHAJLHBIE [[HTOXPOME b (330—385 oc-
TaTKoB). [Ipn 3TOoM O6HapyXuBaeTcs romoJiorusi mexay 17 kJla-cy6n-
enuHuuel KoMmmJjekca bsf u octatkamu 260—353 MHTOXOHAPHAJIBLHOTO
uuroxpoma b. [TosToMy MOXKHO moJsiarath, 4YTo Hekas (GYHKIMS, IPH-
cyuiass C-KOHLeBOH YaCTH MUTOXOHAPHAJBLHOTO LHTOXpoMma b, B XJO-
ponJaacrax BhnosaHsieTca 17 kI a-cybbpeauHue.

Lutoxpom be COREPIKUT nATL OCTATKOB THCTHAHMHA, YeThipe H3 KO-
TOPHIX yYYaCTBYIOT B KOODAHHUPOBAHHH reMoB b; U by. DTH OCTATKH B
nosoxenusx 82, 96, 283 u 198 (B muroxoHapusix —197) NOJHOCTBIO
KOHCEpDBATHBHHI, T. €. BCTPEYAIOTCA Kak B LHTOXpome bg, Tak M BO
BCeX UHUTOXpOMax b MHTOXOHADHH M3 pa3HBIX LAPCTB XKHUBHIX Opra-
HH3MOB. DTH OCTATKH THCTHAHHA BCerja JOKAaJM30BaHL B THAPOGOG-
HbIX CerMeHTax NOJIMINEeNTHAHOH uenH. MIMeHHO WM npHNHCHBAIOT yya-
CTHE B CBSI3LIBAHHH reMoB b; u by,

Ananusz pacnpeneseHHs TUAPOGOGHBIX H THAPOPHIBHBIX aMHHO-
KHC/JIOT B1OJIb NMOJHNENTHIHON LENu LHTOXpoMa be BHISABHJ HaJHYHe
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Puc. 28. T'mnorerHyeckoe
TpaHcMeMOpaHHOe pacno-
JIOXKeHHe ABYX reMoB (BHl-
JleJieHbl XXHPHBIMH JIHHHA-
MH) uuToxpoMa bg (mo
W. A. Cramer et al., 1985):

BEPXHHH W HHXXHHH TeMbl —
cooTBeTcTBeHHO b; 4 by, HO-

Ka3aHa BO3MOXHasli cTaGHan-
3amHsl OTPHIATEJLHO  3aps-
HKEeHHBIX (—) mnpPONMMOHATHHIX
rpynn remMop HaHGoJjiee KOH-
CepPBATHBHBIMH ApTHHHHOBBIMH
octatkaMu (+)

NsATH THAPOGOOHBIX yYacTKOB, CBA3aHHBIX YeThIpbMSl THAPOGHIBHEIMH
oTpeskaMu. brina npensoxeHa Molenb TpeXMepHOH CTPYKTYpHl I(H-
TOXpoma bg, COr1acHO KOTOPOH ero moJunenTun obpasyer nsaTh a-CHH-
paJIbHBIX KOJIOHH, mepeceKawllHX MeMOpaHy.

B 3T10ii Mozmenu yYeTbipe MHBapHAHTHHIX OCTaTKa THCTHAWHA JIOKa-
JIU30BaHp! BO BTOPOH H NATOH KOJIOHHaX, cudTas oT N-koHua. OHH
3aHUMAIOT TaKoOe NOJOXeHHe, YTO JBa reMma :
OKasblBaloTcsl B IHApo¢o6HOil yacTH MeMOpa-

Hhl, OyAyuyd OPHEHTHPOBAHBI NepPHeHJAHKYJIAPHO 99 178
ee NOBepXHOCTH. j—Arg&)(-}\r(—)(ﬂArg

Kaxawii reM b codepkut ABa oOTpHLa- l P
TEeJBbHO 3apsiXKeHHBIX OCTaTKa IpOMHOHATA.

B paccmarpuBaemoil Momesid 3TH TPYNNH Ha- “~«

XOAfITCA INPOTHB KOHCEPBATHBHBLIX OCTaTKOB

apruHHHa, 3apAXKEeHHbIX MOJIOXHUTENbHO (pHC. /"0 \'
28). -~ -=

Paccrosinue Mexny KpasiMH reMoB, corJiac- / |
HO Mofe/H, paBHO 1,2 HM, a MeXAay aToMaMy —o—
XKese3da — 2,0 uM. CienoBaTesbHO, INEKTPOH, <L | -
uTo6bL nepemecTuTsoCa ¢ eema by Ha 2em by, g _/\_ 203
OoNMCEen nepeceub OKOAO NOAOBUHbBL 2udpogob-  (—Argtt) (Clt+lArg
Ho2o bapsepa membparbl.

[TapTHepoM nuTOXpOMa bg B peaKLlHH OKHC-

Jenuss PQH; cayxut xenesocepHHii 6enok
KoMILekca bef, KOTOpHI# YyHKIIHOHAJBHO aHa-
JiornieH kommnoHeHTy FeSiy anxatenbHoil 1e-
nu. OH ellle MaJiO H3y4YeH; CJeAYIOLHI mnepe-
HOCYHK 3JIEKTPOHOB — LIHTOXPOM [ — H3y4YeH
OYeHb XOpPOIIIO.

[TocnenoBaTtesbHOCTL H3 285 aMHHOKHCJIOT,
06pasyouIHX LUHTOXPOM f, ConepKUT pparMeHT
Cys—X—Y—Cys—His, xapakTepHblil 115 Me-

CTa KOBAJIGHTHOTO CBA3bIBaHHS TreMa B IIHTO-

xpoMax Tuna c¢. OH pacnoJsioxeH B objacTu

21—25 or N-konua. His-25 u Lys-145 unu Lys-222 cayxart Jaurasja-
MU XKeJie3a, BXoasiiuero B reM. ['eM Jiokanu3oBaH B 60JbIIOM N-KOH-
IeBoM gomeHe (octatku 1—250), 3KCIOHHPOBAaHHOM B BOAHO€ NPOCT-
paHcTtBo BHYTpH THaakouaa. Octratku 251—270 uMeloT BbIpakeHHBIH
ruipodoOHblil XapakTep H, NO-BUAMMOMY, 006pasylOT «a-CIHPaJbHYIO
KOJIOHHY, KOTOopasi, nepecekasi MeMbpaHy, morja Obl uUrpaTb poOJib
«sikopsi». OctrasibHble 15 amuHoKHca0T OoT C-KOHLA JIOKAaJH30BaHH Ha
BHEIlIHeli NOBEepXHOCTH THJAKOHAHOH MeMOpaHbl W MOryT ObITh yaaJe-
Hbl nporea3aMH. Yuyactok 190—249 Gorat KHCJBIMH aMHHOKHCJIOTaMH,
o6palleHHBIMU BHYTPb THaaKouaa. OHH y4acTByIOT, KaK NoJaraior, BO
B3aHMOJIEHCTBHH C KJIaCTePOM OCHOBHLIX aMHHOKHCJOT LHTOXpoMa bs.
JlecsiTb KOHCepBATHBHBIX OCHOBHBIX aMHHOKHCJIOT Ha OTpe3ke 58—
154, BeposiTHO, y4YacTBYIOT B CBSI3bIBaHHH CJIEAYIOILErO NepeHOCYHKa
3JIeKTPOHOB — I1JIACTOLlHAHHHA.
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CrnekTp UHTOXpOMa [ HMe€eT a-MakcHMYM npu 555 HM. Peaokc-no-
TeHI[HaJ 3TOro IHTOXpoMma paBeH 365 MB.

Cpenuuii auaMerp KOMIIeKca bsf cocTaBisieT BeJHUHHY NOpsiAKa
85 um. KoMmniekc ck/JOHeH K auMmepusauuu. llosazaror, uro 8 npu-
podHoii membpare Komnaexc cywectsyer 8 sude dumepa.

Caeayer ormeTuTh, uTo PQHy-naacroyuanun-pedyxrasa — medren-
Hoe u Haubosee YA3B8UMOe 38eHO (HPOTOCUHTETUHECKOU pedoKC-yenu.
Bxox B Q-uuka ot ¢otrocucreMn Il 610KHpyeTcst MOIIHBIM TepOHIH-
JIOM nuxJjopdeHHIAUMEeTHITHOMOYEeBHHOH (nuypoHoMm). OnpeneieHHbIE
tane Q-UHMKJIa YYBCTBHTEJBHb K AUOGPOMTHMOXHHOHY H N-oKcHIy
2-renTHj-4-okcuxuHoauHa. [locnenHne nBa siga TOpMO3AT Q-LHKJ
TaK¥Xe B MHTOXOHAPHSIX H OAKTEpHsX.

WHruGHTOpHBIH aHaJH3 peAOKC-LeNH THJIAKOHIAOB OCJOXKHSETCs Cy-
LleCTBOBaHHEM NyTell INepeHoca 3JeKTPOHOB, aJbTepHAaTHBHHIX TJaB-
HO#l HeUuKJH4yeckoi uenu (cM. puc. 27). Hapsiny ¢ uMK/IHYeckKHM Ie-
pPEeHOCOM 3JIEKTPOHOB BOKpPYTr ¢oTocucteMHl I, a Takxke, BO3MOXHO, H
¢otocuctemn Il cienyer ynoMsiHyTh BO3MOXKHOCTh TOI'O, YTO JBE (O-
TOCHCTEMBl MOTYT OBITb CBSI3aHBl APYT C APYroM H 6e3 yyacTus Q-UHK-
Jga. Jlas 3TOro AOCTATOYHO MPEAINOJIONKHTb, YTO B HEKOTOPBIX YCJIOBH-
Ax oba 3nexkTpona, noctynaiomue Ha PQ, nocraBasioTcs (OTOCHCTe-
moit I u 0ba ssexTpona, cHumaemble ¢ PQH. akuentupyiotcs ¢oro-
cucremoii [. Takoe npeamno/sioxxeHHe He KaxKeTcsi HEBO3MOXKHBIM, €CJIH

o + o
ydecTb, 4T0 X/1%¢g0 — CHJIBHBIH BOCCTAHOBHTENb, a X, ~— MOLILHBIH
OKHCJIHTE/JIb.

3.3.5. Cyns6a AuH, o6pasorannoii (oToCHHTETHUECKOI
PENOKC-LENbIO XJOPONJacTOB

Turakoudet XA0pONAGCTOB BBLINOAHANT AUUlL 08e (YHKYUU: 80C-
crarnogienue HAD+ u cunres ATD, onocpedosanmslii obpa3osaru-

em u ucnoavzosaruem ApH. T1o3ToMy MOXKHO AymaThb, YTO 3HEPrus

ApH kosndectBeHHO mnpeBpaulaercs B 3Hepruio ATQ® nocpeacTBOM
H+-AT®-cuHTa3sH.

s THNAaKOHAOB HeT HeoOXOAHMOCTH COBepLIaTh OCMOTHUYECKYIO
paboty no TpaHcnopTy MeTab6O0JHTOB, NOCKOJBKY BHYTPHTHJIAaKOUAHOE
BOAHOe IIPOCTPAHCTBO SBJSETCH O CyLIECTBY <«3IH3HMATHUECKH IyC-
ThiM», EQHHCTBEHHBI{I 3HauuTeJEHBIHi mpouecc, NPOHCXOASIIHA Ha
BHYTpeHHeii MOBEepXHOCTH THJAaKOHAHOH MeMOpaHbl, — (POTOJIH3 BOJIBI
¢ obpa3oBaHHeM MOJEKYJsApHOro Kucaopoia. Mem6paHa He MOXKeT
ObiTh 6apbepoM Hu auss cyOctpaTta 3Toil peakuu (H;O), Hu nas ee
npoaykra (Op). Uto kacaercs npespaiueHus AILO u &g B ATO u
HAIL®+ 8 HAI®H, T0 06a 3Tu mpouecca j10KalH30BaHb Ha BHELIHeH
JIOBEPXHOCTH THJAKOH/A.

O6paTHbI NepeHOC 3JeKTPOHOB NMPOTHB TpajHeHTa perOKC-NMOTeH-
LHaja B THJAKOMAAX OTCYTCTBYET, NMOCKOJIbKY NpPOO6JiEMY TreHepamuu
«BOCCTAHOBHTEJILHOH CHJIBI» OHH peraioT, o6pazys HAIHDPH meyuk-

JHYEeCKOH uenblo. B xsopomsacTax Her Takux mNoTpe6HTeel A;IH,
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kKak Ht-moropel, Bpamaiomne ¢Jaressl GakTephii (0 BO3MOKHOM
HCKJIIOYEHHH H3 3TOro NnpaBuJia CM. pasi. 5.3.4).

Konb ckopo B TH/aKOHAax €CThb TOJBKO OAHA ApH-3aBucumas

¢yHKUHs, OTHajaeT Heo6XOQMMOCTh CTa6GHJM3HPOBATh ApH B TOM
CTENeHH, KaK 3TO OOBIYHO NMPOHCXOAMT y GakTepuil. TeM He MeHee TH-
NAKOHH pacrnosiaraloT BO3MOXHOCTbIO CTaOHJIH3HPOBaThL 10 H3BECT-

HOW cTeneHu yposeHb ApH. Jlejo B TOM, yTO ux MemGpaHa NpOHH-

hv hv
dorocuctema I KomMnnekc b5f dotocmucTema

\ ‘
&
| N [

ATO

Puc. 29. [IpeBpainenne sHepruu B MeMOpaHaX THJIAaKOHZOB

naema aJss wonos Cl—, K+ u Mg?+. TpaHcnopT 3THX HOHOB IO 3JI€KT-

pHuecKOMy rpaaueHty, o6pasyemomy ApH-reneparopamu, npHBOIAHT
K npesBpaiuenuio Ay B ApH. ITockonbky B ¢popme ApH moxno sanac-
TH HaMHOro GoJiblile 3Heprud, ueM B A¢p (cMm. pasa. 6.3.1), mepexon
Ay—ApH noswillaer o6llee KOJHYECTBO «MeMOpaHHOH» SHEPrHH B
cucteMe. Takoil 3ddekrT MoxeT cTaOHJIH3IHPOBATH CKOPOCTbL CHHTE3a
AT® xnoponsactaMH B YCJOBHAX KoJeOaHMH OCBELIEHHOCTH, 4acCTo
NPOUCXOASIIUHX B MNPHPOAHBIX ycaOBHAX. OOWHMIA mnnaH 3HEPreTHKH
THJIaKOMWJa IpeAcTaB/JieH Ha puc. 29.

Ilocaennuit cyulecTBeHHBIH MOMEHT, KOTOPHIH cCJielyeT OTMETHTb
NpH pacCMOTPEHUH 3HEpPreTHKH XJOpOIJacTOB, COCTOHT B TOM, YTO
H+-AT®-cuHTasza MoxeT OTCYTCTBOBATb B Tex obJacTfx, rie meMmbpa-
Hbl JBYX COCEIHHX THJAKOHIOB TECHO NpH.JeraiT Apyr kK apyry. Ta-
KOH 3¢ ¢eKT BO3HHKAET NPH YCJAOBHH, UYTO THJIAKOHJbB HaxoAsTCa B He-
HalyxleM COCTOAHHH, T. €. HMelOT IHCKOBHAHYI0 ¢opmy. B stom cay-
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yae MeXIy THJIAKOHIaMH OCTaercsi JiHIIb OYeHb y3Kas wuiesib. I1oka-
3aHO, YTO B JAHHOM cocTosiHUH MoJiekyan H+-AT®-cuHTasbl CKOH-
LleHTPUMPOBaHH Ha CaMBIX KpasaxXx JAHCKa, OOpallleHHbIX B CTOPOHY
xJoponaacra, H (rnaBHeiM o6pa3oM) B MeMOpaHax JlaMeJu, JaJIEKO
BHICTYIAIOIUX W3 PaH B cTpoMy. Jlamessnl npeacTaB/slOT co60OH, B
CyIIHOCTH, NPONOJIKEHHe HEKOTOPhIX H3 THJAKOHAOB. JlaMeJsbl conep-
kaT ¢orocucteMy I, B TO BpeMsi Kak B THJaKOHAax ecTb obe ¢oro-
cucreMbl. Co3gaercs Breyat/ieHHe, YTO JaMeJJbl CHNEIHAJH3HPOBAHEI
Ha cHHTe3e AT®, conpsKeHHOM C LHKJIHYECKHM NEPEHOCOM 3JIeKTPO-
HOB BOKpyr ¢orocucreMn I, H He cnoco6HH K (OTONH3Y BOABI H BOC-
craHoBieHuto HAJI®+ (3Tu gBa npoluecca npoTeKaiOT B THJIAKOHAAX).

Hro6ml o6paszoBath AT®, renepupyemass tunakouaoM ApH nponxHa
O6LiTh NlepenaHa BAoJIb MeMOpaHbl B JaMely, TAe JIOKaJ/JH30BaHa
66bllas yactb MoJsiekys HH-AT®-cuHtassl.

Ecnu TuaakoHab HaxoasiTcss B HabGyxXIIeM COCTOSIHHH, TO MOJIEKY-
Jpl HH-AT®-cudTaspl AHGGYHAHPYIOT U3 JlaMeJslJl B THJIAKOHAbl H PaB-
HOMEpPHO paclipefeJiloTcA MO Bcell cHCTeMe BHYTPHXJIOPOINJACTHBIX
MeMOpaH. BoJsiee aerasbHOe OOCyXKAeHHE 3TOI NMPOOJIEMEl H COOTBET-
CTBYIOIIIHE CCHJIKH 6YAYT AaHH B pasa. 6.2.2.

Bce 3T paHHble MOryT GbITh OTHeCeHHl M K THJIAKOHAAM I[HAHO-
6akTepuii, NpeACTaBIAIOMIUX cOO0il 3BOJIOIHOHHbIE NpPeLIeCTBEeHHHKH
XJjoponJsactoB. B 3ToM cayyae HeoOXOAHMMO JiHIUBb AONOJHUTBL CXE€MY
Ha pHC. 29 nblxaTesibHOH Lenblo, KOTOpas y HHaHOOAaKTepHH HaXOIMT-
Csi B TOH Xe THJAKOHAHOH MeMOpaHe, 4TO M (POTOCHHTETHYECKasi pe-
Jokc-uenb. (¥ pacteHHil abixaTesbHasy llelb BblHECEHA B MHTOXOHI-
pun.) BsaumopneiicTBHe nbixaTrenbHOil H (OTOCHHTETHYECKOH 1enew,
obcayXuBaeMbix Ha CpPeAHHUX CBOHX y4acTKax OJHHMH H TeMH XKe
KOMIIOHeHTaMu Q-lHukKJa, 6yneT paccMOTpeHO B pasi. 3.4.4.

3.4. JlvixaTeJibHas IieMnb

Tepmun «AbixatesbHas LeNb» HCIOJL3YVIOT N5 ONpeAeJsieHHs Mo-
CJIeA0BATEJbHOCTH peakKlHil, OTBETCTBEHHBIX 3a IepeHOC aTOMOB BOAO-
poAa HJH 3JIEKTPOHOB OT cyOCTpaTOB K MOJIEKYJSIPHOMY KHCJOpPOALY.

Pasauyaior dsa Tuna osixareasvrulx yenel: conpaxceHHsle ¢ TPAHC-
dopmayueri 3nepeuy u He conpsscentsle ¢ Heil. BuoJsoruueckoe 3Haye-
HUe AbIXaHusi IepBOr0 THMaA CTajo sAcHBIM O6naarogapsi paboram
B. A. Durenvrapara, otkpbiBllero B HauyaJsie 30-X T'OAOB [bIXaTeJb-
Hoe ¢ochopuianpoanue. UTo Kacaercss gblXaHHsi BTOPOrO THIa, TO
TlepBble YKa3aHusi Ha ero akTHBHYIO pOJib OBLJIH IOJIYYEeHBbl NOYTH Ha
30 ner mo3xe. KoHluenuusi, mpeamnosaraiouiasi, YTo HeCONpPAKEHHOe
AbiXaHHe MoXeT ObiTb OHOJIOTHYeCKH INOJe3HbIM, GHa chopmyaHpo-
BaHa aBTOpoM B 1960 r.

3.4.1. NpuHuun neHCTBUSA

B kJeTKax 3yKapHOT AbixaHHe, coNpsixKeHHOe ¢ TpaHchopManuei
3Hepruy, JOKAaJH30BaHO BO BHYTpE€HHeli MeMOpaHe MHTOXOHAPHH.
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Y apiwamux 6akTepHil TOT Xe mnpouecc oOHapyXKHBAe€TCss B LHTOIJIA3-
MaTH4ecKoii MeMOpaHe, Me30COMax HJH THJaKOHAaX.

HAJIIH-Oxcudasnasn cucrema, karasusupyroujas oxkucaenue HATH
Kucaopodom, npedcrasasier coboll 2NABHbIL MEXAHU3M CONPANEHHOU
ObLxaréabHol yeny. Jta cHcTeMa, NOKa3aHHas Ha puc. 30, BKJIOuYaeT
Tpu ¢epMeHTHEX KoMmyekca: HAJIH-KoQ-pedykrasy (kommnaekc I),
KoQHswyuroxpom c-pedykrasy (kommiekc bcy, unu xommaekc III) u
yuroxpomorkcudasy (kommuaekc 1V).

Eme oaun KomnJjekc: cykuunat-KoQ-penykra3a (CHHOHHMBL CYK-
LHHaTAerHaporedasa, uau kommnJekc II) nepeHocHT BOgOpOm OT CYK-
nuHata Ha KoQ 6e3 yuactus HAJI*. Dta H3o3HepreTH4Yeckass peak-
IlUsi, He CBA3aHHasi ¢ mpeo6pa3oBaHHeM 3Hepruu, He 6yner paccmar-
pHBaTbCs B JaHHOM KOHTEKCTe.

Kak nokazaHo Ha puc. 30, nocnenoBaTesJbHOCTb PEAKIHH AblXa-
TeJIbHOH UenH HayuHaetcs: okuciennem HAJIH. B nponecce yyacrtBy-
er HeckoJbko peaokc-ientpos HAJIH-KoQ-peaykTasHoro komimJekca:
®MH u, no-BuauMomy, nsate FeS-kaactepoB, o6o3HadyaeMbix FeSila,
FeS1b, FeS2, FeS:3 u FeS4. HAIIH-KoQ-peaykraza BOocCcTaHaBJIH-
Baer KoQ. INonyuennsit KoQH, oxucasercs cHcTemo#i Q-1HK.a,
BkJwoyvatouteit FeS-knacrep komnnekca III (FeSin) # aBa rema nwu-
TOXpoMa b (BbICOKOMOTEHIHAJbHBIH bp M HH3KONOTEHUHAJbHBIH b).
HenocpencrBenHbiM akuentopom 3JekTpoHoB nas KoQHp cayxur
FeSi1. Ot FeSyp 3J€eKTpoHbl 1OCTYNalOT Ha IHTOXPOM C; H aJjiee Ha
nutoxpoM c. IocneaHwuii Henosib3yeTcsa Kak BOCCTAHOBHTEb KOHEYHOIO
depmenTa abixaTeNbHO LENH — LLHTOXPOMOKCHAA3bl, HMEIOIIEeHd B CBO-
€T coctaBe fABa rema (a u as) H aBa atoMa Cu. lluToxpomokcupnasa
BOCCTaHaBJIUBaeT KHCJOPOJ [0 BOAML.

Ilpoyecc oxkucaenus HAJIH KucaopoOom modxcer 6biTo CONPAHCEH
¢ nepenocom 10 uonos H*+ uz muroxondpuassnoeo marpuxca (y 6Gak-
TEepUH — U3 ILUTONJIA3Mbl) 8 MeHMemOpanHOoe NPOCTPAHCTBO MUTO-
xoHOpuu (y Gakrepuii— B nepunsasmy). Kascleii us xomnaexcos I,
III u IV cam no cebe cnocobewn Tpawcaoyuposars uoHst H+ uepes

membpany u noromy moxer GeiTo oTHecen K (hepmenTam — ApH-zene-
paropanm.

3.4.2. UCTOYHHUKH BOCCTAHOBMTEJbHLIX 3KBMBAJEHTORB

BoccTtaHoBuTeIbHbIE 3KBHBAaJIEHTHI MOTYT MNOCTyNnaTh B JbIXaTeJlb-
HYI0 Llenb Ha Pa3JIMYHBIX €e YPOBHAX B 3aBHCHMOCTH OT peINOKC-IO-
TEeHLHana OkHcJssieMoro cybcerpata. Ecam 3TOT noteHumnan okasbiBa-
€TCcsi MeHblle, paBeH HWAH JHLIb HeMHOrHM Gouablle —0,3 B (penokc-
notenuuan napel HAILIH/HAJIt), TO B OKHCJIEHHH TaKoro cybcTpaTta
MOXeT y4yacTBOBaTb BCS AbiXaTeJsibHasi leMb.

HMmenHo Tak okucssiercss GOJBLUIMHCTBO cy6eTpaToB AbixaHus. Uac-
10 HAl* cayxur HenmocpeiacTBeHHbIM OKHCJHTeJeMm cy6erpata. [IpH-
MepaMu MoryTt ObITb ABe (H3 4YeThIpex) peaKlHH [AerdporeHHU3aluH
B LukJe Kpebca (OKucseHue H3OLMTpaTa H MaJjlaTa); BTOpasi peakilus
JernporeHH3allHi B CHUCTeMe B-OKHCJEHHs XKHUDHBIX KHCJOT (OKHcJe-
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Hie 3-okcHauuJ-KoA); TIMKOJHTHYECKAass OKCHAOpPEAYKUHs (OKHCJe-
Hue 3idochoraniepuHOBOro aJjibAeruia), a TaKxXKe OKHCJEHHE JaKTa-
Ta, B-okcubyTHpPaTa H HEKOTOPBIX APYTHX CyOCTpPaTOB.

enkux cayyaax HAJII®+, a He HAJIt cayXHT OKHCJIHTeJeM
cyberpdra. Obpasylowuiicn HAJ®H MoxeT 3areM BOCCTaHOBHTH
HAJI+ jocpenctBoM TpaHcrHaporeHasHoi peakiuud. OaHako 3TOro He
MPOHUCXJAUT B 3HEPrH30BaHHOK MeMmMGpaHe, TaK KakK (pepMeHT TpaHc-

ruaporefasa sBJgsiercss norpeburenem ApH, npeificTBylomuMm B Hampas-
geand HAJJH—-HAJ®t (cm. pasa. 5.1.3). Ilo stoit mpuunne HAJI®H
OOBIYHO |HEe NOAKJI0YaeTc K JbIXaTeJbHOH TENMH, a HCIOJIb3yeTcsi B
peakUHsX BOCCTAaHOBHTEJbHBIX OHOCHHTE30B.

Ecan pemokc-noteHunas cyGcTpaToB OKHCJIEHHI HaMHOro OTpHIa-
TeabHell Takooro napst HAIOH/HAI*, To cneyuansroui mexanusm
HAaKONAeHUs 3Hepeuu moxer 6oiTo BKAIOYEH 8 CUCTeMYy neperoca 80-
odopoda euwje 0o OvixareasvHoli yenu. VI3BeCTHH aBa BaXKHHX IIPHMepa
TAaKOro pona MexaHH3Ma. IDTO AerHporeHas’bl KeTOKHCJOT: a-KeTo2AaYy-
Taposoli w nuposurozpalroti. B mpolecce a-KeTOrJyrapaTaersapore-
HA3HO# peaKLMH 3Heprusi, BHICBOOOXKAaIOILAsICA IIPH MepeHoce BOJO-
pona c a-Kerorayrapata (penokc-noreHunan —0,67 B) na HAIH,
HcnoJb3yercsi, 4To6u o6pasoBate I'T® w3z I'IP u ¢ochara. Anano-
rHYHas peakuusi B cJydYae nupyBaTa (pemokc-notreHunan —O0,7 B)
TaK¥Xe conpsixkeHa ¢ BocctaHoBsennemM HAJlt, Ho BricBOGQX)aarouias-
Csi 3Heprusi HCHOJb3yeTCcs AJs aueTHIHpoBaHHg KoA mnocpeiacTBoM
aueTHJBHOH rpynnsl, o6pasyolleiicss H3 NHPyBaTa.

Takoro THna peakluH OTHOCAT K pa3psjly HPOLECCOB TPAHCHOp-
mayuu 3vepeuu Ha yposwe cyberpara (cyberpaTtHoe (ocdopHIHPOBa-
HHe B cJyyae q-KeTOIJlyTapata H alleTHJIHpOBaHHE B cjydae NHpyBa-
Ta). [JauKosHTHUECKAs: OKCHIAOPEAYKIHS — elle OJHH INpHMeEp Cyo6-
cTpatHOro ¢ocopHIHpPOBaHHS.

Bo Bcex 3Tux ciayyasax MeXxaHu3sM TpaHcOpMaUHH SHEprHH 3Hauu-
TeNbHO OTAUXAETCs OT TaK08020 8 (oTocunre3de u Oovixanuu. Ilns ero
OCyIlIeCTBJIEHHs He TpeOyloTcs MeMOpaHbl; OH MOXeT ObITh NMPOAEMOH-
CTPHPOBaH B BOAHOM pacTBOpe COOTBETCTBYIOIIHX cy6cTpaToB, ¢ep-
MeHTOB H KO(akTopoB. OKHCJIHTENBHBHIH MpOLEecC MPHUBOAHT K CHHTE-
3y BBICOKOIHEPreTHYeCKHX COEIHMHEHHI], oépasoBaHHblx IIPOAYKTOM
OKHcJIeHus1 cy6cTpata H (YHKUHOHAJIBHOH rpynnofi ¢oepMeHTa HJH KO-
tepmeHTa.

Ecaun penokc-noreHuuas cy6cTpata 3HaUHTEJbHO HHXKE, 4YeM Y
HAJI, BocctaHOBHTE/IbHBEIE SKBHBAJIEHTHl EPEeHOCATCH Ha CPefHHIl HJIH
KOHEUYHBIH y4YacTOK AbIXaTeJbHOH LenH. Tak OKHCJAIOTCA OAHH H3 cyb-
crpaToB uukJaa Kpebca cykuuHat (pemokc-nmotennuaa -4-0,03 B), a
TaK¥Xe alnJ-KoA — cy6eTpaT TepBOH OKCHAOPEAYKLUHH B CHCTEMe
B-oKHcJleHHa XHPHBIX KHcnoT. W cykuuHat-, W anuia-KoA-gernapore-
Ha3bl NHTAIOT 3JIEKTPOHAMH JIBIXAaTe/NbHYIO Lelb Ha ypOBHE KOMILJIeK-
ca bc.

B odeHb peaKHx cay4asix pelOKC-NOTEHIIHAJ OKHCJ/ISIeMOro cy6cer-
pata 6osee moJsioxHTeseH, yeM y KoQ. Torma BoccTaHOBHTEJbHEIE
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YKBHBaJIEHTHl BXOASAT B lieNb Ha ypOBHEe IUTOXpOMa ¢, TakK 4YTO TOJib-

Ko LHTOXpOMOKcHAaa3Hbii ApH-reneparop y4actByer B TpaHcdopma-
uuy 3Hepruu. [IpuMepom Takoro posa MoXeT cAyXHThb OKHCJIEHHe ac-
KOpOHHOBOiI KHCJOTH, Huxke npuBelleHH OKHCJUTEJHLHO-BOCCTaHOBH-
TeJIbHble MOTEHLHAaJbl HEKOTOPHIX KOMIOHEHTOB, HMEIIUHX OTHPLICHHEe
K AbIXaTesbHO# lend (NMOTeHUMassl mnosyBoccTaHoBJeHust (Ho') Ha-
MeperHnl npu pH 7,0 Bo Bcex caydasax, kpome nutoxpoMa b, M KoQ,
rae pH=7,4).

Pedokc-napa Ey.B

OH.+H+/H,;0 1,35
1/2 O,/H,O 0,82
Fe3t+/[Fe2+ 0.77
Geppunuaiui/deppounanus 0,43
NOa—/N02_ 0,42
LluToXpoM co/UHTOXPOM Cx 0,25
MeTtreMoryo6uH/reMorao6uH 0,17
KoQ/KoQH, 0,05
Herunpoackopbat/ackop6at 0.08
&dyMapat/cykunHaT 0,03
MetunenoBas cuib (MC,/MCs) 0,01
a-Keroranyrapat+NH,+/rnyramat —0,14
Okcanoauerat/mMajar —0,17
IMupyBat/nakrat —0,19
I'ayTaTHOHo /TNy TATHOHR —0,23
Aueroanerat/p-okcr6yTHpaT —0,27
1,3-Irdpocdorauuepar/ (I aunepaabaernn-3-gocdart+ —0,29
+ Dy

JInno)aT/ﬂ.nmnpo.n HI0aT —0,29
HAI+/(HAOH4HY) —0,32
HALO+/(HAL®H+H) —0,32
(IMupyBat+CO,) /ManaT —0,33
H+/1/2 H, —0,42
0./05 —0,45
a-Kerorsryrapat/ (cykuunat+COy,) —0,67
IMupysat/(auerat+COy) —0,70

3.4.3. HALH-KoQ-Penykra3a

beaxoBbiii coctras H pepokc-ueHtpol. IIpobsema 6eskoBOro cocra-
Ba HAJIH-KoQ-penyktrasn (komnJjiekca 1) n0 cux mop He pelleHa.
B xoMmIjekce HacUYWTHIBAOT N0 26 NOJHNENnTHAOB, TaK 4TO ero obiuas
Macca oka3smBaetcsi nopsaaka 700—900 k[a. OpHako kKOMIJIEKc yna-
eTcs pasfeJuTh Ha (parMeHTHl, KOTOPble COAEPXKAaT HECKOJLKO MEHb-
Ile IOJIMNENTHAOB, HO BKJIOYAIOT Bce pejnokc-rpynnu: ®MH u okono
20 aToMOB HereMoOBOro xejsiesa (xkeJje3ocepHbie KJacTephl KOMILIEKCa
I, o6o3nauaembie FeSy).

Cuutalor, 4T0 OGOJBUIHHCTBO pPEJOKC-LeHTPOB CBfI3aHO C JBYMA
¢parmenTaMu komiiekca: ¢yiaBonporenHom (®n), uaun HAJH-nerua-
poreHa3soii, u xesesobesikom (I/P). Ilepsuit conepxur ®PMH u Heko-
Topele U3 FeS-ksnacrepoB, B TO BpeMsi Kak B COCTaB BTOPOro BXOIASIT
ToJbko FeS-knacrepH.
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dparMmeHT On COCTOMT H3 TPEX MNOJHNENTHAOB B COOTHOLUCHHH
1:1:1\(maccew 51, 24 u 10 kla). Ox kataausupyer okucaedue HAJLH
HEKOTOPbIMH HCKYCCTBEHHBIMH aKLENTOPaMH 3JICKTPOHOB, HO He [MpH-
poaHeIN akuentopom KoQ. Tsxenasn cybbeaunnua cssawiBaer HAJIH.
Ona cojepxur ®MH u uvetnipe aToma xkene3a. [lepeHoc Bogopona ot
HAIH x ®MH crneuunduuecku TOpMO3UTCH peHHOM (4,4-AMOKCHaHTpa-
XHHOH-2tKap6OKCH.JIaTOM ).

Cpennss cybbenuHula, BHAMMO, cOAePXKHUT FeS-kjactep ¢ aByMmMs
atoMaMui xeJsiesa. Eile aBa FeS-kiacTepa, cBf3aHHBle ¢ 00JbLIOH
cyb6benuyivueii ®n, obosnauarotr FeSila u FeS;1b. Ux penokc-nores-
IIHaJbl cOCTaBJsAIT cooTBeTcTBeHHO —0,37 U —0,22 B.

B memOpane ®n HenocTyneH JJs rHAPOQHJBHBEIX MOJH(HKATOPOB
O6eska. CJyienoBaTeJbHO, OH AOJKEH OBITb MPHKPHIT APYTHMH O€JiKOBHI-
MH cyObeauHUuLaMH UNd ¢(ochONUNUIaMH.

IlepeuyHasi cTpyKTypa cpenHeii cyOGbeaMHHULLI HE HMEET JOCTaTO4Y-
HO MPOTSIXKEHHBIX THAPOPOOHEIX moOcJjenoBaTebHOCTEH, 4TOOH nepece-
KaTb MeMOpaHy.

®parment [P copepxut 6 nonunmentupoB (75, 49, 30, 18, 15 u
13 klla) u 12 atomoB Fe. CymecTtByloT naHHble, uto Bce FeS-kiacre-
pul /P conmepxart no 4 atoma KeJesa, T. €. BCero YucJjo 3TUX KJacTe-
poB paBHO TpeM. CUHTAIOT, YTO ABa H3 HUX ACCOLUHPOBAHH C 75- H
49 xJla-nonunentuiaMH, a TPeTHH — C 3KBUMOJISIDHBIM KOMIIJIEKCOM
cy6pennHun 30 u 13 klla. Penokc-norennuane Bcex FeS-knacrepoB

B [P mnoxoxu (okonso —0,24 B). Onun u3 kaacrepo (FeS;3) soka-
Ju3oBaH BOsH3u OMH.,

75 xJla-cyOvenununy ¢parmenra /P ypaercsd NOMeTHTh CBETOAK-
TUBHpyeMbM npou3BogHbiM HAJIl+. CrnenoBatenibHO, OHa pacrnoJioxkeHa
BOJIM3H TsAXKeNoH cyOobenununbl ¢pparMenta dn. OTaesnbHbe YUacTKH 7D

H 49 klla-cybbenunun obpaiuenbl B BoaHy (a3y. Oba nmonunentuaa
nmepecekalT MeMOpaHy.

Kak ®n, Tak u /P MOXHO nepeBeCTH B pacTBOpP XaOTPONHBIMH
areuraMi. Ha pomo ®n u /P npuxoautrcs 30% ot obuiero Genka
koMmnJsekca [. Ocratok He ypaercss conob6usnpoBatb. OH COAEPKHUT
FeS-knactep c¢ penokc-norennuasom okoso —0,02 B (FeS:2),
KOTOPHIil NMPEeNNOoJOKHTENbHO HIpaeT poJib BoccTaHoButesns KoQ. Ilo-
Jaralor, 4to Mexay FeSi2 u KoQ n10kanu3oBaH yuacTOK TOPMOXKEHHS
KOMIIJIEKCa pPOTEHOHOM, MHPHIIHAHHOM, OapOHTypaTaMH H HEKOTODHIMH
aHaJioramu KoQ.

Corsacio mocsienHuM paboTaM, BHIIOJHEHHBIM Ha MHTOXOHIPHSAX
yesoBeka W Heilipocnopn, B HAJIH-KoQ-penykrase conepkKHTCS He
MeHee IIeCTH THNOB MMOJIMIEeNTHAOB, KOTOPBIE KOAHPYIOTCS MHTOXOHI-
pHaJbHEIM T€HOMOM H, CJ€40BaTeJbHO, CHHTE3HPYIOTCS B MUTOXOH]-

pusx. He meHee oauHHamuaTH APYrHX IMOJMNENTHAOB KOAHPYIOTCH B
siipe H CHHTE€3HPYIOTCH B LIHTOMJIa3Me.

Fenepauusi pAH. Ilpennonoxenue, uro HAIIH-KoQ-penyxrasa

cnoco6Ha renepupoBath ApH, 6b1s10 Beickazano I1. MutuesioM, Hexons
H3 HaJuuus cHHTe3a AT® B 3ToM MecTe ObIXaTesbHOR 1enu. B yact-
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HocTH, JIk. Illauem u . PakepoM Owijio HaiineHO $HocHOpHIHPOBAHHE,
conpsikenHoe ¢ okucaenveM HAJIH nocpeiactsom KoQ B cyGmuTO-
XOHJpUaJibHLIX NMy3bIpbKax. I'pynnoii aBTopoB OBIJIO YCTAHOBJIEHO, YTO
okucaenve HAJIH ¢ymapatom renepupyer Ayp Ha MemOpaHe CyOMH-
TOXOHJPHAJIBHBIX MYy3bIPLKOB.

B HAJH-KoQ-penyKkTa3HelX MNpoTeOJHNOcOMax Obly BbiABJIEH
TPAHCNIOPT NMPOTOHOB, conpsixkeHHu ¢ okucaenneM HAJIH. Ecjin mpo-
TEOJHIIOCOMHE cojiepxand ewe H HT-AT®-cuHTasy, TO OKHCJEHHE
HAJIH conpoBoxpaanock cuHTesom AT .

Buyo onucaHo Takxke obpasosanme ApH Ha yuactke ' Mexny

HAJIH u KoQ (crexuomerpusi H+/e okono 2).

[IpHHSB BO BHHMaHHe pEeAOKC-NIOTEHLHAJbl NMEPEHOCYHKOB 3JIEKT-
pOHOB H Bomopoaa, Bxoasiiux B coctaB HAJIH-KoQ-penykrasHl,
MOXHO OBLJIO Obl PACHOJIONHTh 3TH NEPEHOCYHKH B BHAE TakOH JiH-
HEHHOH 1OCcJe10BaTebHOCTH:

- —— | 13 - — a-—-O—K
HA Qhie==@MH=-=+25 "3 =y (Fesb, Fes;3, FeS & ~~y FeS; 2=~ Kol 14
AG AG

IlepBhie nBa 3Tana 3TOl MOCJENOBATEJbHOCTH peakuuil, a Takxke
NOCJIeIHHH H3 HHX NPOHCXOAAT 0e3 CylIeCTBEHHOI'0O H3MEHEHHs CBO-
O0nHOII 3HEPrHH, TaK KaK pEeNOKC-NOTEHIHAJh BOCCTAaHOBHTEJIEH H
okHcsHTeser OsM3kH. YUTo Kacaercs aBYyX APYrHX 3TamnoB, penokKc-
NMoTeHIIHaJ AJis BOCCTaHOBHTeJ s OKashiBaeTcs Ha 0,15—0,22 B 6onee
OTPHILATE/IbHBIM, Y€M TAKOBOH nJisi okucJurens. [103ToMy HMEHHO 3TH
JBa 3Tana MOTyT y4YacTBOBaTb B TpaHc(poOpMalHH 3HEPIHUH.

CucreMa peakuuil B ypaBHeHHH (14) npeanoJsiaraet HaJHYHE ABYX

ApH-reneparopoB Ha nytu or HAJIH k KoQ. Ilpyras BO3MOKHOCTb
COCTOMT B TOM, 4TO T€HepaTop TOJBKO OJHH, HO OH OpPraHH30BaH MO-

J00HO Q-1LHKJY, TaK YTO IIEPEHOC OJHOTO € COMpPSAXEH C TPaHCMOPTOM
aByx H+ uepes meMOpany (cxema F-uukiaa).

CJ10XKHOCTb CTPOEHHs, MpHCYllass MUTOXoHApHa bHoit HATH-KoQ-
penykrase, He eCTh HellpeMEHHOe CBOHCTBO 3TOrO CErMEHTa JbIXaTeJlb-
Hoii nenu. Tak, cywectByer MHenue, uto HAJIH-KoQ-penykrasubiit
ApH-renepatop E. coli cOCTOMT M3 €IHHCTBEHHOro MOJIMIENTHIA, He-
cymero ®PAJl BMmecto ®MH. Pepment ycToiiuuB Kk poreHoHy. B ana-
5pOOHBIX HJIH a3poOHBIX YC/IOBHAX, HO MpH HeXBaTKe cyJbdaTa B cpe-
Ae pocta mexaHusM okucsenus HAJIH yTpauuBaer cnocoGHOCTh reHe-

pupoBath ApH.

B 1o ke Bpems HAJH-KoQ-penyktasa us Paracoccus denitrifi-
cans 4yyBCTBHTeJNbHa K poTeHOHY. OHa conepxur FeS-ueHTph, Hamo-
MHHAIOIHE MUTOXOHJpHaJbHBE. B cocTaB ¢epMeHTa BXOJIHMT HECKOJIB-
KO MOJIMIENTHIOB, HMEIOIIHX OOLIHe AHTHrE€HHbIE JETEPMHHAHTH C
MHTOXOHAPHAJIbHEIM KoMiyleKcoM . CyllecTBYIOT NaHHBIE, 4TO OTHO-

menue H+/e nnsi pepmenta us P. denitrificans 6nuxe k 2, ueM x 1.
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Bwnio 6b 3aMaHuHBBIM npeanoqoxHtb, 4yto HAJIH-KoQ-penyk-
Ta3HB{l CErMEHT IEeNH MOXET OLITh OPraHH30BaH TpeMs Pa3JHYHBIMH
cnocofamu: 1) cBo6oaHOe OKHCJeHHe 6e3 Kakoi Ol TO HH ORLIO

renepak&m ApH (aHaspo6Hble MJIH BBHIpAIUEHHBIE [pH HeAOCTaTKe

cyabpara kaerku E. coli); 2) conpsikeHHoe okucieHue ¢ HY/e=1 u
JIHHEHHO!H TNOCJeN0BaTeNbHOCTRIO peakuuil (aspobHuie kiaeTku E. coli

6e3 neduuuta cysapdpara) u 3) conpsxeHHoe okHcieHHe ¢ Ht/e=2,
onuceiBaeMoe CcXeMoii (JIaBUHOBOTO LHKJa (MHTOXOHIpUH H P. denit-
rificans). B paMkax Takoii KoHuenuuH O6oJiee CJIOXKHOE€ YCTPOHCTBO
HAIIH-KoQ-penykrassl MuTOXOHApH# H P. denitrificans Heo6xonuMoO
IS MOBBbILLIEHHSA €€ 3(p(PEeKTUBHOCTH.

3.4.4. KoQH.-Uuroxpom c-pepykrasa

HAOH-KoQ-Penykrasa cay»uT BoccTaHOBHTesNeM KoQ, KOTOpHIl,
B CBOIO Ouepelb, NepefaeT 3JeKTPOHbl Ha CJeNYIOIIHH CerMeHT JblXa-
TeJbHOH lenH, HasbiBaeMulit KoQHg-yuroxpom c-pedyxrasodi (xomn-
Jekc bcy, unu kommiaekc II1).

Ounuiennblfi KoMmieke bc; Obll PEKOHCTPYHPOBaH C (GOcGOJIHIH-

namu. IlonyuenHble nporeosimnocoMel reHepupoBasu ApH npu mepe-
HOCe 3JIEKTPOHOB OT HEKOTOPHIX aHaJioroB YOMTHADOXHHOHA Ha LHTO-
xpom c¢. Ecin B Te e IpoTeosHNOCOMHl Obljia BKJlouena HH-ATO-
CHHTa3a, To HabJonasncs conpsikeHHblili cuHTes AT®. 3T dakTh H
HeJbl# psa HAaOJOAeHUH, CAEJAHHBIX MPH HU3YYEHHH MHWTOXOHAPHH H
ux ¢parMeHnToB, mokaswBalT, 4to KoQH.-uutOXpoM c-penykrasa

¢yukunoHupyer B kauectBe AuH-reHepartopa.

Crpykrypubie acnektbl. Komnnekc I1I comepxut ueThipe penokc-
LeHTpa: reMul b; u by, cBA3aHHble C LUTOXPOMOM b; HEreMOBHIii KeJie-
3ocepHblil kjactep (FeSi), BKJIOUYEHHHH B COOTBETCTBYIOLUHMI armo-
NPOTEHH; H T€M C, IPHCOEAHHEHHBIHI K alONPOTEHHY LIUTOXpPOMaA (.

[TosunenTuAHBIA cOCTaB KOMILIEKCa H3 MHMTOXOHApDHH cepaua Ohl-
Ka npuBeleH B T1albJ. 4. CpaBHEHHe CO CJEAYIOUIHM JbIXaTeJbHBIM
KOMIJIEKCOM — IITHTOXPOMOKCH/1a30/ — MOKa3aJo, UYTO KOMIIJIEKCH He
coliepxKaT HH OJHOH obuied cyObeauHHIEL.

Hapsany c¢ nepeHocuHKaMH BOCCTaHOBHMTEJNBLHHIX 3KBHBAJIEHTOB B
coctaB KoQH,-LHTOXpOM c-peAyKTasnl BXOAHT, BHJMMO, BOCEMb IOJIH-
NMEeNnTHAOB, JIHLIEHHBIX npocTeTHueckux rpynn. OauH u3 HuX (cy6benu-
Huua VI) ceaswiBaer KoQ. OHa coctouT u3 110 aMHHOKHCJOTHHX OC-
TAaTKOB H COJePXKHT 60JblIoe KoJH4YecTBO (0Ko0J0 50%) a-cnHpalib-
HBIX Y4YaCTKOB,

CyuwectByloT AaHHHe, uto cy6benunuusl VIII u X o6pasyor cy6-
KOMIIJIEKC ¢ HUTOXpoMoM c¢;. OnHa u3 HuxX obJieruaeT cBA3hIBaHHE I[H-
TOXpOMa €; C LHTOXpOMOM C. B 3TOi cy6benunuie 279% Bcex aMHHO-
KHCJIOTHBIX OCTATKOB COCTaBJSAIOT TJyTaMaT M [JYTaMHH, @pHYEM
BO/iu3H N-kOHIla pacnojioxeH KjacTep H3 BOCBMH CJEAYIOIIHX APYT
3a ApYroM oCTaTKOB rJjiyTamarta. MoXXHO npeanoJsiOXHTb, YTO HMEHHO
3TOT OTPHUATEJbHO 3aPsAXKEHHBIH y4acTOK Oejika B3aHMMOMEHCTBYET C
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IIHTOXPOMOM ¢C, KOTOprﬁ COLEP2KHT MHOro IMnOJIOXKHTEJIbHO 3ap KEH-
HBbIX aMHHOKHCJIOTHBIX OCTaTKOB.

Ta6anna 4. Cy6peamnnubl Komnaekca bc; W3 MHTOXOHADHIT cepaua Obika

Moueky-
eggx?i?xia ".':g::ig? HaaBanne OyRKIAA
kJla

I 49,5 CepaueBuHHEI GenoK I HeusBecTHa

Il 47,0 CepaueBuHHhil Genok 11 »

111 440 Lutoxpom b Penokc

v 28,0 Hutoxpom ¢, »
Vv 21,5 FeSi1i-6enok »

VI 13,5 Qu1-6esiok CesizbiBanne KoQ

VII 9,5 — HeusBecTHa

VIII 9,0 — Cpf3bIBaHMe IHTOXpOMA C;?
IX 8,0 — CssniBaHde cy6bealuHuun VI?
X 7,0 — CBsi3biBaHHe LIHTOXpOMA C;?
XI 6,5 _— CessniBanue FeSiy-6enka

Camasi Menkas cy6peaununa (XI) yuactByer B CBfI3bIBAHHH
FeSi-6eanka. Uto kacaercss apyrux MHOJIMNENTHAOB, HE HMEIOIHX pe-
JIOKC-LIEHTPOB, HX (YHKIIHH OCTaloTCs HesiCHBIMH. K3BecTHO JiMllb,
9TO yjaaJieHHe KpynHHx cyObeauuMy I u II, HazBaHHBIX cepdyesun-
HOIMy Gesakamu, NPUBOAMT K moTepe (epMEHTAaTUBHOH aKTHBHOCTH, a
nocjeayoumas ux no6aBka Bo3BpallaeT ee,

Paccmorpum 6Gosiee noppoGHO GesKM, CHabXXEHHBIE PeaoKC-TPy-
naMu. I[uroxpom b— Genok Maccoii okoJsio 45 kJla — eqHMHCTBEHHBIH
noJiHnentTHn KoMImjekca bc,, KomupyeMmblit MutoXoHApuaabHO#i JIHK.
On copep>XuT nBa rema: by u by

YcTaHOBJIEHO, YTO NJIOCKOCTH F'€MOB & OpDHEHTHPOBAHHI NEPIEHJH-
KYJISIDHO moBepXHOCTH MeMOpaHmul. Cyas no yepefoBaHHIO THAPO(OOGHBIX
H THAPOQHJBHBIX MOcJejoBaTeNbHOCTEN B OesikKe, UUTOXPOM b MOXKET
NEeBATb pa3 nepecekatr MeMOpaHy. B pamkax 3Toit Mmomenu HauboJsee
BEPOSITHO, YTO 00a reMa JiOKaJH30BaHbl MeXIy BTOPOH H NATOI o-CIH-
paJibHBIMH KOJIOHHAaMH. 371eCh Ka)Jblil reM cBsidaH ¢ GeJIKOM 1o Kpai-
Hell Mepe TpeMs CBf3AMH. [[Be M3 HHX 00pasyloTCs HMHAA30JIbHRIMH
rpynnaMH OCTATKOB I'HCTHAMHA OeJKa H KeJe30M reMa, a TpeThsl —
MOJIOKHUTEJBHO 3apSXKEHHOH TPYNNOH OCTAaTKOB apruHHHA HJIM JIH3H-
Ha OesiKa M OTPHLATE/BHHO 3aPSIXKEHHOH NPONUOHATHOH I'PYNNOH rema.
(Cxema pacnosioxkeHusi reMoB b npuBe/ieHa Ha pHc. 28, ONHCHIBAIOILEM
XJIOPONJIACTHBI LHUTOXPOM be, TOMOJIOTHYHBIE MHTOXOHAPHAJILHOMY
uurtoxpomy b.) Bce nepeuncieHHble aMHHOKHCJIOTHHIE OCTAaTKH HHBA-
PHAHTHBl y LIECTH HCCJEAOBAHHBIX UHTOXpOMOB b. [0 naHHHIM cnekT-
POCKOIIHH IHTOXPOMOB b H MOIENBHBIX COEXHHEHHH, HMEHHO OCTaTKH
TUCTHAHHA CJYXKaT aKCHaJbHbIMH JIMraHiaMH reMa.

Paccrosinne Mexny LieHTpaMu reMOB B pacCMaTpUBaeMOji MOAEJH
OLlEHHBaeTCs B 2 HM, YTO COrJlacyeTcsi C JaHHHIMH GHO3HepreTHye-
CKHX onuiToB. OQHaKo cjenyeT HMeThb B BHAY, YTO LHTOXpoM b enie
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HEJOCTAaTOYHO HCCJeOBaH, YTOOB NPHHATH PacCMaTPHBAEMYyIO CXEMY
KaK 3KCNepUMEHTa/IbHO JI0Ka3aHHYIO.

FeSui-benrok (cuHonumel: ¢akrop Caelitepa; ¢(akTop, YyBCTBH-
TeJbHHH K OpHTaHCKOMY aHTHAbIOH3HTY (DAJI); ¢akTop oKHcJieHHs;
6esnok Pucke) cogepxut onun FeS-knacTtep ¢ AByMs aToMaMH KeJie-
3a. [Toaunentun FeSip Macco#t 21,5 kIla cocroutr u3 199 aMuHOKHC-
Jgotr. OH HMeeT CpaBHHTEJbHO HeboJbllyl0 N-KOHLEBYIO T'HAPOQHJIb-
Hyro uYactb (29 ocraTkoB), THAPOQOOHYIO yacThb H3 25 OCTaTKOB
(o-cnupaJdbHas KOJOHHA), 32 KOTOPOH CJieAyeT NO0BOJIbHO THAPODHIIL-
HHIH noMeH (145 aMHHOKHCJOT).

FeSni-kaacrep obpasoBaH AByMsi HOHaMH KeJie3a, NByMsi HOHaMu
cyabduaa (S?°) M yeTHIpbMS OCTATKAMH LIHCTEHHA.

Luroxpom ¢, npeacraBasier coboii MosHNenTHa, cocTosui u3 241
aMUHOKHCJOTH. [IHTOXpOM €, COmEepKHT OAMH I'€M THNA ¢, KOBaJEHT-
HO CBsSI3aHHBIN C OCTaTKaMH nucTedHa B moJioxkeHusx 37 u 40. Bmecre
C HEKOTOPBIMH APYrHMH cyObeaHHHUaMH KoMimekca III putoxpom
¢, obpa3syer Mecto cBsidbiBaHHMs LuTOXpoMa c. [locaennuil, Kak 6HlJIO
II0OKa3aHo, CBA3BIBAETCH C KOMIJIEKCOM D¢y TEM 2Ke yYyacCTKOM, KOTOPHIH
3aTeM B3aHUMOJAEHCTBYeT ¢ UHTOXpoMOKcHAaa3oH. [lo-BHauMoMmy, nuro-
XpOM ¢, MPUHSAB 3JEKTPOH OT IIHTOXpPOMa C;, MOKHJAAaeT CBOe MECTO Ha
KoMIJieKce bcy MM MO KpaiiHe#l Mepe «IOBOpauYHBaeTcssi K HEMY CIH-
HOHY, 4YTOOBl «CTaTh JIHIOMY» K LIUTOXPOMOKCHAA3e.

TBepno ycTaHOBJIEHO, UTO MECTO CBA3BIBAHHA LIUTOXpOMa € C IIH-
TOXPOMOM ¢ JIOKaJIH30BaHO Ha BHeIlHel MOBEPXHOCTH BHYTpPeHHEH MH-
TOXOHJpHaJbHOH MeMOpann (y GakTepHil — LHTOMJIAa3MaTHYECKOM
MeMOpaHnbl). Besnok «3askopeH» B MemOpaHe €JHHCTBEHHBIM T'HAPO-
(oOHBIM CermMeHTOM, JIOKa/au30BaHHBEIM BOau3u C-KOHLA. JTOT cer-
MEHT MOXeT OBbIThb OTIENJEeH MpOoTeas3oil.

PaccTosiHue reMa oT NOBEPXHOCTH IJIOOYJibI HM30JHPOBAHHOIO I[H-
TOXpoMa ¢, oueHuBaetcss B 1,0 HM. To ke paccrosuue anas FeS-kaac-
tepa B FeSyi;-6Geanke paBuo 1,9 HM.

ITonyuena onpeneneHHas HHGOpPMauUuWs O PACIOJOKEHHH B MEM-
OpaHe koMmnsekca bc; kak uegoro. Tak, K. Jleonapay u ap. (1981)
HCIO0/1b30BaJIH 3JIEKTPOHHO-MHKPOCKONMUYECKUH MOAXOJ, paHee pa3spa-
6orannbit P. Xennepconom u Il. AHyHHOM npHMeHHTeJLHO K GakTe-
pHopononcHHy (cM. pasa. 3.5.2). Buio o6Hapy»KeHO, UTO KOMILJIEKCH
bc, obpasyoT nuMephl, oOIIHi BHJ KOTOPHIX NOKa3aH Ha puc. 3l.

Kaxawii MOHOMep AJIHHOH 15 HM OpHEHTHPOBaH NepneHAHKYJsp-
HO NJIOCKOCTH MeMOpaHHl, nmpHueM 60Jblliasg ero wacte (7 HM) BHICTY-
naer U3 MeMOpaHbl B MaTpPHKC, a MeHbpllas (3 HM) — B MexMeM6paH-
Hoe mpoctpaHcTBO. CpenHss yactp (5 HM) MOrpyxeHa B TOJIILY MeM-
Opannl. MMeHHO B 3T0H 006/saCTH KOHTAaKTHPYIOT MexAy co6oii JiBa
MOHOMepa, oOpasylolliHe LUMep.

CymecTByer HabJ/I0JlleHHe, CBHIETEJbCTBYIOIIEE O TOM, YTO KOMII-
Jiekc be; MoxeTr ObiTh YCTPOEH cyllecTBeHHO npoute. ¥ P. denitrificans
TOT ¥)e (pepMeHT cocTaBJ/ieH Bcero u3 Tpex cybbenunui: 62 (uuroxpom
¢1), 39 (mByremoBHii nutoxpom b) u 20 kJla (FeS-6enok). Komn-
JIEKC KaTaJid3upyeT BCIO MOCJEeNOBaTE]bHOCTh PeakuMi Q-IHKJa H re-
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HepupyeT NpOTOHHbI noTeHnuasn. KoQ-IlutoxpoM c-peiykrasa 37O
GakTepuH YyBCTBHUTEJbHA KO BceMy Habopy crnelH(pUYECKHX HHrHOMTO-
POB MHUTOXOHAPHAJBHOrO Q-LHKJA.
dyHKIHOHANbHAA Moaeab. Cxema (QYHKUHOHMPOBAHHS MHTOXOHJ-
puaspHOfi KOoQ-1HTOXpOM c-peykTasnl Oblsia NpHBEA€HA BHILIE (CM.
puc. 30). H3BecteH psil CBUIAETEJNLCTB, NMOATBEPKAAIOINHX LMKJHYE-
CKHjI TePEHOC BOCCTAHOBHTEJBHBIX 3KBUBAaJIEHTOB, MOCTYJHPOBaHHHLIN
Ha cxeMe. Cpean HHX —
OTBEThl CHCTEMH Ha aobas-
JeHHe cnenHpHYeCKUX HH-
ruburopoB. Kak coobmiuiu
- H. Oweo3a u M. Topn
(1962), Heo6xooHMEl cpa3y
aBa uuruburopa (BAJI u

il 4
|
|
|

=
2:\ AHTUMHIHKH A), uT0OH 6.10-
Z= KHPOBaTb BOCCTaHOBJIEHHE
= MHTOXOHAPHAJBHOTO LHTO-
Z_ xpoMa b. [lo3gHee 6bLIO
= noKa3aHo, uTo 3¢ ¢ekT 06-
- YCJIOBJIeH CyIleCTBOBaHHEM
—. = IBYX pPa3JIHYHBIX myTeH ne-
.=~ B peHoca 3JeKTPOHOB K LIUTO-
z xpoMy b. OauH U3 HUX, YyB-
= CTBHTEJIbHHIH K aHTHMHLH-

Hy, a Takxe K N-okcuay
2 - renTHJA-4-0KCUXHHOJIHHA
# (QyHHKYJ03UHY, 00yC/IOB-
JleH B3aHMOJ€HCTBHEM MexXK-

Puc. 31. IlpoctpancrBennass Mozenn Jumepa ny KoQ wu remom by Ilo

kKommyiekca bc; u3 mutoxoHapuii (mo K. Leo-
nard et al., 1981):

TeMHEIM OOGO3HaYeHbl yYacTKH, BHCTynalolie H3
MeMOpaHnl B BoAy (cBepxy — B MexmeMOGpaHHOE
HpOCTPAHCTBO, CHH3y — B  MaTpPHKC), CBETJhIM —
YHYacTKH, NOTpyKeHHLle B MeMOpaHy; TOJUIHHa cpe-

AaHHeIM A. A. KoHcraHTH-
HOBa, 3TOT NMyTh JIOKAJH30-
BaH BOJIH3H BHYTpeHHel
(T. e. obpaiieHHOli B Mart-
MHUTO-

PHKC) CTOpPOHHI
XOHIpHaJbHOH MeMOpaHBbl.

Hpyroii nmyTs nposeraer rae-to B cepeauHe mem6pannl. OH Beler
K reMy b; u tpebyer yuactHsi FeSi. TOT nyTh TOPMO3UTCS MOCPENCT-
BoM BAJI, xotopsiit paspymaer FeSy-knacrep B npHCYyTCTBHH KHCJIO-
pona. Takoii xe 3bdekt naer 3kctpakuus FeSp-6enka u3 membpa-
Hpl. KpoMe BAJI cyuectByer ele psin MHMUGHTOPOB, JEHCTBYIOLIMX
Ha 3T0T nyTh. CPeaH HUX MHKCOTHA30J, MYUUAHH H 5-n-yHAeuu/-6-
OKCH-2,7-1HOKCOOeH30THAa30/1.

HUK/I, unru6utop nportoHHoro kaHasna B H+-AT®-cuHtase u ps-

Je npyrux reHepatopos v noTpebutesneid ApH, Bwi3biBaeT 006pasona-
HHe CUIMBKH Mexay FeSjn-6enkoM u OfHOH H3 MeJKHX CY6benHHHIL
KoMnJjiekca bcy. Takoit adekT npUBOAHT K TOPMOXKEHHIO nepeHoca
3siekTpoHoB. MHrH6GuTOpHBI! 3¢ (deKT HoHOB Zn2t Ha bc;-KoMniekce,
BeposiTHO, HampasJjieH Ha FeSy.
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PeloKc-nOTeHIHAAL NEPEHOCYHKOB 3JIEKTPOHOB, MPHUCYTCTBYIOIHX
B KoQ-uutoxpoM c-peiyKra3e, XOpOILIO coOrJacylTcsi CO CXeMOH
Q-nukaa. Hns remoB b; v bp oHH paBHH cooTBeTcTBeHHO —O0,04 H
+0,04 B, nas FeSin 40,28, nis 1IHTOXPOMOB €} H € — COOTBETCTBEH-
Ho +0,22 u 40,25 B. BaxHo, 4TO pefoKc-MOTeHLHaJ reMa by 3amer-
HO NOJIOXKUTEJbHEE, UYeM PEeNOKC-MoTeRuuas rema b;, Tak 4TO nepeHoc
3JIEKTPOHOB ¢ b; Ha b [NOJIXKEH CONPOBOXKAATHCH BHICBOOOXKIEHHEM
3Heprud. DTa 3HePrHsl pacxojayercs Ha co3faHue AP, TaK KaK OKCH-
nopeaykuusi bp—-b, HanpaBseHa nonepek MeMOpaHbl. COOTBETCTBEHHO,
noreHuuas KoQ orpuuarenvHee, yeM noteHuuas FeSi-6esnka. duep-
rusi, BHAEJSIOIASICS Ha 3TOf CTaJuH, Tak»XKe pacxolyeTcs Ha co3ja-
HHe Ay, HO yXKe 3a cueT nmepeHoca NMpPOTOHOB.

[lepenoc 3nekTponoB or FeSy kK LHTOXpOMy ¢ H jajee K €
BAOJIb MeMOpaHbBl MPOUCXOAHT 6e3 CyLieCTBEHHBIX W3MEHEHHH DeJloKC-
noTeHLHasa H, cJeloBaTesbHO, Oe3 BbijesieHUsi 3Heprud. Penokc-mo-
TeHuuaasl FeSi; ¥ nuToxpoMoB THma ¢ npu ¢usuojornueckux pH ne
3aBUCAT OT KHCJIOTHOCTH CpE€Abl, TaK YTO 3TH KOMIIOHEHTHI CJyKaT
nepeHoCYHKaMH 3JIEKTPOHOB, a He aTOMOB BOJOpOAa.

Kak 6nlyi0 nmokaszano A. A. KOHCTaHTHHOBHIM H €ro KoJijeraMH, a
Takxke A. 'obepom u M. 'yrmaHOM, H3MEHEHHe peLOKC-NOTEHIHaJa
rema b; coorBercTByeT 3Qpdekty Bcero quiip 40% obweit Ap Ha meM-
6paHe MHTOXOHApHH. DTOT aKT corsacyercss C noJioXKeHHEM, UTO pac-
CTOSIHUE MeXJly LeHTPaMH reMOB B IHTOXpoMe b paBHO 2,0 HM NpH
oblleli TogallHHe MeMOpaHsl OkoJo 5 HM (cM. Buiue). CrnenoBaTesb-
HO, TpaHcmembpanHbll nepeHoc 3apsda, KATaAuUpYyembli KOMNAEK-
com bcy, ckaadsleaercs u3 nepeHoca IAEKTpPoHa Or eema by K eemy bp
(40% rorwyuror membpanel) u neperoca H+, ocsobosxdaroujezocs npu
okucrenuu KoQH, nocpedcreom FeSiu, uepes ocraavryo (60% )
yacte membparer (cMm. puc. 30, A).

Ha puc. 30, A rem b, pacnosioxeH BGJIH3H MOBEPXHOCTH MeMGpa-
Hbl, oOpameHHO#i B MaTpHKc, a reM b;,— B cepeauHe meMOpaHH. Ta-
Kas JIOKaJu3auus remoB b Ouia noctysnupoBaHa I1. MutuenoMm u 3kc-
nepuMeHTasbHO NOKazaHa A. A. KoHcranTHHOBHIM. (OKaszaJsioch, YTO
BOJOPAacTBOpHMBIH HenmpoHuKaromuii penokc-Menuatop Ru(NHj)e?t
(rekcaaMHHOpYTeHHI) BOCCTaHaBJiHBaeT reM b, npH jo6aBjieHUH K
BBIBEDHYTHIM CYOMHTOXOHApHAJBHBIM Ny3BIPbKaM € TaKO# K€ CKOpO-
CThlO, KaK B CJiydae BBIJe€JIeHHOro KoMIJjekca bc;. Takoro BoccTaHOB-
JeHdua He HabJsopnasM, Korja BMecTO CyOMHTOXOHAPHAJBHBIX My3bIPh-
KOB HCCJI€A0BAJIi MHTOXOHAPHH WJH MPOTEOJIUIIOCOMEl C TOH K€ OpH-
€HTalueld KoMmnJekca bcy, YTO H B MHTOXOHAPHSX. B 3THX cayuasax
AJis1 BOCCTAHOBJIEHHs1 reMa bp Tpe6oBaJjicsi NMPOHHKAIOUHH MEAHATOP
OMC.

BhisicHeHHe TOJIOXKEHHsI reMa by NMO3BOJIMJO TaK¥ke JOKaJH30BaTh
# rem b, Cyas mo OMHCaHHOMY BEHIIE OTBETY PE€IOKC-NIOTeHuHaa by
Ha TpaHcMeMOpaHHYI0O Ay, 3TOT reM [OJKeH OBITH PACMOJIONKEH MpPH-
MepHO Ha MNOJNYTH K MPOTHBOINOJIOXKHO# MOBEPXHOCTH MeMOpaHHI.

OnHo n3 TpeGoBaHHil cxeMHbl Q-LHKJa, MOKazaHHOH Ha puc. 30, A,—
3TO yuyacTHe cTabu/bHO# (POpMHEl aHHOHa ceMmuxuHoHa (KoQ7T ), KoTo-

87



pas obGpasyetca Ha FeSi u 3ateM okHcisieTcs remMom b, dta ¢opMma
6blia AelicTBHTENbHO omucana A. A. KoHcranthHoBhM H 3. K. Pyyre
(1977).

Cgo#ictBa MuToxoHapHaabHOH KoQH.-uutoxpoM c-penykrassl BO
MHOTOM CXOAHBI C TAKOBHIMH IOMOJIOTHYHBIX (P€pMEHTHHIX KOMIIJIEKCOB
B (POTOCHHTETHYECKHX PeNOKC-LeNsaxX xpoMaTodopoB nypnypHHIX Oak-
Tepuii M THJAKOHAOB LiMaHoOakTepHi. Ilokasana paxke B3aHMO3ame-
HAEMOCTb KOMILJIEKCOB bc; MHUTOXOHAPHH M XxpoMaTodopoB. Komiliekc
bc, M3 MHTOXOHJPHH MJIEKONUTAIOLIEro OBblJ PEKOHCTPYHPOBAH B MpO-
TEOJIMIIOCOMAX C KOMILIEKCOM (OTOCHHTETHUECKHX PEAaKLHOHHHIX 1EHT-
poB u3 xpomatodopoB nypnypHoii 6aktepHu Rps. sphaeroides. Iloay-
YeHHasd «XHMepa» KaTaJU3HpOBaJia LHKJIUYECKHH (OTONEpPEHOC 3JIEKT-
POHOB, CONpSXKEHHBIH ¢ TpaHcJaoKauueil H* yepes memOpaHy npoTteo-
JIUITOCOMBI.

Onucana yHHKajbHasy NPUPOLHAas CHCTeMa, TAe OJHAa H Ta XKe
PQH,-uHTOXPOM c-peAyKTa3a yuacTByeT B TE€MHOTe B JbIXaTeJIbHOM
Llend, a Ha CBeTy — B (OTOCHHTEeTHYeCKOH. JTo MeMOpaHa THJIAKOH-
J0B ILHaHOGaKTepHuil.

Ilpu ocBeweHHU NJACTOXHHOH, KOMIJIEKe bgf, LHTOXpOM ¢ W mia-
crouuaHuH obecneudBalor cBsa3b ¢otocHcreM I u II. B temHoBO# me-
pHOIL CYTOK Te e KOMHNOHEHTH MPHHUMAalOT y4YacTue B JbIXaTeJbHOH
venu Mexay HAJI(®P)H-KoQ-penykrasoii H IHTOXPOMOKCHAA3OH.

3.4.5. LluTtoxpoMokcuaasa

IluToXxpoMOKCcHAA3a KaTaJH3UPYET OKHCJIEHHE BOCCTAHOBJIEHHOrO
LHUTOXPOMa ¢ MOJIEKYISAPHBIM KHCJIOPOJAOM. DTa peaklius COMNpsiKeHa
¢ redepauseii ApH, uto 6bJIO MOKa3aHO Kak Ha NPHPOAHBIX MeMOpa-
Hax, TAK H Ha NPOTEOJHIIOCOMAX.

Lutoxpom ¢. BoccraHOBUTENb NHMTOXPOMOKCHAA3B LUTOXPOM C
npeactasisieT coO0H OYeHb CTAGHJBHBIN r€MONPOTEHH, COCTOSIUIHH H3
104 amMuHOKHCJOT M remMa c¢. ['eM KoBaJIeHTHO CBf3aH C amnobes KoM
(uepes SH-rpynnu Cys-14 u Cys-17). D10 OT/IHYAET UUTOXPOMBI TH-
Na ¢ OT LUUTOXPOMOB a- ¥ b-THNOB, rje reMb CBS3aHBl HEKOBaJIEHTHO.
II. M. Bya nosiaraer, yro nmpouHasi CBsi3b reMa C alOLHTOXPOMAaMH
TUNa ¢ o0ycJoBJEeHa TeM, YTO BCE HHTOXPOMBI TAKOrO THMa PacloJio-
JKEHbl Ha BHEUIHel CTOpoHe MeMOpaHpl MHTOXOHAPHH HUJH OaKTepHH.
HekoBaneHTHO cBsA3aHHBIH reM Mor Obl AHCCOIHHPOBATL H pa3GaBHTh-
Csi LHTO30J€eM (MHTOXOHADHH) HJIH NMEPHNJa3MOH, a 3aTeM U BHell-
Hell cpenodl (6akTepuu).

ITaTelit unu wiectoi JuraHgsl xenesa o6pa3oBaHBl a30TOM HMH-
nasona His-18 u cepoit Mef-80. O6Ge 3T aMHUHOKHCJIOTH HHBapHAHTHEL
BO BCEX H3BECTHBIX IHTOXpOMax €, B TO BpeMsi K&K MHOTHE ApYyrde
BapbHPYIOT B pasJIMYHBIX BHAaX OPraHu3MoB. HampuMep, MOJHOCTLIO
COBNAaJalT MePBHYHbLIE CTPYKTYPH IHTOXPOMOB C 4YeJiOB€Ka H UIHM-
naHze. IIpy cpaBHEHHH UMTOXPOMOB C 4eJsOBeKa M Jiollaiu O6Hapyxe-
Hbl pasjuyusl no 12 aMHHOKHCJOTHBIM OCTATKAaM; Pa3JjiH4Hs B ILHTO-
XpOMax c YeJIOBEKA H HeHpOCNOpH 3aTparuWBaloT yxe 44 ocraTka.
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TpexMepHasi CTPyKTypa LHTO-
XpoMa ¢, BHIICHEHHas MNOCpPelCT-
BOM pEHTIeHOCTPYKTYPHOro aHa-
JHu3a ¢ paspeweHueM 0,2 HM, no-
Ka3aHa Ha puc. 32.

IluToxpoM ¢ coenuHsiercsi ¢
1ol obJsacteio KoQH-uutoxpom
C-peAYKTa3bl, KOTOpas COAEPKHT
LHTOXpOM ¢;. Bo B3auMmopeiict-
BHH yuyacTtByet Ooratas ocraTka-
MH JIH3HHAa YacTh LUTOXpoMa €
(Lys-13, -72, -86 u BO3MOIKHO,
-79, -27). B uuroxpoMokcuiase
TaK¥Xe eCTb MeCTO CBSI3blBaHUfA
uToxpoMa ¢. OHo JIOKa/Iu30BaHO
Ha cy6benunute II. B cBaswiBa-
HHH y4acTBYIOT aHHOHH KapObo-
KCHJIbHEIX rpynn Asp-158, -112u
Glu-198, -144, obpasylouine co-
JieBble CBS3H C KaTHOHHBIMH
(aMHHHBIMH) TPYNNaMH nepeyuc-
JIEeHHBIX BHILIE JIH3HHOB.

OO61enpHHATO, YTO OKUCAUTE-
AU U BOCCTAHOBUTEAU YUTOXPOMA
C aTaKyroT Kpat 2ema, 3KCHOHU-
posannelli 8 sody. Ilpennonara-
0T, YTO LUTOXPOM C COBepLIaeT
YeNHOUHblE OBUNCEHUS MeHAY YU-
TOXPOMOM €, U YUTOXPOMOKCU-
da3zoii, Juppyroupys e0oab no-
sepxHocTu membparel.. B onbl-
TaX € MPOTEOJIHIIOCOMaMH, CO-
JlepxalnuMu KomiJekc bcy, Obl-
JIO MOKa3aHOo, UTO KapAHOJIHIHH
yuyaCTByeT B CBSI3bIBAHHH IIHTO-
XpoMa ¢ ¢ MeMOpaHOIi.

CTpykTypa LHTOXPOMOKCHAA-
3pl. LluTOoXpoMokcuaasza MHTO-
XOHIpHH K HeKOTOpHX GakTepwuii
COLEPKUT HeTbipe pPedoKC-YeHT-
pa: 1Ba reMMa a-tuna (reM a W
reM az) u aBa atoMa Menu (Cua
H Cug).

Ilonunentunuuii cocras MH-
TOXOHIPHAIBHOIO U 6aKTepHaJb-
HOro (pepMeHTOB pa3JsuyeH. Bak-
TepHaJbHasd LHTOXPOMOKCHIa3a
COJEPKHT ABa WJH yalle TPH TH-

Puc. 32. [lpocTpaHcTBeHHbIE CTPYKTYPHI
LHTOXPOMOB ¢ W3 MBIIUB TyHua (A) u
Paracoccus denitrificans (B) m uwuro-
xpoMa ¢p u3 Rhodospirillum rubrum
(B) (mo F. R. Salamma, 1977)
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na cy6venunul, Tak, y Paracoccus denitrificans o6HapyxeHH cy0be-
AULKHBL ¢ Maccamu 45 u 28 k/la. ¥ tepmodunpHoii 6akrepun PS3,
NO-BUAHMMOMY, HAEHTHYHOH B. stearothermophilus, ux tpu (58, 56 H
22 kJla).

Hpyras TtepmopunbHas OGakrepusi Thermus thermophilus wuMeer
cybbenunulbl ¢ maccamu 52, 37 u 29 klla. Cy6benununs 58 klla us
PS3 u 37 ka u3 Th. thermophilus conep:at B AOMOJHEHHE K reMaM
a u a3 u a1ByM atomaM Cu eme u rem tuna c. Ilostomy tpexcybbenu-
HHYHbI€ OKCHIA3bi TEPMO(HJIOB CJeNyeT pacCMaTpHBATh KaK KOMILJIEKC
IIHTOXPOMOKCHa3bl C LLHTOXPOMOM C.

TpexcyObenMHHYHAsT LHTOXPOMOKcHAa3a aas-tuna (45, 37 H
35 kJla) 6bi1a oOHapyeHa y Abllialled (pOTOCHHTe3HpyloLled 6akTe-
puu Rps. sphaeroides, a nBycyb6benuHuuHbiii pepment —y Nitrobac-
ter.

HaMmHoro obmidpHeii Habop cyObeqHHHI] B IIHTOXPOMOKCHIA3€ MH-
TOXOHApHH MJekonuTatouux. OHa comepXKHT Tpu KpynHeie cybvedu-
Huysl, KoOupyemoirx mutroxowopuassrot [AHK: 1 (57 xMHa), 1I
(26 xHa) u III (30 kla), a Takxke mo KpadHell Mepe <clle 0esATb
bosee meaxux cybveOuruy, CHHTE3UPyeMBIX B nuromnasme: IV
(17 xda), V (12,5 kHda), VIa (10,5 xHa), VIb (9,6 xla), VIc
(8,5 xkda), VII (10 k1a), VIlla (5,5 kda), VIIIb6 (5 xlda) n VIlIc
(6 xa).

LluToXpOMOKCHa3a NPOKKEBbIX MUTOXOHAPHH HMeeT MEeHBIUHH
Habop cyObenuHHl], YeM ee aHAJIor, MOJIyYeHHBI U3 XKHBOTHHIX. B Hell
OTCYTCTBYIOT cy6benunuin VIb, Vic u VII.

Hexoropble nmpokaproTHYeCKHe LHTOXPOMOKCHIAa3bl CYLIECTBYIOT B
BHIe MOHOMEpOB, B TO Bpe€Ms KaK 3yKapHoTHYecKHe oObluHO 06pasy-
I0T THMEPHL

[lo naHHBIM 3J€KTPOHHOII MHKPOCKOMHH, MHTOXOHJPHAJbHAS LIUTO-
XPOMOKCHJla3a YaCTHYHO NOrpyKeHa B meMOpaHy, a 4aCTHYHO 3KCIO-
HHpOBaHa B Bony. [Ipu 3ToM B mMexmeMb6paHHOe mPOCTPAaHCTBO BHICTY-
naet 60Jblias (5,5 HM) yacTb MOJIEKyJH (pepMeHTa, a B MATPHKC —
MeHblias (1,5 Hm). Hacte, morpyxkeHHas B MeM6GpaHy, paBHa 4,5 HM
(puc. 33).

Ias Bcex cyObeiuHHI] IIMTOXPOMOKCHAA3bl BBHISICHEHBI aMHHOKHC-
JIOTHBIE TIOCJIel0BaTeNbHOCTH. AHaJM3 4YepenoBaHHsi THAPOGOOHBHIX H
rufpodHabHbBIX cerMeHTOB B cy6benunuuax I, II u 11l nokasasa, yto
OHH MOrJu OH COLEepXKAaTbhb COOTBETCTBEHHO 12, 2 H 7 a-cnHpa.bHBIX
KOJIOHH, nepeceKamouux memOpany.

O6ulenpuHATass TOYKAa 3PEHHS] COCTOMT B TOM, 4TO 8Ce pedoKc-
YeHTPbL YUTOXPOMOKCUOA3bL AOKAAU308aHbL HA cybosedunuyax I u 1.
Ilpu stoM cuutaror, uto Cus Haxodurcs Ha cybwsedunuye II, a oc-
TalbHble PeOOKC-YeHTPbL — Ha cybovedunuye 1.

B cy6benunuue Il oOHapyXeH momeH, roMoJiorduHelii Cu-cBsi3HI-
BallleMy AOMeHy ADYrHX MeJbcojepxkaliux GeakoB. Kpome Toro, B
cybobenunuue Il Haxonsitcs nBe ruapodobHBbie MNOCJAEN0BATELHOCTH
(mo 25 aMHHOKHCJIOT Ka)/1as), KOTOPHEe MOIJH Ghl NMepecekaTh MeM-
GpaHy, o6pasys rapnyHonogo6Hyo cTpykTypy ¢ N- m C-KoHIlamu Ha
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Puc. 33. Pasmep u ¢Qopma uuto-
XPOMOKCHAA3bl, BLIAEJIEHHOH M3 XH-

BOTHOrO:

A — TpexMepHasi Mojenb nHMepa LHTO-
XPOMOKCHOA3HI: MNpHBENEeHBl cpeabl, Ma-
pajijiesibHBIe NMJOCKOCTH MeMOpaHbl; Bepx-
HHe MATb CPe30B CleNlaHbl ¢ HHTEpPBaJOM
1 UM (moKa3aHbl KapThl 3JEKTPOHHHIX
MJOTHOCTeH); B JIeBOM HHXHEM Yray
NpHBeJeHa NPOEKUHA KapThl MJOTHOcTeM
BHYTpHMeMGpaHHOTO JIOMeHa Ha HHXHHH
cpes; C,, C; u C;— noMeH®!, BBHICTYNa-
WIHe B MexMeMOpaHHOE MPOCTPaHCTBO:
M, u M, — poMeHB!, o6pallleHHbie B MaT-
pukc (mo J. Deatherage et al., 1982);
b — pacnoJsioXXeHHe peNOKC-1€HTPOB B MO-
HOMepe LHTOXpPOMOKcHpasabl (no T. Oh-

nishi et al., 1985)
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ONHOH H TOH e cTopoHe MeMOpaHbl. TpaHcMemMOpaHHOE pacrnoJioxe-
HHe cyOobenuHuibl 11 moaTBepxpaercs ¢pakToMm, YTO NMPOTEHHA3H aTa-
KYIOT 3TOT 6eJIoK ¢ 00eHx CTOPOH MeMOpaHHI.

IMo-BunuMoMy, WMeHHO cyObenuHuua Il B3aumoaeHcTByeT C LH-
TOXPOMOM ¢, KOTOpPBHIH MoOr Obl CBSI3HIBATHC C OTpHIATEJbHO 3apsd-
’KEeHHbBIMH HHBapPHAHTHBIMH OCTaTKaMH JHKapOOHOBHIX aMHHOKHCJIOT,
JIOKAJTH30BaHHBEIX B THAPO(HILHOM NoMeHe cyObeaHHHUb 11

JlBe cyGbeqUHHIIBI IIHTOXPOMOKCHAA3bl NMapakKOKKa OKa3aJuChb pOx-
CTBEeHHBIMH cyGbenuHuuaMu | u Il MHTOXOHApHAJBLHOTO (epMeHTa.
B uyacrtHocTH, 6BlIM OOHapyXeHbI HMMYHOJIOTHYECKAss NEpPEKpecTHad
aKTHBHOCTL cyObenruHun Il M3 MHTOXOHApH# H mapakoKKa H oIpene-
JIeHHOe CXOACTBO HX mnepBHYHBIX CcTPYKTyp. HenaBno M. Capacre wu
coTpyAHHKH (1986) oOHapy:xKHJIH B IIHTOXPOMOKCHIAa3HOM reHe mapa-
KOKKa OTKPHITYI0 PaMKy CUHTbIBaHHsi 6e/Ka, FOMOJIOTHYHOIO MHTO-
xoHapHanwpHO#i cy6benuHuie III. BepostHO, 3Ta cy6beaHHHUA Teps-
Jlach MPH OYHCTKe (pepMeHTa H3 OaKTEePHH.

IlokazaHo, YTO reMbl OPHEHTHPOBAHBI MNEPNEHOUKYJSPHO IJIOCKO-
ctu MeM6panbl. [Ipn 3Tom rem a pacnosioxkeH 6JHKe K BHeUIHeH Mo-
BepXHOCTH, a reM as InorpyxeH B MemOpaHy. PaccrosiHHe Mexny re-
MaMu oleHuBaloT B 1,4 HM (cMm. puc. 32, b).

OkpyxeHue reMa @; BO MHOrOM HaNOMHHAaeT reM-CBS3BIBAIOLIYIO
o6Js1acTb reMo- U MHOrJOOHHOB. IlaTwiii nuraHg o6pa3oBaH OCTAaTKOM
THCTHAHHA, B TO BpPeMsi KAK MECTO 1LIeCTOro JIMraHia MOXKeT 3aHUMAaTb
MmoJiekyaa Os.

Cup Haxonutcs Ha paccrosHud 0,3—0,5 uM ot atoma Fe rema as.

Cy6mbenunuua 111, nonobHo cy6benunuue I, Becbma ruapodobHa H,
nopo6Ho cybvenunuuam I u II, konupyercs B mutoxoHapusx. Cy6mnb-
€IHHHLB MEeHbIlell MO.eKyJsPHOH MacChl, KOAUPyeMbie ilePHbIM reHO-
MOM. B OCHOBHOM T'HIPO(HJBLHHI.

Ilo nanuwim H. Kyna u B. Kanen6axa, cy6penunuun I, I1 u III,
KOAHpYyeMble B MHTOXOHIpPHAX, ObIIM HIEHTHYHB BO BCEX HCCJENOBaH-
HBIX TKaHfAX KpHCH. B To e BpeMs Bce cyObeqHHHIIB, KOLHpYyeMbIe
B siipe, ObliM HMMYHOJOTHYECKH pasJH4YHB XOTS Obl B KAaKHX-JHOO
IBYX TKaHaX. 1/ 3THX CyObeAHHHIL BBISIBJIEHb TaKXKe pa3IHuHg MexK-
Ly TKaHbl0 3MOPHOHA H IOMOJIOTHYHOH TKaHbIO B3POCJOrO XHBOTHOTO
(uccrenoBanu meyeHb, CEPALE U CKeJIETHHE MBIIILILI).

IlpunaB Bo BHHMaHHe 3TH HabJIONEeHHS, a Takxke TOT (akT, uTo
IIHTOXPOMOKCHJa3bl O6aKTepHil comep:KaT BCEro ABa-TPH MO.IHIENTHAA,
rOMOJIOTHYHBIE MHTOXOHApPHAJbHHM cy6beauHuunam [—III, moxHO
NPEeNANoJIOXKHThL, YTO (yHKyuu seekux cybvedunuy LUTOXPOMOKCUOQ-
3bl MUTOXOHOpULL CBA3AHBL C pezyrfyuell ITO20 (hepMeHTA 8 KAeTKAX
ayxapuor. :

MyTn nepenoca anektponoB. CymiectByeT psin (HakToB, yKasHBalo-
IHX HAa TO, UTO 3/AEKTPOH, OTHATOLLL OT YUTOXPOMQA C, NEePEeHOCUTCS He-
nocpedcreenno Ha Cus. DTOT PeAOKC-LEHTP IUTOXPOMOKCHOA3LI Ha-
Xonutcst OJHKe BCEro K NOBEPXHOCTH (pepMeHTa, o6pallleHHOH B MexX-
MeMm6paHHoe mpocTpaHcTBo. Cu,s pacnonaraercs Ha cybbenuuuue 11,
OTBETCTBEHHOH, MO BCEH BEPOSITHOCTH, 3a CBA3bIBAHHE IUTOXPOMOKCH-
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la3pl C IIUTOXPOMOM c¢. JIBHUrasicb 'B HampaBJIeHHH OT MOBEPXHOCTH B
ray6n MeMGpaHbi, 3JeKTpoH mepeHocHTcss oT Cua K remy a 4 pajee
K KOMILJIeKcy remMa az H Cup— NOcCJeIHeMy KOMIIOHEHTY JbiXaTe.b-
HOH IlenH, KOTOpHI#l BoccTaHaBsuBaeT Og:

Ilutoxpom ¢ — Cus—>rem a—rem az — Cug— O.. (15)

[IpeanonaraloT, 4TO MoJieKyJla KHCJOpPOAA, CBA3HIBAsAChH C ILHTO-
XPOMOKCHAA30H H BOCCTaHABJIHBasCh, 06pa3yeT NEPOKCHAHLIA HHTEp-
Menuat, rae rpynna —O—QO— urpaeT poJp JIMraHaa, CBA3LIBAIOIIETO
aToM XeJje3a remMa asz H Cus.

Crenyer nmoiyepKHyTh, UTO PACCTOAHHST MEXNY PeLOKC-UEeHTPaMH B
HHTOXPOMOKCH/a3€ OKa3blBalOTCA TOTO e MOPsAMAKAa, YTO M MEeXIY
IPOCTETHYECKHMH TPYNIIaMH B KOMILJIEKCe (pOTOCHHTETHUECKHX peak-
IHOHHHIX LEHTPOB Rps. viridis UAH MexJay NBYMA IeMaMH B I[HTO-
XpoMe b. DTO o3HayaeT, YTO MeXaHH3M IepeHOca 3JEKTPOHOB BO BCex
Ha3BaHHBIX CJyYyasX MOXeT ObiTb OOLIHM.

Mexanusm renepaunn ApH. B mepBoHayasbHOM BapHaHTe XeMH-
OCMOTHYeCKOH runote3nl Il. MuTyes mpennosoxKuJ, 4To 3apsaka MeM-

6pannl nmocpencrBoM ApH-reHepatopoB penokc-THma O6YCJOBJIEHA
TPpaHCMeMOpaHHBIM NepeMelleHHeM 3JEKTPOHOB (CXeMa «IeTeJsb»).
ilo3nHee 3TOT MPHHUHUN OblJ1 B OCHOBHOM MOATBEPXJAEH NMPHMEHHTEJb-
HO K (POTOCHHTETHYECKHM PEaKUHOHHBIM IIEHTPaM.

Ha nepBuiii B3rsisii, monobHas cxeMa HempUMEHHMa K UHTOXPOMO-
KCHIla3e, TaK KaK MOKa3aHo, YTO PelOKC-IIeHTphl 3TOro ¢epMeHTa pac-
[oJaralTcsi HacTOJbKO OJIM3KO APYr K APYry H K BHEIIHeH NoBepX-
HOocTH MeMOpaHbl, UTO 3JIEKTPOH MOXeT OGbiTh IepeHeceH Ha paccTos-
HHe, He I[peBHILAIOLIEEe MOJOBHHBH TOJINHHB MeMOpaHb (CM. pHC.
32, b). OnHako He HCKJIIOYEHO, 4TO IlleJib Mexay aoMeHamMH M; u M,
BHAHAag MOJ 3JeKTPOHHBIM MHKpockomom (cm. puc. 32, A), mocratou-
Ho rJy0boKo MmpOHHKaeT B ToJily MeMmMOpaHBl, 4TOObl nepecedn BHYT-
PEeHHHH JHNMHAHBIA MoOHOCJoH. B 3TOM cnyyae kpai rema asz mor Obl
OKa3aTbCAd B KOHTaKTe C BOLHOH (pa30fi MaTpHKca.

Bonee cyliecTBeHHO, 4TO cXeMa <«peJOKC-NEeTJH» OKa3biBaeTcsi He-
crioco6HON OGBACHHTL BaXXHOe HabsioneHHe, caesaHHoe M. Bukcrpé-
moM (1977): mobaBneHne NOHOPOB 3JEKTPOHOB ((epponHaHHAA JIH-
60 1UTOXpPOMa C) K MHUTOXOHAPHAM HJH IIHTOXPOMOKCHIA3HBIM IpO-
TEOJIMIIOCOMAM BHI3hIBaeT BPEMEHHOE 3aKHCJIeHHe HHKYOalHOHHOH cpe-
Ibl, KOTOpoe O6ycJOBJeHO paboToil IIHTOXPOMOKCHAA3K H CHHMaeTcs
pasobuuTensaMu — nporoHogopamu. Kak ynanoch ycTaHOBHTb B OINHI-
Tax ¢ NpoTeoJunocoMamu, HoHb HY, BeineseHHBle B cpely, uepnaloT-
Ccsl W3 BHYTPEHHero IpPOCTPAHCTBA 3THX INy3BIPbKOB: 3aMeTHOE 3aKHC-
JieyHe Hab6JIIONaJd JIHIUb B TOM CcJyyae, ecjJH IYy3BPbKH COLEepkKaJH

pH-6ydep. OtHowienne Ht/e oka3zanoch paBHHIM eIHHHIIE.

Itor 3¢p¢ekT HaxonuT cBoe OOBACHEHHEe B paMKax CXeMHl, H300-
paxeHHoii B obulem Buie Ha puc. 30, A. Kak BUAHO U3 CXeMBI, OKHC-
JIeHHEe OOHOU MOAEKYAbl YUTOXPOMA € KHCJOPOAOM HMeeT CJieJCTBHEM
TpaHcMeMGpaHHLIN mepeHoc d8yx 3apsdoe Gaaronaps B3aHMOAEHCT-

93



BHIO CJelYIOIIMX mpoueccoB: 1) mepeHocy OxHOro 3JieKTpoHa Ha pac-
cTosiHHe, paBHOe !/, TommuHb MeMGpaHm (OT LHTOXpPOMa € K as);
2) mepeHOCy OXHOro NMPOTOHA Ha TaKoe e paccTosHHe (U3 MaTpHK-
ca K remy as); 3) INepeHOCy elle OJAHOro MPOTOHA Yepe3 BCIO TOJLLY
MeM6paHb (M3 MaTpHKca B MexXMeMOpaHHOe NPOCTPAHCTBO).
OnucaHHag cHCTeMa TMOJyYyuJia Ha3BaHHE YUTOXPOMOKCUOA3HO20
nporoxsHozo Hacoca. Ee KOHKpeTHBIEI BapHaHT, H300paxeHHHH Ha DHC.

30, A, nmoctysnupyer cyuiecTBoBaHHe AByX oTnesabHelx ApH-reneparo-
POB, BKJIOYEHHHIX MOCJeN0BaTeJbHO Ha KOHEYHOM OTPE3KE JbiXaTelib-
HOH uemy, T. e. Mexay uuroxpomom ¢ H O,. HlameHenue penokc-no-
TeHI[HaJla Ha 3ToM YydacTke paBHo 0,57 B. 3Dra BeJuuyHHa CTOJIb
3HauHTeJibHA, YTO BBHICBOOOXKAAIOLIEHCA 3HEPrHH XBAaTHT HE TOJBKO Ha
JiBa NYHKTa 3HepPreTHYECKOro CONps2KeHHs, HO H Ha obechieyeHHe He-
06paTHMOCTH IOCJEeHEeHl CTaJUH BHYTPHKJIETOYHOrO AblXaHHS.

Takum o6pa3oM, OGLIHH OKHCJHTEJHHO-BOCCTAHOBHTE/NbHHEIHA IpO-
Lecc, KaTaJH3HPyeMblH ITHTOXPOMOKCHAA30H, MOXHO pa3buTbh Ha deée
2pYynnel 4acTHbIX Peakyuli, OfHA H3 KOTOPHX XapaKTePH3YeTCs H3Me-
HeHHeM peJoKC-lloTeHuuaja or +0,22 pno +0,38 B, a apyras-—or
+0,38 no 40,82 B. OGHapy»XeHO, uTO CHCTEMa reMOB a—a3 Xapak-
Tepu3yerca INBYMs CpeJHEeTOYEeYHBIMH PeNOKC-NMOTeHIHaJlaMH, B KOTO-
pbie BHocAT BkJajx o6a rema (40,22 u 40,38 B). O6a nepexona 3a-
BucsAT oT PH, kak ecau OGb BOCCTAaHOBJIEHHE CONPOBOXAAJOCH IIPH-
CoenHHEHHeM MNpoToHAa. B To ke Bpems penokc-moTeHuHanan Cug H
Cus (0,24 u 0,34 B) He 3aBucaAT ot pH.

Ha ocHoBe 3THX (pakTOB MOXeT GHITbH HMPeAJOXKeHa CJAeAYIoL[as JiH-
HellHasl cxeMa KOHEYHOro CerMeHTa blXaTeJbHOH Llenu:

+
HrTap ) Hnap i
7/2[JH‘.,LE*'"C —bCuA—fi—’ rem g-H ‘/—‘-é* rem as—fug—;->1/2+H20 (16)
/40, H
BH 2 "'BH

CyuiecTBeHHBIM MOMEHTOM B 3TOil CXeMe siBJIsIeTCs1 TO, YTO BOCCTa-
HOBJIeHHe reMa a NPHBOJAHT K ero MPOTOHHPOBaHHIO HoHOM Ht mat-
pukca (H'temyr), a OKuCJIeHHe — K BBICBOOOMKAEHHIO 3TOrO0 HOHA CHa-
pyxH MHTOXOHAPHH (Htgap).

AnbTepHATUBHbLL MeXauU3M  YCTPOLULTBA  LUTOXPOMOKCUOA3HO20

ApH-zeneparopa (O-uuka) Gweil HelaBHO mocTyjaupoBaH I1. Mutue-
JoM H coTpynHHKamu (1985).

Jllo6asi cxemMa ycCTPOHCTBAa IHUTOXPOMOKCHAA3kl MpeAnoJiaraer, 4To
B MOJIeKyJie ¢epMeHTa cyllecTByloT Ht-mpoBomsimine nyTH, nepece-
KallllHe 3HAaYMTEJbHYIO 4acTb THApo¢doOHOro Oapwepa MeMOGpaHHI.
ITepBoe ykasaHHe B NO/Mb3y TakOii BO3MOXHOCTH GBLIO NOJYYEHO B
Jlabopartopun aBTopa A. A. KoHcTaHTHHOBEIM ¥ coTpynHuKamu (1978).
¥YcranosneHo, 9to pH-3aBucuMOCTHL peloKC-MOTEHIHAasJa MPHCylla He
TOJIbKO IIMTOXPOMY a3 (KOTOpPHIH mepenaer 3JieKTpoHbl Ha O, c mocJe-
OYIOIIHM TpHCcoenHHeHHeM HOHOB H+ u o6pa3oBaHueM BOABI), HO Tak-
)Ke M nuroxpomy a. Okasajioch, YTO PeNOKC-OTEHIHAJ [HTOXpOoMa &
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MOXeT OTBeYaTp Ha H3MeHeHHe PpH mo apyryro cropony memG6paHshl,
T. €. B MaTPHKCe.

B onwiTax TO# xXe rpynne 6bijia HccnenoBaHa pH-3aBHcHMOCTL pe-
aKUHH CBA3BIBAHHA LIHAHHAA C T€MOM Q3 M IMOKasaHo, 4yTO Ay, npH-
JoOXXeHHass K meMOpaHe, MeHsieT 3Ty 3aBHCHMOCTb TakK, KakK ecjqu OHl
reM Qs HaxoJAHJICA B cpeaHeil yactu MeMOpaHbl H OHJ CBA3aH C MaT-
PHKCOM <«IPOTOHHBIM KOJIOJLIEM>.

Hekoropyio poab B nepeHoce NMpOTOHOB IIHTOXPOMOKCHIA30i Hrpa-
eT # cyGpenunnua I1I. BosamoxHO, OHa HEOOXONHMA 1Ji AHMEpPUSALHH

LIHTOXPOMOKCH/1a3HBIX KOMIIJIEKCOB. 3aMedYeHo, YTO cooTHouienne H+/e,
paBHOe 2, MPHUCYLLE TOJbKO JUMEPHOH (popMe HHUTOXPOMOKCHaa3k. O6-
paTHMoe obpa3oBaHue NUMEPOB MOrJo Obl CJHYXKHTb PEryJasaTopom 3¢-
(EeKTHBHOCTH IIHTOXPOMOKCH1A3HI.

OtHowenrne Ht/e, npesnlarooliee 1, GEJIO MOJyYeHO HA IPOTEOJH-
nocoMax C LHTOXPOMOKCHAA30H H3 TepMOopHuIbHOH Gaktepuu PS3,
Paracoccus denitrificans w Thiobacillus novellus, B T0 Bpems kakK
Ansa ¢epmeHTOB M3 Rps. sphaeroides u Nitrobacter 310 OTHOIeHHe
6bi10 < 1.

Caenyer oTMeTHTB, UTO 3Hepronpeobpasywoias AblxaTejlbHas LENb
LeJIOTO pAfa OakTepHH 3aKAHYHBAETCS OKCHAA3aMH, OTJHYHBIMH OT
¢dbepmeHTa aas-tuna. CpeiH HHX: LIHTOXPOM a;, COAEpIKAall[He NMPOTOreM
OKCHa3bl, TaAKHE, KAK CAMOOKHCJSIOUIMECS] IIHTOXPOMH THna b (uurto-
XPOM O M p.), a TakK¥e OKCHAa3bl C XJOPHHOBHIM TIeMOM, HalpHMep
IHTOXpoM d, H MOAUGHIHPOBAHHBIM XJIODUHOBEIM TeMOM H IeMoM C
(uuToxpom cdy).

Hutoxpom o u3 E. coli cocrout U3 uerbipex nojunentunos (66, 35,
22 u 17 kJ1a), nByx remoB Thna b (bsss U bses) W IBYX HOHOB MeHH.
On okucasier KoQH,, HO He MOXeT OKHCJIUTh LIHTOXPOM €. DTOT ¢ep-
MEeHT OTBETCTBEH 3a MOIJIOlIeHHe KHcjopoaa kJiaerkaMu E. coli, Bripa-
IIleHHBIMH B HOPMOKCHYECKHX YycioBusiX. [IpH cHuxeHuH ypoBHs Og
B Cpelle HAa CMEHYy IIHTOXPOMY O TMPHXOAHT APYroi ¢epMeHT, OKUCIAIO-
muii KoQHsz: koMmnyeke d, BKAIOYAIOIMHE ABa MOJHIENTHAA, TeMB bsss,
a; u d. Okcuja3Hble KOMIJIEKCH TUIA 0 U d mepeHOCAT yepe3 MeMGpa-
Hy TOJIbKO OJHH 3apsij Ha KaXXJH# NpoXONAIIHH Yepe3a HHX 3JEKTPOH.

3.4.6. YKopoueHHble AblXaTeJibHble LEMNH,
resepHpyoumure ApH

s 6orvuuncrea baxrepuil ahghexrusnocty ObixarenrvHoti yenu
O0KQ3bLBAETCA HUJCe, YemM 8 MUTOXOHMOpUAX. IDTO OOCTOATENbCTBO MO-
}KeT OBITH CJeACTBHEM IO KpalHed Mepe Tpex pa3HbIX [PHYHH:
1) Gosee mpocToro ycTpoicTBa MeXaHH3Ma IepeHOCa 3JIEKTPOHOB;
2) wyHTHpoBaHHs HeKoTopbix ApH-reHepaTopoB nblXaTesJbHOH IlelH
cHcTeMaMH CBOOOJHOrO OKHCJeHHSI H 3) YKOPOUYeHHS IeNH NpH
HCIOJIb30BAaHHH JOHODPOB 3JIEKTPOHOB, MO pPeNOKC-MOTeHUHany G6oJsee
nosoxuteabnbix, yem HAJIH, wunu akuentopoB 3/eKTpOHOB, GoJiee
oTpHLaTeNbHEIX, ueM Os.
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Kak 6b10 mokas3aHo (cm. pasa. 3.4.4), HAIH-KoQ-penykrasa
E. coli BHrasinuT ynpoueHHHIM BapHaHTOM TOMOJIOTHYHOTO (hepMeHTa
mutoxoHapuii. OHa colaepXMT ToJabKO 1nBa penokc-ueHrpa (PMH
H oauH FeS-knacrep) BMecTo 1lecTH B MHTOXOHApUSAX. PoTeHOH, aMH-
Taj H ApYyrHe HHrHOGHTOPH!, GJOKHPYIOLIHE NEPeHOC 3JEKTPOHOB MeXNy
FeS;2 u KoQ, He BAHAIOT Ha nuxaTenbHylo nens E. coli.

I9To0 O06CTOATENBCTBO MOXKeT HMEThb OOJbIIOH GHOJOrHYECKHH
CMBICJI, TAK KaK MMEHHO BoccTaHoBieHHe KoQ sBasercs HaubGojiee
MeNJIEHHBIM H JIETKO YSI3BHMBIM 3BE€HOM AbIXaTeJbHOH IellH, KOTOpOe
TOPMO3HTCH ILIHPOKHM KPYroM rujapo¢O6GHEIX areHToB, CHJbHO pa3JiH-
YyalouIuXcs Mo CBOed CTPYKType. MOXKHO NMPeanoJoXHUTh, YTO HpocTas,
ycrofiunBasg K HHrHOHTOpaM ablxateibHass uenb E. coli paer sto#t
GaKTepHH H3BECTHHIE MPEHMYIECTBA JJ1s1 BbXKHBAHHUS B HeGJaronpusr-
HEIX ycjoBusX. ITono6HuIll moaxon npHromeH njsi o6bsCHeHHsA (yHK-
LHH IIYHTOB CBOGOJHOTO OKHCJIEHHS, KOTOPblE€ TaKXe€ THIHYHB JJIfl
OaKTepHaJbHOTO NbIXaHHA.

AnpTepHaTHBHOE TOJIKOBAaHHE COCTOHT B ToM, uto E. coli Haxonurt-
¢ Ha 6oJiee HH3KOH CTYMEHH 3BOJIOLHH IO CPABHEHHIO C MHTOXOHI-
pUSIMH H NOTOMYy HMeeT OoJiee HH3KYyIO0 3(Q(eKTHBHOCTb HAayaJibHOro
cerMenTa AwnxaTesbHoll Uend. CyIeCTBYIOT NaHHBE, 4YTO OTHOLIEHHE
Ht/e nna HAIIH-KoQ-penykrasHoro 3BeHa E. coli He GoJibllle e1HHH-
Lbl, B TO BpeMs KaK B MHTOXOHIPHSIX OHO PaBHO ABYM.

Takaa opranuzauus HAJIH-KoQ-penykrassl He ecTb CBOWCTBO,

obuiee naa Bcex Gakrepuit. ¥ P. denitrificans cootHomenue Ht/e pasn
TOrO K€ CerMeHTa Lieny, No-BHAHMOMY, PaBHO 2.
BoccranoBnenve Hutparta. H3BecTHo MHoro mnpuMepoB, Korama

ymenblieHHe uucna ApH-reHepatopoB B penokc-lenmH HeCOMHEHHO
OKa3blBaeTCsl CJEeACTBHEM afantaldd K ClhenH(pHYeCKHM YCJOBHAM
B 3KOJIOTHYECKOH HHIlle, 3aHHMaeMOH NaHHBIM BUIOM OakTepHil.
Han6osee THNHYHBIM NMPHMEPOM TaKOH HHIIH MOTYT CJYXKHTb
cpelbl, B KOTOPbIX HeT KHCJOPOAA, HO eCThb KaKOH-JHOO npyroil OKHC-
JIUTeJb € MOJIOXKHTEJbHEIM DpeNOoKC-MoTeHUHaJsoM. Tak, cyllecTByet
JOBOJIbBHO MHOro 6akTepHH, BOCCTAHABJHBAIOIIHX HHUTPaT NO HUTPHTA

(penokc-norenuunan mapel NO2 [NOs™ pasen 40,42 B). Ecau Boccra-
HoBuTesneMm cayxut HAI(®)H (norenuman —0,32 B), to cooTBercT-

ByIOLI[asi pPelOKC-Lellb MOXEeT HCIoJNb30BaThcsl s reHepamuu ApH.
HeficTBHTENBHO, BOCCTaHOBJeHHe HHTpaTa y E. coli compoBoxmaercs

ob6pa3oBaHHeM mpoToHHoro mnoteHiHaJa. OtHoulenne Ht/e pomxHO

OuiTh HHXKe, ecid NO3 cayxut okucianteneM BMecto O, (HamoMHuM,
uTo penokc-norennnan naps HyO/Op pasen +0,82 B). Hamepennue
Koadpopuuuenta ATD/2e y Rhizobium japonicum mnokasaso, yro 3Ta
BeJHYHHA MPH OKHCJEHHH CYKIMHATa KHCJOPOAOM paBHa 2, a npH
OKHCJIEHHH HUTpaTOM — |.

Hurparpenykrasa E. coli Moxer GHTb mNoJyueHa B pacTBOPHMOM
BHAEe KaK KoMmIieKc ¢ Maccod 720 k[la, cocTaBieHHBIi H3 4YeTHIpex
TAXKEJbIX H YeThipeX JerkHx cy6belHHHU. OH cOnepKHUT yeThpe HOHA
MoJsin6eHa, BaJIEHTHOCTh KOTOPOro MeHsieTcss or 5+ A0 4+ npH BOC-
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CTaHOBJIEHHH UMTOXPOMOM bsss, CBA3HIBAIOLIMM HHTpPaTPENyKTasy C
ABIXaTeJbHOHR LEeNbIO.

Boccranossenne dymapara. BoccraHoBienne ¢ymapata B CyKIIH-
HaT (pemokc-noteHuuan 0,03 B) Takxe MoxKeT ObITb HCIOJb30BAaHO
B KayecTBe MeXaHH3Ma aKIelTHPOBAHHA 3JIEKTPOHOB C JHIXaTEJbHOMH
Leny B aHa3pOOHBIX YCJAOBHAX.

Hna Wolinella succinogenes onucana ciaenywouias peaoKC-lelNb:

Hys —ruaporenazsa —MQ —pymapatpenykrasza— pymapar (17)

Dyny4n pekoHCTPYHPOBaHHBIMH B InpoTeosiunocomax ¢ HT-ATO-
CHHTa30H, ruiporeHasa, ¢ymaparpeaykrasza u MQ KartanusupoBasiu
OKHCJIeHHe MOJIeKYJsIpHOrO Bojopona ¢ymapatoM, CONpsi)KeHHOE
¢ cuHTezom ATO.

K BoccraHoBHTensiM ¢pyMapara, KoTopbie Hapsiny ¢ Hy moryr GHTB
HCNOJb30BaHbl B 6aKTepHaJIbHHIX CHCTeMax, oTHocsaTcea Takxe HAJH,
¢popmuar u rauuepodocdar.

Bonee crnoxHas kartabosuyeckass cucTema G6blia oGHapyXeHa
Yy HEKOTophix 6akTepuid, 06pa3ylOLHX NPOMHOHAT M alleTaT H3 ABYX
MoJiekys Jakrata. OJHa M3 cTajuil mpollecca COCTOMT B MEepeHoce
snektpoHoB ¢ HAJIH na d¢ymapar, comnpsizkeHHOM ¢ reHepanueil

ApH:
ayeTar NakTaT; NaKTaT— GYMAPAT—pe- CYKLMHAT—2NPONUOHAT

2H (18)

HAQH 2H - ALH

CyulecTByeT IpHMep, Korja MONOGHBIA MeXaHH3M HCHOJb3yeTcs
B MHTOXOHApPHAX »KHBoTHoro. KMimaro ackapuas — reJibMHHTa, napasH-
THPYyIOLLlero B aHa3pOOHHIX yyacTKax KHIIEYHHKA XO3sHHa, colepxkar
60JIbILIOE KOJHYeCTBO MHTOXOHIAPHH B MHIILAX. B 3THX MHTOXOHApHAX
AKTHBHOCTb KOHEUHBIX YYAaCTKOB JbiXaTeJbHOH IleMH HH3Ka, XOTs €€
HauaJbHbIl cerMeHT oueHb akTHBeH. PepMeHTH nHKaa Kpebca, orBeT-
CTBeHHble 332 mpeBpanieHHe TPHKapOOHOBBIX KHCJIOT, OTCYTCTBYIOT,
B TO BpeMs Kak (pepMeHTH NAHKapGOHOBHIX KHCJIOT HMelTCs B GoJib-
oM kKoJuyectBe. [lokazaHo, 4yTO 3anacaHHe 3HEPTrHH MHTOXOHADHSIMH
ackapujapl o6ycaoBieHO BoccTaHoBaeHHeM (ymapata. Kak cam ¢yma-
paT, Tak ¥ BOLOPOJ, HeOGXOAHMUI [JIs1 €ro BOCCTaHOBJIeHHsl, 0Opasy-

IOTCH 34 c4eT QHUCMYyTallHH MaJiaTa:

2H Z2H

oKcanoayeTar: ManaTt; Manart——= ¢yMapar CYKUWHAT
7 (19)
HALH L A H

VICTOUHHKOM MaJjlaTa CJAYXHT Lellb PeaKuuil rJiukosnusa, obpasyro-
uas NHPyBaT U3 IVIIOKO3b. Majiar MoXeT GbiTh MOJyYeH H3 NMHpyBaTa
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nyTeM KapOOKCHJIHPOBAHHSA NOCNEJHEero, Kak 3TO NMPOHCXOAHT B YIIO-
MAHYTHIX BBiLIe GaKTEePHAX, KOTOPHE 06pa3yloT MPONHOHAT.

ITepeHoc BoccTaHoBUTEJNbHEIX 3KBHBaJieHTOB or HAJIH x ¢ymapa-
ty karanudupyercs HAJIIH-nernaporenasoii, poqoXHHOHOM (aHaJIOroM
K‘;)Q c 6Gojiee OTPHIATENbHHIM HOTEHIHAJIOM), OCOOHIM IHTOXPOMOM
bsss, OTIIMUHBIM OT TAKOBOro B KOMmJjekce bcy, H (yMmapar-peaykras-
HeiM ¢dnasBonporenHoM. [Mono6HHIi uwuTOXpOoM b yuyacTByeTr B BOCCTa-
HoBJieHHH ¢ymapara mocpenctBoM HAJIH B MHTOXOHApHMAX JApPYyrux
JKHBOTHBIX.

Crenyer OTMETHTb, UTO JIHUUHKH ACKAPHABI, XKUBYILIHE B a3pOGHHEIX
yCJOBHSIX (B KPOBH), pacrnoJsiaral0OT MHTOXOHAPHSIMH C OOGBIYHOI JbIXa-
TeJbHOH 1leNbl0 4 NoJHEIM HabopoM ¢epMeHTOB IHKJIa Kpebea.

MertaHorene3. ¥ HeKoTophix aHa3poOHBIX Oaktepuii cuHtTes AT
conpsixkeH ¢ obpa3oBaHueM MeraHa. ONMHCAaHO HECKOJIBKO THIIOB MeTa-
HoreHesa:

CO, - 4H;—~CH, 1 2H;0 (20)
CH,OH + H,—CH, + H,0 (21)
4CH,;0 H —3CH,+ CO,1-2H,0 (22)
CH,COOH—CHi, -+ CO, (23)

CucreMa MeraHOreHesa BKJIIOYAeT psij HeOGHIYHHX KopepMeHTOB
H TpocTeTHYeCKHX rpynn (measacdpaasuh, KoM, rerpanuppos). Obpa-
3oBaHue AT® TopMmosutcs pasoburutensmu u HIIK], uro ykasniBaer

Ha yyactie ApH u H+-AT®-cunrassl. IIpoTHBomosioxkHas Touka 3pe-
HHSl COCTOMT B TOM, UTO IE€PEHOC 3JIeKTPOHOB NMPH MeETaHOreHe3e CcO-
npsixken ¢ cuHTe3oM AT® mo mpuHumny cyGerpaTHoro ¢ocdopuaupo-
BaHHUs.

OKucieHne cyOCTPATOB € MOJIOXKHTENbHbIM PeJOKC-NOTEHLHAJIOM.
[IpuMepoM 3HEPreTHKH TaKoro THNa cayxut Oakrepus Thiobacillus
ferrooxidans. B xauecTBe eIHHCTBEHHOrO 3HEPreTHYECKOro pecypca
OHa MOXeT HUCIOJIb30BaTh HOH 3akucHoro xejesa (Fe?t), kotopwiii
OHa OKHUcJasieT no OKHCcHoro Xeneda (Fe3t) kucnopomom Boznyxa. Pe-
Jnokc-noteHuuan napwei Fe?t/Fedt pasen +0,77 B. Penokc-norenuunan
napet HoO/O; mpu HefitpanbHom pH oxkaswiBaercs paBHbim +0,82 B.
Takum o6pa3oM, pasHOCTb NMOTEHIHAJOB MEXAY OKHCJHTEJEeM H BoC-
CTaHOBHTeJeM COCTaBJsieT MH3epHyl BennunHy nopsanka 0,05 B, uro

HeJoCTaTOYHO AJis reHepaudd ApH (okosio ueTBepTH BosbTa), HEOOXO-
auMoi nns cuHtesa ATO.

Pewenne 3toro Bompoca GbiJIO HaliieHO, KOTJa NPUHAJH BO BHH-
MaHHe 3aBHCHMOCThL pellokc-noreHuuana mapu HyOf/O, or pH. Tak

Kak MOHbl BOJAOpOJa y4acTBYIOT B o6pa3oBaHuu Boabl H3 Og(Oz+4e+
+4H+->2H,0), 3ToT pemOKC-MOTEHIHA) CTAHOBUTCS GoJiee MOJIONKH-
TeJbHBIM MO Mepe 3aKHCJIeHHs CPellbl, KOTOpOoe CIBHraeT BIpaBO paB-
HOBeCHe peaKIHH BOCCTAHOBJIEHHSI KHCJIOPOAA.

KosnuectBeHHO 3TOT caBur paBeH 0,06 B na emununy pH. Takum
o6pasom, Hanpumep, npu pH=3 penokc-norenunan napu HO/Oq
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6yner 0,82 B+ (0,06 B-4)=1,06 B. 310 nHa 0,29 B mnosoxureibHee,
9eM pelokc-noTeHunan napu Fe?t/Fe3* koropwiii He 3aBucut ot pH,
H60 B OKHCJIEHHH 3aKHCHOro xesesa uoHb H* He yyacrsyior. Takas
pasHoOCTh MOTEHUHAJOB AocTaToyHa, 4YToOm co3nats AuH, Heobxomm-
Myio s cuHTe3a AT®. Bor moyeMy xKesne3oGakTepuH KHBYT TOJBKO
npu kucabix pH (ontumym pH pna Th. ferrooxidans wuaxomutcs
Mexny 3 u 1).

CyllecTBYIOT LaHHble O TOM, UTO cHCTeMa okucjenus Fe?t Bkiioya-
€T 1Ba LUTOXpOMa b, HECKOJIbKO LIUTOXPOMOB THIA C, Ba MOHA MEIH,
a TaKxkKe [BYreMOBbIl LIHTOXPOM @, B Ka4eCTBe KOHEYHOH OKCHIA3HI.

Cuntes AT® — mms onma u3 npoGseM, KOTOpble NPHXOAHTCS
pewarb Th. ferrooxidans. Jlpyras mnpo6/seMa— KaK HCIOJIb30BaTh
JOHOpP 3JIEKTPOHOB C TMOJIOXKHTEJbHBIM PENOKC-MOTEHIIHAJIOM JJIS
ofOecrieueHust OHOCHHTE30B BOCCTAHOBHUTEJBHBIMH  3KBHBAaJIEGHTAMH.
Th. ferrooxidans moxeT o6pa3oBaTh BCe KOMIIOHEHTHI CBOell KJETKH
u3 CO,, HyO, NH; 1 MuHepaabHHIX cosell. UTo6H m0OCTHYBL 3TOrO,
Heo6xoZUM KaKoH-To MexaHu3m BoccraHoBieHus HAJI(P)* u dnasu-
HOB mocpeactBoM Fe?t. D10 BoccraHoBiieHHe Tpebyer 3aTpaTh 3Hep-
I'HH, TaK Kak 3HayeHHs penokc-noteHuuanoB HAJI (®P) u daaBHHOB
ropa3fgo oTpHIaTesNbHee, UeM 3HadYeHHe MOTeHnHaJsa mapu Fe?t/Fe’t,

UTo6r mpeonodieTh 3TO 3aTpyAHeHHe, 6akTepHs HcIoJb3yer obpat-
HEJi IIEPEHOC 3JIEKTPOHOB B CPEAHHX M HAayaJbHHIX CerMeHTax Jbixa-
TeqbHOH Iend. HaspaHHuii npouecc nuraercs 3Heprueit ApH, obpa-
3yeMOil B KOHEYHOM CerMeHTe [eIlH.

Cxema 3HeprooGecrieyeHHsi XKeje3o0akTepuil mnpearnoJaraer, 4TO
3JeKTPOHHI, oTo6paHHble oT Fe?t, mocTymaloT B LHTOXpOMOKCHAA3HYIO
CHCTEMY, KOTOPAsl NMEPEHOCHT 3JIEKTPOHH Ha KHCJOPOA CONPSKEHHO
¢ renepanueid ApH. Ob6pasyeMblli MPOTOHHBIH MOTEHLHAJ 3aTeM HC-
NOJIb3yeTCsl He TOJbKO s cuHTesa AT, Ho U ays obecrieueHHs BceX
npouHx BHAOB paboThl, MpUCymHX GaKTepuajbHoii MeMmOGpaHne. Kpowme
toro, ApH ytuausupyercsi, uro6u pasBepHyTb Bcnsath KoQHs-1uto-
xpom_c-penykrasuyio ¥ HAIIH-KoQ-penykrasHylo peakiuH, KOTOpHe
u3 AuH-reHepatopoB craHoBsiTcst moTpebutenssmy ApH:

+

HAL KoQ Fe?; Fe2* )
—\O -\ AﬁHj ’ (24)

OnbiThl, MNpoBeleHHble ¢ ABYMS BHAAaMH  Xese300akTepun
M. U. X. Anumom u coTpynHuraMu, a takxke I'. B. TuxoHoBo#, moka-
3asH, uto Fe?t felicTBHTeNbHO MoxeT BoccraHaBauBatb HAJIY mo-
cpeACcTBOM O0paTHOrO IMepeHoca 3JeKTPOHOB, KOTOPHIH NMOANEPHKHBAET-
cd 3Hepruefl, nNpoAyLHPyeMOH B KOHEYHOM Ce€rMeHTe JbIXaTeJbHOH
Iend. B cOOTBeTCTBHH ¢ 3TOH cXeMOH Obl10 TakKxke HaHIoeHO, 4TO
Th. ferrooxidans copepUT OrpOMHble KOJHYECTBA LHTOXPOMOB C
H IHTOXPOMOKCHAA3h, B TO BPeMsi KaK KOMIIOHEHTH CpeJHero u Ha-
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YaJbHOTO CerMeHTOB LeNH IpeacTaBjieHb B ropas’io MeHbLIHX KOJIH-
yectBaX. Takas runeptpodHs LHTOXPOMOKCHRA3HOH CHCTEeMBl OOBbsc-
HsleT HCKJIOUHTEJNbHO BBHICOKYIO CKOPOCTh NOTpebJieHHsI KHCJOpojaa Ha
1 mr 6enka, KOTOpasi OKasaJjlacb B CeMb pa3 BHIILe, YeM y MHTOXOHJ-
pHii cepaua OblKa. IDT0T (HaKT CTAHOBHTCSI BIIOJIHE NOHSITHHIM, €CJIH
yuecTb, YTO ¥KeJe306aKTepHH pacnoJaramT Tojbko ogHUM ApH-reHe-
paTopoM, IOCTABJISIIOLUIHM HeOOXOAHMYIO 3HEPrHio AJs Bcex (YHKIHH

KJIETKH.
Fe?t — He enHHCTBEHHHIH MAOHOD 3JIEKTPOHOB C TOJIOXKHTEJbHBIM

pelOKC-NIOTeHLHAJOM, YTHIH3HpyeMHlit 6akTepusiMu pona Thiobacillus.
OnH crocOOHBI OKHCJIATH THOCYJb(AaT B CyJab(ar yepe3 LHTOXPOM €
H HUTOXPOMOKCHAA3Y:

S, 03~ 4-20,4 H,0—250%~ - 2H+ (25)

[Tpouecc conpsizkeH ¢ cuHte3om AT®, npuueM pa3obliuTeNH — IPOTO-
HO(Opbl 6JOKHPYIOT 3TOT CHHTES.

Cutyauus, aHajoruynasi takoBofi y Thiobacillus, nabawopaercs
takxe B cayuae Nitrobacter, okucasionmero HHTPUT. DJIeKTPOHBI, OTO-
OpaHHBle y HHTDHT4, KOTOPHH IIpeBpalllaeTcsi B HHTpaT (penoKc-
noreHuuan +0,42 B), nmepeHocsiTcsT Ha HHUTOXPOMOKCHAA3Y, a 3aTeM
Ha Oq. DTOT nMpouecc nocrasisieT 3Hepruio auas cuute3a AT® u nepe-

Hoca 3aekTpoHoB or NO2  k HA/TH.

Oxkucnenve NHz pgo NOz (pemokc-noteHuuan -0,44 B) uepe3
THAPOKCHJIAMHH HCIOJb3yeTCsi HeKOTOPhIMH GaKTepHsiMH JJIsi BOCCTa-
HOBJIEHHsI IIHTOXpPOMAa THIIA € H OpPraHH3anHH 3HepreTHYECKOi CHCTe-
MBI, TOAOOGHOH TeM, YTO ONMCaHH B 3TOoM pasiaene. ¥ Nitrosomonas
europae B okucieHnd NHj, no-BuAHMOMY, yuacTByeT LHTOXPOM 4.

3.4.7. Nytu ¥ 3p(PeKTUBHOCTb UCNOJB30OBAHUS A;—LH,
obpasyemoii apixatedbHoii nenslo. OTHoweHue P/O

IIpotoHHBbIl moTeHUuas, o6pa3yeMmblil nbixatenabHbiM AuH-renepa-
TOpOM, MOXKeT OBbIThb HCNOJB3OBAaH AJs ofecneueHusi Bcex THNOB pabo-
Thl, IPOH3BOAUMON GHOMeMOpaHaMH. ¥ THNHYHBIX AblIIAIIHX GaKTepHH
NPOTOHHBIH NOTeHUHan norpebiasiercs raaBHbiM opa3oM HY-AT®-cuH-

ta3oit, ApH-aBuxuMBIMH TpaHcnopTepaMu wmera6oautoB u Ht-mo-
TOPOM.

B MHTOXOHApDHSAX MOCNENHSIst CHCTeMa OTCYTCTBYyeT, a cHHTe3 AT®
npeAcTaBisieTcsi raaBHHM notpebutenem ApH. 910 He o3Hayaer, on-
HaKoO, YTO aJIbTepPHATHBHble 3HEpPreTHYeCKHe NOTOKH KOJHYeCTBEHHO
He3HaYHTeJbHH B 3THX opraHeanax. Kak mokasniBaeT npocToii pacuer,
B YCJOBHSIX, KOra CHHTe3 BHeMHTOXOHApHasJbHOro AT® u3 BHeMHTO-
xoHapuaabubix AI® u ¢ocpara cayXHT EZHHCTBEHHOH (pyHKUHeH
mutoxoHapuu, H+-AT®-cunrasa norpebasier He GoJee 2/; oT o6Gpasye-

Moit neixanneM ApH, B TO BpeMsi Kak o0cCTajJbHOe HCIOJb3yeTcs

ATO* /Al D3 -antunoprepom u HoPOy , Ht-cumnoprepoM. 3tH coort-
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HOLUEHHSI NPAMO BHITEKAIOT H3 Npexanoioxkenus, uro HH-ATP-cunrasa
o6pasyeT ONHH BHYTPHMHTOXOHApPHaabHHH AT® Ha gBa wnona Ht,
TpPaHCIIOPTHPYeMBle CHADYKH MHTOXOHIAPHH B MAaTPHKC, H YTO OoOMeH
ONHOTO BHYTPHMHTOXOHApHaJbHOoro ATQ Ha BHEMHTOXOHJAPHAJbHHE
AId® u docdar compsikeH ¢ mnepeHocoM omHOro HoHa H+ (cMm.
pasn. 5.2). Kpome Toro, TpancnoptT HeKOTOpHIX CY6CTPATOB AbIXaHHS

H3 nHto30sas1 B mMaTpHKc Tpebyer ApH. Ilostromy H+-AT®-curHrasa
norJioliaer MeHblue 2/3 3HEPrHH, KOTOpPAsi MOCTABJsIETCH AHIXaHHEM

B BHle ApH maxe B ToMm cayuae, korna ¢yHKIHS MHTOXOHApPHi orpas
HHuHBaeTcsi oOpa3zoBannemM AT®. Jra BenuunHa HoMKHA ObITh B Hefi-
CTBHTEJIbHOCTH ellle HHXXe, eCJAH IPHHATbD BO BHHMAaHHE, YTO MHTO-
XOHJIDHH BBINOJIHSIIOT TaKHe (PYHKIHH, aJibTepHaTHBHbE OKHCJIHTEJbHO-
My ¢ochOpPHIHPOBAHHIO, KaK TPaHCNOPT HOHOB, a B HEKOTOPHIX
cayyasix TakXe M 0o6pa3oBaHHe TENJIOTH. DTH MNpoUecchl, KaK H AeH-
CTBHe WIYHTOB CBOOGOJHOrO OKHCJEHHs, MOryT CHHXAaTb JOJIO
H+-AT®-cuHTa3n B HCNOJNB30BAHHH 3HePrHH, IOCTaBJAsieMOH AHXa-
TeJIbHOH LielbIo.

Mepoi agpgpexTusnocTu Ovixanus Kak TNOCTABIIMKA 3SHEPrHH AN
cuHTte3a AT® MoxKeT CIyXHTb OTHOLUEHHe KOJHYeCTBA CHHTE3HPOBaH-
Horo AT® unm screpuduuupoBanHoro ¢ocpara K KoJaHdeCTBy noTpeb-
asiemoro kuciopopa (AT®/O uau PjO). Kpurepuit P/O 6bu1 npendio-
xkeH B 1939 r. B. H. Beauuepom u E. T. Lln6akoBoii.

Hass  muroxoHapuil, okucasiomux HAJl-3aBucuMEe cy6cTpaThl,
CyKIHHAT HJH ackopObar, 3KClIepUMEHTAJbHO H3MepeHHble BEJHYHHH
P/O, kak npaBujio, OKa3HBAaOTCHd COOTBETCTBEHHO OKOJIo 3, 2 u 1. Bos-
HHKaeT BOIMPOC, HACKOJBKO OJIH3KH 3TH 3HAayeHHH K TEOpPeTHYEeCKH
MakcHMaJbHBIM oTHolleHHsIM P/O, Kotopble poJKHB OblJiH OH Ha-
6aogatbcs npH ycaoBuH, uto H+-AT®-cuHTa3a u cucreMa aHTHIOPTA

ATO/ (AP +Dy) saBAsAIOTCS eaWHCTBEHHBIMH mnotpebutensMu ApH.
Urto6bl HaliTH MaKcHMaJjbHoe 3HaueHHe P/O, mocratouHo pasaeiutb
KOJIUYECTBO NPOTOHOB, NMEpeHOCHMBIX H3 MAaTPHKCa B MexMeMOpaHHOe
NPOCTPAHCTBO NPH BOCCTAHOBJEHHH OJHOIO aToMa KHCJAOpoAaa, Ha 3.
Henutens, paBHbii 3, 6epyT HCXOASl M3 AOMYIIEHHS, YTO CHHTe3 OAHOH
MOJIeKYyJIbl BHYTPHMHUTOXOHApHAJbHOro AT® conpsizkeH ¢ BO3Bpallle-
Huem B Marpukc asyx Ht, a antunopr AT®gu/ (AP + Py)pap — 0-
Horo Ht.

U3 puc. 30, A sicHo, uto obumee umciao Ht, TtpaHcnopTHpyeMHX
yepe3 MeMOpaHy Ha KaXnbli aTOM KHCJOPOZAa, paBHO MHeCATH, eCJH
okucasiercsi Kakoit-nu6o HAJl-3aBHCHMBII cy6GeTpaT (BKJIOYEHH BCE
TpH abixateabHbix AuH-reneparopa). Jlas cyklHMHATa, OKHCJSIOLLETO-
cs, munys HAJIIH-KoQ-peaykrasubii ApH-reneparop, 310 uHCIO
paBHO IlleCTH, a AJsi ackopbata, mMoOAKJIOYalollerocss K AblXxaTeJbHOH
IlenH Ha ypOBHe IHTOXpPOMAa €, OHO pPaBHO ueThlpeM. UTO Kkacaercs
MakcuMmasbHO# BeanuuHbn P/O, to oHa Gyner cocraBiste 10:3=3,3
anst HAJl-3aBucumux cy6erpatoB; 6:3=2,0 aas cykuuHata u 4:3=
=1,3 nns ackop6ata. DTH BeJHYHHH OJH3KH K 3HAYEHHUSM, MOJIy4YeH-
HBIM 3KCNepHMeHTaJbHO.
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HutepecHass nmpobseMa BO3HHKAET NPH PacCMOTPEHHH IhIXaTelb-
Horo ¢ochopuHpoBaHHs B KJeTKax Oakrepuii. 31ech HaTHBHaf
cHcreMa (HHTaKTHble 6aKTepHH) NOJIXKHAa XapaKTepH30BaTbCH BeJHYH-
woii P/O, paBuo#t 5 nns HAJl-3aBucuMBEIX cy6CTPaTOB IPH YCJIOBHH,
YTO AEHCTBYET AbiXaTesbHasi Ielb MHTOXOHApHaJbHOro THna. OnHaKo
pacuer NMOKa3bIBAeT, YTO IPH CTOJIb BLICOKOH 3((heKTHBHOCTH HauyaJjb-
Hblfi U CpellHMH CerMeHTHl JbIXaTeJbHOH HeNd HAOJXKHH paboraTh
C 3HepreTHYeCKHM Ae(HLHTOM, T. €. BHAENSIOLIelics 3HEPrHH He MO-
JKeT XBAaTHTb Ha NoaAepXKaHHe peanbHux BennunH ATO/(ALD 4 Dy),
Habaoopawwuxcss B kierke. OfHUM H3 nyTed pellleHHST 3TOro mnapa-
JOKca MoxeT OHITb TMpeANoOJiOXXeHHe O TOM, 4Yro OGakTepHaJbHas
H+-AT®-cuHTa3a nepeHoCHT He ABa (KaK 3TO NpPeANOJaraioT AJs
MHTOXOHJApHIi), a Tpu HoHa HT Ha kaxauiit cuHTesupoBauHHublt ATO.

3.5. bakrepnopoaoncux

3.5.1. IlpuHuun peicTeus

B 1971 r. 1. Ocrepxenbt 1 B. CTokeHHYC OTKPHUIH 6axkTepuopodo-
ncux — peTHHallb-cofepxKalHii OeJOK-— B MeMOpaHax 3KCTpPeMaJibHO
ranopuabHoit 6akrepun Halobacterium halobium. B panbHefeM
OBIJIO NPOJIeMOHCTPHPOBAHO, YTO OH (DYHKLHOHHDYET KaK C8€eT03a8UCU-
Mot H-nacoc.

BakrepHopononcuH npeacrtabisier co6oif OMMHOYHBIH TNOJHIENTH
¢ Macco#t 26 klla, uTo 3HAYHTENBHO MeHblUe, UeM y BCeX APYTrHX H3Be-

ctHbix ApH-renepatopoB. BaktepuopomoncHH JokanH30BaH B CHelH-
aJbHbIX 00J1aCTAX UHTOIJa3MaTHUecKOH wmeMOpaun H. halobium —
TaK Ha3bIBaeMBIX nypnyprelx 6iswkax, nocruramomux 0,5 MKM B aHa-
Metpe. Jdpyrux GenkKoB B OJSIIKAX HeT, TaK 4YTO GaKTEPHOPOLOICHH
BBIIIOJIHSIET CBOH (PYHKHHH caMocTosiTeIbHO. OGHYHO MOJIeKyJbl Gak-
TePHOPOJONCHHA in vivo obpa3ylorT TpuMmeph. OnHaKo U B MOHOMep-
Hoit dopMe 3TOT GesloK 3¢ eKTHBEH KaK MNPOTOHHBIA Hacoc.

Takue npoueccH, Kak MeXMOJEKYJApHHH IepeHOC OKHCJIHTEJIbHO-
BOCCTAHOBHTEJIbHbBIX 3KBHBAJIEHTOB  MJH THAPOJIH3  KOBaJEHTHBIX

MaKpO3prHYecKHxX CBsi3ed, nporekawoiue B apyrux ApH-reneparopax,
B 6aKTepHOpPOAONCHHA He OOHApPyXKeHHI.

CorsiacHO cOBpeMeHHO#f TOYKe 3peHHs], Mmexanu3m Oelcreus 6ak-
Tepuopodoncura coctToutr B cieaywoueM. IToraomenHe ¢oroHa ocrar-
KOM peTHHaJisl, KOBAJ€EHTHO CBSI3dHHbIM MOCPEeACTBOM aJIbAHMHHHOM
CBSI3H C g-aMHHOrpynmnoi ocratk# Lys-216 B MoJekyne 6aKkTepHOpPOAO-
NCHHA, BBHI3bIBaeT H30MEPH3aUHI0 PpeTHHAJAs NO THNY <«NOAHOCTbHIO
Tpanc—13-yuc» (puc. 34). 3tor 3ddekT conpoBOKAAETCI OYEHb
PE3KHM «KHCJBIM caBHrom» pK HMHHHOro asora umup¢hoBa OCHOBaHHS,
KOTODHI B TpaHCH30Mepe NPOTOHHPOBaH. B pesyabTate mHPEGHOBO
OCHOBaHHe TepsieT CPOACTBO K NMPOTOHY H AenpoTtoHupyetrcs. Cuuralor,
YTO BhICBOGOKAAIOUIHICH NPOTOH BHAeAsieTCsi B BHAe HOHa HT B BOA-
HyIO (pa3y cHapystu KIeTKH. 3aTeM NMPOHCXOAHT TEMHOBasl IIHC-TpaHC-
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H3omepusaunusa, pK wudgoBa ocHoBaHHs BO3Bpallaercd K HCXOAHOMY
3HauYeHHIO, T. €. CPOACTBO OCHOBAHHs K IIPOTOHAM BHOBb BO3pacraer.
B pesyabTaTe 1wWH()pGOBO OCHOBaHHE NMPOTOHHPYeETCS, NPHYeM AJs1 STOH

CH; CH3 CHs CHz

MonHOCTbIO TPaHCHU3IOMEp

hy

CHy CH CHs CHy
NRVIRXVRNR

\N/H 13- lucusomep
N

benok -

CHy

Puc. 34. Ceero3aBHCHMas NOJHOCTBIO TPpaHC—-13-1uC-H30MepH3alust OCTaTKa PETHHANS
B 6aKTepHOPOLOINCHHE

Leau Hcnoabdyercas H*F, mocrynamoomuil usnyrpu GakrepuasbHOH KieT-
KH. Takum oGpa3oM, BHI3BBaHHOe CBETOM LHKJIHYECKOe IpeBpalleHHe
6akTepHOPOJOICHHA OKa3blBaeTCs CONPSAXKEHHBIM ¢ TPAHCIIOPTOM HOHA
H* yepes uuronnasmarnueckyio mem6pany H. halobium.

3.5.2. CTpyKkTypa GaKTepHOPOAONCHHA

BakrepHopogoncHH oKasascsi XpoHoJsioruueckun nepBbiM AuH-re-
HepaTopOM, IJisi KOTOPOrO yAaJjoCh BBISICHHTb NEPBHYHYIO CTPYKTYpY.
1o 6myo caenano 0. A. OpunnnukoBuiM, H. I'. A6aynaeBeiM H co-
tpyaHukamu (1978), a nmosmnee X. I'. KopaHoit M ero koajeraMu
(1979). Oxka3zanock, uto 6ea0k coctour u3 248 aMUMOKUCAOTHbLX OC-
Tatk08, obpasyrwujux cemv eudpogobueix nocaedosaresvrocred: (mo
24—28 aMHHOKHCJOT Ka)jas), uepenylolHxcs ¢ Gpjiee KOPOTKHMH
ruApoGHIbHBIMYE IOCHdenoBaTelbHOCTAMH. Kpome Toro, Ha C-KoHIe
MoJleKyJbl Oejlka HaxOAHTCH THAPOOHJIbHAS IOCJEA0BATEJbHOCTD,
BKJIOyampllasg He MeHee 20 aMHHOKHCJIOT.

B 1975 r. P. Xennepcon u Il. AHyHH ony6JHKOBaNH NpPOCTPAHCT-
BeHHy10 MOJleJlb 0aKTepHOpPOJOIICHHA ¢ pa3pelllenneM mopsiaka 0,7 HM.
B 3T0i1 paboTe aBTOPH HCNOJIB30BAJH YHHKaJbHOE CBOHCTBO GaKTepHO-
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poaorncHHa: 00pa30OBHIBATH in ViV0 AByMepHHE KPHCTaJaJh B Tex obJia-
crsix 6akTtepHasbHOH MeMOpaHbl, rAe OH JioKajau3oBaH. Hcrnoab3ys
3JIEKTPOHHBLII MHKPOCKOINl H MeTOJA aHaJsu3a JH(GGPAKIHH 3JE€KTPOHOB,
aBTODHI NOJYYHJIH H300parkeHHst 6aKTepHOPOAONCHHA, NpHBeleHHKe HA
puc. 35, A. b. Okasanoch, 4TO NOJHNENTHAHAS Lelb GaKTepHOPOHOI-
€UHa ceMb pa3 nepecekaer MeMOpaHy, OPMHDPYSl CeMb Q.-CIHPAJbHBIX
KOJIOHH (KaxJast BbICOTOH mopsiika 3,5 HM), 06pa3oBaHHHIX B OCHOB-
HOM ruapodo6HHMH amHHOKuciaotramu. Ha puc. 35, 5 ortcyrcTBylOT
THAPO¢ HIIbHbIE BCTaBKH, CBSI3hBalOLIHe THAPOGOOHLIe KOJOHHB, TakK
KaK paspelleHHe MeTOJa CJAHIIKOM HHM3KO, Y4TOObl HX YBHAETb.

YcranoBaeno, yto N- H C-KOHIB NOJHIENTHAHOH uenu OGakrTe-
PHOPOJAOINICHHA HAXOASITCS MO pa3Hble CTOPOHHl LMTOMNJIAa3MAaTHYECKOH
MeMGpaHbl: N-koHel o6paleH HapyxKy, a C-KOHell— BHYTPb KJIETKH.
IT0 3aKJIOYeHHe OCHOBHIBAeTCA Ha JAaHHHIX ONBITOB IO AeHCTBHIO
IPOTEOJIUTHYECKHX (DepMeHTOB M MOHOKJIOHAJbHHIX AHTHTeJl B CHCTe-
Max [ABYX THIIOB: CYOKJeTOYHHIX YACTHLAX C TOH 2Ke OpHeHTauueil
MeMOpaHH, YTO y KJ€TOK, H IPOTeOJHIocoMax ¢ o6paTHOH OpHeHTa-
nHell MeMOpaHH.

STH MeTOAH OBLINH NPHMEHeHH TakKXe [Js1 JIOKAJH3alUHH THAPO-
GHIbHEIX CBSI30K MEXAY a-CIHpaJbHBIMH KoJoHHaMHu. [lokasaHo, uro
KoJOHHH A (6auxahmas Kk N-xoHny) u B (BTopas mno cuery OT
N-koHIa) CBsI3aHE y4aCTKOM IIOJIHIENTHAHOH IeNH, COAEepIKalIHM
Asp-36 u Phe-42, xotopble AOCTYNMHBI AJis AHTHTEJ C IIHTOIJIA3MAaTH-
yeCKOl cTopoHbl MeMOpaHH. Caenymiolias cBsidaka (MexAy KOJOHHaMH
B u C) obpameHa B nepumaasMy H BkJawodaer Leu-66 u Gly-72.
Cesizska C—D 3kcrnioHHpoBaHa B nuromaasMy. OHa COCTOMT H3 aMHHO-
KHCJIOT, JIOKaJH30BaHHLIX Ha yuyacTke Mexnay Tyr-83 u Met-119. O6-
paboTKa JakTONepOKCHAA30# BHIsiBHJA, yto Tyr-131 u Tyr-133 Haxo-
ASITC HA BHellIHeH CTOpOHe MeMOpaHH, Yy4yacTBysl, NO-BHAHMOMY,
B cBsiske D—E. Cesisku E—F u F—G okasaJiicb, COOTBeTCTBEHHO, Ha
BHYTPEHHEH W BHelllHEH CTOpPOHAX, npHYeM OBUIO IMOKAa3aHo, YTO B
cesiske E—F nns o6pa3oBaHHsI aHTHTeHHOH NeTepMHHAHTHI CylIeCTBeH
Phe-156, a B cBaske F—G — Glu-194.

OcraTok peTHHasnsi B MoJieKyjJe GaKTePHOPOAONICHHA CBSI3aH C
Lys-216, nokan1u3oBaHHBIM, BEPOSITHO, B KOJIOHHe (.

MeronoMm JHHEHHOr0O [HXPOH3MA YCTAHOBJEHO, YTO NOAHOCTHIO
TPAKC-PETUHAAL 8 6aKTepuopodonCune HAKAOHeH nod yeaom 19—28°
K nA0CKOCTU membparosl.

U. P. Ha6ues u corpyanuky B rpynne 0. A. OBunHHHKOBa Henas-
HO MPHMEHHJH CIeKTPOCKONHIO THFaHTCKOro KOMOMHAIMOHHOTO pac-
CesiHUSI 1Jisi M3y4YeHHsl INOJIOXKEeHHsI peTHHasnsi B MeMOpaHe nypHypHOH
6/sIlIKH. YCTAaHOBJEHO, YTO peTHHAJb 3aJjieraer Ha rJayOuHe Bcero

Puc. 35. [IpocTpaHcTBeHHAsi opraHH3alus G6aKTepHOPOONCHHA:

A — kapTta pacnpeleJyIeHHs1 3JIGKTPOHHOA IJIOTHOCTH B nypnypHolt Gasiike (npoekuus Ha nAoC-
KOCTb MeMOpaHBl); OOHa H3 MOJIEKyJN OaKTepHOpolIoNcHHa o6BeleHa NYHKTHPOM, syefika JABY-
MEPHOro KpHCTajjia — CNJAOWHOA NHHHel;

b — Bun ¢60Ky MomeaH OHNHOM MoJekyJinl OaKTepHOpPOIONCHHa, PEKOHCTPYHPOBAaHHOR Ha OCHOBE
KapT pacnpefeNieHHsl 3JIeKTpPOHHOA NaotHocTH (no R. Henderson et. al., 1977);

B — BeposiTHOe pacloJIOXKeHHe CeMH O-CIHpaJbHHIX KOJOHH H OCTaTKa peTHHalsd B MOJeKyJe
GaktepHopononciHa (no H. P, HaGueBy u np., 1985)
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0,6—0,9 HM OT BHeluiHeii NOBepXHOCTH MeM6paHn. HMeHHO Takoe
MOJIOXKeHHE PeTHHAaJsl ObLJIO MOCTYJHPOBAHO 3aJ0JI0 A0 3THX ONKITOB
pa6oTaMH aBTOpa H COTPYAHHKOB Ha OCHOBAHHH H3MepeHHiH OLicTpoi
KHHETHKH reHepaudH Ay 6aKTepHOpOHONCHHOM (cM. pasn. 3.5.6).

X. I'. KopaHa u COTpYAHHKH TIpeANpHHSJIH HONBTKY BHISICHHTD,
C KaKHMH aMHHOKHCJIOTHHIMH OCTAaTKaMH KOHTAaKTHpYyeT JAHCTaJjbHasf
9acTh peTHHass1 (HOHOHOBOe KOJblLO). DHJ CcHHTe3upoBaH aHaJior
peTHHaJsA, rae HOHOHOBOE KOJIbLO 3aMeHHJH Ha ¢oTtoadp¢puuHyl0 M-AH-
a3HPHHOMEHHJILHYIO IPYNNHPOBKY. BaktepHOpoaoncHH HHKyOHPOBaJH
C aHaJIOrOM B TeMHOTe, a 3aTeM IOJyueHHHH XpOMOIPOTEHH NOJABEPT-
Ju pedctBuio cBera. Ilocaenyromuii aHanus mnokasaJ, 4To AHA3HPH-
HOBas Trpynna IpeHMylLleCTBeHHO IHpHCOeAHHsieTcss K Ser-193 wu
Glu-194. Kak yXe OTMeuaJsioch BHIllE, 10 AaHHBIM OIBITOB C aHTHTE-
Jamu ocratok Glu-194 HaxoauTcsi BOGAHM3H BHellHeHl MOBepXHOCTH
MeMGpaHH, yyacTBysi B O0Opa3OBaHMH CBSI3KH MeXJy KOJIOHHAMH
FueG

HccaenoBanusi ¢ npuMeHeHHeM nH(}pPaKUHH HEeATPOHOB MNOKa3aJiH,
YTO peTHHa/b pachnojioXxeH BHYTPH MOJeKyJbl O6akTepHOpPOAOINCHHA
(ec1im cMoTperb Ha MeMOpaHy cBepxy) Mexay KojioHHamu C—E,
C OLHOM CTOPOHH, u KoJioHHaMHu F u G —c apyro# (puc. 35, B).

3.5.3. Jiunuasl 0aKTEpUOPOAONCHHOBLIX OJAHIEK

B nypnypHBiX 6asiiikax 6aKTepHOPOJOINCHH COCTaBJsgeT oKoso 75%
BelllecTBa MeM6GpaHH. OcraiabHoe — ghocho- u cyrsgorunudel u xKapo-
TUHOUOWL.

Ha odun 6axrepuopodoncunoselii Tpumep 8 baswike npuxoOurcs
npumepro 30 morexys gocgo(cyasvgho)aunudos, npuieM TPH H3 HHX
pacnosiaraloTcsi B 1leHTpe TpHMepa, a ocTajbHble — MeXJy TPHMepa-
MH. Bce JIHIHABI OTHOCATCSL K KJIACCy TEPReHOS8, UTO XapaKTepHO AJis
MHOrHX Oakrtepuit — repMo¢uioB (H. halobium He TOJBKO Tano-, HO
H TepModusn). Bo3MoOKHO, 4YTO GOKOBHE MeTHJbHble TpYIIL B pas-
BeTBJIEHHBIX (TepIIeHOBBIX) YrJeBOAOPOAAaxX INPeAOTBPAILalOT CJAHUIKOM
IUVIOTHYIO YIAaKOBKY JIMIIHAOB B MeMOpaHe. B aApyrux ciayyasx Ta xe
lleJb JOCTHraeTcsi MPHCYTCTBHEM HEHACHIIIEHHBIX JKHPHBIX KHCJIOT.

YraeBogopoAnble nenH GochoaunuaoB raJjobakTepHil SIBISIOTCSA
OCTATKaMH XHPHHIX CIHPTOB, a He XXHPHBIX KHcJOT. ClenoBaTesbHO,
¢ochONHNUAN 3THX MHKPOOPraHH3MOB NpeACTaBJAIOT COOOH MPOCTHE
s¢puphl, a He caoxHble. Posb XupHoro cnupra urpaer dueudpoguron
(C20HsiOH) (puc. 36). Cpenn MHHODHBIX (OC(OJHNHAOB, He MNOKa-
3aHHBIX Ha DHCYHKe, CJefyeT yIMOMSIHYTb aHAaJOTH (ocaTHAHIrIHILe-
pothochaTa, B KOTOpHIX KOHeuHas ¢octaTHas rpynmna 3amMeHeHa Ha

—
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Puc. 36. JIunuaw MemGpaH ranobGakrtepufi:

dopMyan purHapodHTONa, AHKONMHHa H Q-CGakTepHopybGepHHa H3006pa)<KeHhl TaKHM
o6pa3oM, yToOGH NOAYEPKHYTb HX CXOICTBO C peTHHalleM

3.5.4. ®oTouUKSN OAKTEPHOPOAONCUHA

[lorsoleHHe ¢oToHa G6GaKTEPHOPOAONCHHOM BHI3LIBAET PAN IIpe-
BpallleHHH, 3aMKHYTHX B yuxka (puc. 37). Kaxnoe H3 HHX MoOXeT
ObITh MPOCJIEXKEHO MO XapaKTepHOMY CHNEKTPaJbHOMY CABHIY. ¥YXe B
1971 r. J1. Octepxenbtr u B. CToKeHHyC omucasu KJIIOUEBOH HHTepMe-
avat 6aKkTepHODOAOINCHHOBOro (pOTOUHK/A, MOIJOILAOIIHI CBeT NpH
ropa3no GoJiee KOPOTKO# aJiHHe BOMHH (412 HM), yeM HcxoaHas ¢op-
Ma 6aktepuopoporncuHa (568 HM). IlockonbKy 3TOT CHEKTpaJbHBIH
caBur noaobeH nepexoay poaoncuH—merapogoncud I[I (MII) B 3pu-
TeJIbHOM pOAOICHHE, KOPOTKOBOJIHOBH} HHTepMeaHaT 6aKTepHOPOAOI-
cuHa 6bl1 Ha3BaH My 2. B mocieayromux pa6orax ObljH BHISIBJEHH
IBa HHTepMeAHaTa Mexay 6aKTepHOpPOAONCHHOM H Mys B GpoOTOLHKIIE.
Oun 6bl1H oGo3HaueHH OykKBaMH andasHTa, npeallecTByOUIUMH M.
O6pasoBanne My cTanu ONHCHBATL chaenaywoueid cxemoii: bR — K —
—L—>M, rne DR — ocHOBHOe CcOCTOsIHHE GaKTepHOPOAOICHHA.

Beulo BBICKA3aHO MpednoJioKeHHe, YTo mnpeBpauleHue My g B DR
TaK¥Ke BKJIOYAeT [ABAa NPOMeXYTOuHbX mnpoaykra (M—N—-O—bR).
Onnako nalbHeHllHe HCCJEIOBAaHHS TOKasajH, yto HHTepMenuat N
MO eT ObITh HCKJKYeH H3 OCHOBHOTO IYyTH.

JlanbHefilllee yclOXHeHHe cxeMbl (POTOLHKJA CTaJO HeOOGXOAHMBIM
nocyie onHcanuss | u J — BecbMa KODOTKOXHBYIIMX IpeAlleCTBeHHH-
KOB HHTepmenuata K.
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Puc. 37. ®orouuka GakreprnopoioncuHa (no S. O. Smith et al., 1985; JI. A. Ipaue-
By m Ap., 1986):

HCXOAHEBIY TMHrMEeHT, T. €. CBeTOajanTHpPoBaHHWA GakrepHopogoncHH (bRses), CONEPKHT OCTAaTOK
peTHHaNs B NOJHOCTBIO TpaHCKOR(QOpMalHH, NpHKpenJeHHHA Kk Lys=216 depe3 npoTOHHPOBaRH-
soe mHbdoro ocHoBaHHe. llorjouieHHe cBeta npeBpauiaer bRsee B [, KOTOpPHWA 3ateM BHOBb
peresepHpyer bRses. Ilponecc pereHepauuH bRses H3 [ BkJlowaer uwurepMenuatel J, K, L, Mu O
unH P. Tpauc-uuchaomepusauusi Bokpyr Ci;3=C;, peTBHans B bRs; NPHBOOHT K TNepeMelleHHIO
NpPOTOHHPOBaHHOro WH@@OBa OCHOBAaHHS H3 OJHOrO Mecta B MeMOpaHe B JOpyroe, 4YTO CONpO-
BOoXJIaeTcsl 3amnacaHHem 3HTaJblHH nopsaka 67 kIxk/monab, Ha mnoclienyiouHx TENJOBHIX cTalH-
fIX 3Ta 3HEPrHsa HCNOJb3yeTcs Iasi TpaHcMeMOpaHHoro nepenoca H+ (H+BH—>H+Hap). IMepexox

M—>O(P) conpoBoxpaerca nepenocoM H+ ¢ opHofl H3 nNpOTOJHTHUECKHX rpynn Gelka Ha ATOM
a3ota mHdpdoBa ocRoBanuA. B teMHOTE bRses MenJieHHO NpeBpalliaercsi B bRssis, KOTOPBIRA comep-

HHT IOYTH S5KBHMOJISIDHBIE KOJIHYECTBA PpeTHHanss B MNOAHOCTBLIO TpaHc- M 13-uncdopmax. Hn-
JEKCH OKOJIO GYKB 03Hayal0T MaKCHMYMK! NOFJIOLEHHS NIHrMEHTOB



B nocnenHee BpeMsi MOSIBUJIMChL YKa3aHHsl Ha To, 4uTo M — c6opHoe
NOHsITHe, 06BbeAHHSIIOLlee 1BA HHTEPMeAHAaTa; BO3MOXHO, ABa M yuacr-
BYIOT B ABYX NapaJljleIbHbIX MyTAX NpeBpalleHHs npoaykra L.

A. J1. KayneHoM ObliH mnoJdyueHH YyKa3aHHsI Ha CylleCTBOBaHHe
nByx ¢GopM 6aKTepHOPOJONCHHA C MAKCHMYMOM IOIJIOIleHHst B 00Ja-
cTH 560—570 HM, OTJIHYAIOIIHXCSI MOJISIDHBIMH Ko3(p(QHLHeHTaMH
skctuHkuuM. PopMa  GakTepHOPOAOICHHA, HMeWOIlasi MeHBIIYIo
SKCTHHKIHIO H MAaKCHMYM TIOTJIOLIeHHS, HEeCKOJBbKO CABHHYTHIH B
o61acTb KOPOTKHX AJIHH BOJIH, CJAYXKHT NpelllleCTBEHHHKOM OCHOBHOM
dopMul 6akTepuopojoncHiHa B ¢oTouHkae. IIpeBpamienne HoBoro
HHTepMenHaTa, Ha3BaHHoro P, B OCHOBHYI (opMy bR pe3ko TOpMo-
3HTCs1 HeGOJBIIUMH KoJiHYecTBaMH TputoHa X-100.

XpaHeHHe GaKTepHOPOAOICHHA B TeYyeHHE HECKOJbKHX MHHYT
B TeMHOTe NPHBOAHT K TAaK Ha3HBaeMoll TemHosou adantayuu. [lpH
sToM okoJio 50% MoJieKys 6aKTepHOpOAONCHHA IpeBpalllaeTcss B HO-
Bbil KOMIIOHEHT, NOIJIoIIaUiHi cBeT mnpH 548 HM H conxepKauiHi
13-uucperunanb. TemMHOagmanTHpOBaHHBIH bRs4g aKTHBEH Kak Ipo-
TOHHHH Hacoc. OcBellleHHe BBI3bIBaeT ObICTpHIEl mepexos & Rsis—>bRises
(cserosan adanrayus)

3.5.5. CBeT03aBMCHMMbI TPAHCHOPT MPOTOHOB
6aKTepHOPOAONCHHOM

IIporpecc B NOHHMaHHH (PYHKIHOHAJBHOH AKTHBHOCTH O6akTepHO-
POAOIICHHA CBsI3aH NpexXJe Bcero € pa3spabOTKOH H ORXHOBpeMeHHBIM
NMpUMeHeHHeM OBLICTPHIX CNEeKTpPaJbHHX H 3JIeKTPOMETPHYEeCKHX MeTo-
JIOB, a TaK¥e C HCIOJb30BaHHEM KOPOTKHX BCIILILIEK Ja3epa.

CnekrpanbHble H3MePeHHsi B MAaKCUMyMax HHTepMeaHAToB (oTo-
IHKJIa [O3BOJSIIOT CJeAuTh 32 O0pa3oBaHHEM H pacnajaoM MOCJeJHHX.
YyscrButenbHble pH-HHAHKATOpH Jal0T BO3MOXKHOCTL HAb6/I0AATh
BblJleleHHe H MoryolieHHe woHoB Ht Mosekynamu 6GakTepHOPOMIOICH-
Ha, OJHOBPEMeHHO 3anylleHHBIMH BCnbiKoH cBera. [Ipsimoe m3mepe-
HHe CMellleHHH 3apagoB B OaxkTepHopoAoncHHe, copOHPOBAHHOM Ha
KOJIJIOAHEeBOH TJIeHKe, naeT HH(QopMauuio o nepeHoce Ht uaH kakux-

JH60 HHBIX 3apsiXKeHHBIX KOMIIOHEHTOB BHYTDH MoJjekyabl ApH-reHe-
paropa.

JI. A. IpaueBnim u A. II. KaysneHom Gbijin H3MepeHBbl clelyloliHe
TpH mapaMerpa: 1) obpasosanue u pacnag M2 (MO H3MEHeHHIO
norJjollleHusi cBera npH 412 Hm); 2) uameHenue pH B cpeme (no
norJowenuo ceera pH-uHaHKaTOpOM — p-HUTpOdeHONOM) H 3) reHe-
pauus u paspsinka Ay, o6yciiOBJleHHasi cMelleHHeM 3apsiioB B Gakre-
pHOpojorncHHe (MO NOKa3aHHSIM BOJBLTMETPA, COeIHHEHHOTO C ABYMS
3JIeKTPOJlaMH, NOTPYXeHHBIMH B PACTBOPH 3JIeKTPoJiHTa 10 06e cTOpoO-
Hbl KOJJOAHeBOK NJeHKH). OnHoKpaTHOe cpabaThiBaHHe GaKTepHOPO-
JIOTICHHA BbI3bIBAJIH BCNBIILIKOH Ja3epa (fiy2z BenbiwkH 15 He). [lpu
H3MepeHHsx caBuroB pH u norsomenuss npu 412 HM HcnoJsb3oBasu
CyCIIeH3HI0 OTKPHTHIX (He3aMKHYTHX) nypnypHbx Oasimek. Jas
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H3MepeHHss Ay Te Ke OJSALIKH BCTPAaWBaJH C OJHOH CTOPOHH B KOJIJIO-
AHeBH ¢uabTp (cM. pasn. 2.1.2).

Kak mnokazanu H3MepeHHsl, KHHeTHKa 00a30BaHHA H pacnaja
M4z coBnasaer COOTBETCTBEHHO ¢ BHJEJEHHEM M IOIJIOLIEHHEM
6asimikamu H+. Tlockosbky npouecch o6pa3oBanHst My H BHAENEHHS
Ht+ okasasnuce HamHoro 6HcTpee (%172 okoso 250 Mkc), yem pacnaj
M2 u norsomenne Ht (%2 mopsimka 30 Mc), TO HX MOXHO 6HJIO
JIETKO COOTHEeCTH C ABYMsI OCHOBHHIMH 3JIEKTPOT€HHBIMH IIpolleccaMH,
HabJI0aBIIHMHCS B cHcTeMe OJISILIKH — KOJIJIOAHeBas NJieHka (mnpHBe-
JleHHH e BBILIE BEJHYHHH ;72 OTHOcsATcs K £°=5°C). OGpa3opaHHe
My 2 1 BH6poc Ht koppesupoBasu ¢ asekTporeHHo# ¢pa3oi, pa3BHBa-
Iolelicsi B MUKPOCEKYHIIHO# BpeMeHHOH mmikaje. COOTBETCTBEHHO, pac-
nag Ms e u nornowenne H* koppenupoBasu co BTOpo# (MHJAJMHCEKYH/-
HOI) 3sekTporeHHOH ¢pa3oil. COOTHOLIEHHE aMIIHTYL MHKPO- H MHJ-
JIHCeKYHIHbIX (a3 reHepallin Ay OkaszaJjocb paBHbIM 1 : 4.

H3mepenne Ay ¢ 66sbIIHM BpeMEHHBIM pa3pelleHHEM I[103BOJIHJIO
OOGHapyXHTh elle OAHy 3JeKTporeHHylo cranHio (f2<50 uc). Ee
CKOpOCTb Gbljia HelaBHO H3MepeHa, oHa coctaBuJa 30410 nc. Cranus,
O KOTOpOil HleT peub, OYeHb Masa no amnuuryne. OHa Xapakrepusy-
eTCsl HalnpapJieHHEM 3JIeKTPHYECKOr0 BEKTOpPa, IPOTHBOIIOJOXHBIM
TaKOBOMY Jis1 6oJiee MeJJIeHHH X 3J1€KTPOreHHHIX CTaAHuH.

OnunTH Ha CyGK/AETOYHHX MY3HpBKaX II0Ka3ajH, 4YTO OCBELIeHHE
BHI3bIBaeT ObicTpoe BhAeJseHHe Ht; 3ateM cienyer o4eHb MexJjieHHOe
rorJiouleHne BhAeJEeHHBIX HOHOB. IlorsionieHHe pe3ko yCKOpsieTcsi Mpo-
TOHO(OopaMHu, KaKk ecad OH wnoHH Ht uyepnmanuce u3 BoOAHONH ¢dasH
BHyTpH ny3bipbka. C Apyroit CTOPOHH, IIPOTEOJHIIOCOMH, HMeIOllHe
o6paTHyl0 OpHeHTaUHI0O MeMOpaHbl, B OTBET Ha CBEeT AE€MOHCTPHPYIOT
6nicTpoe mnorsouiedHe HY, nocae yero nmpoHcXOaHT MejJIeHHOe Bhife-
JieHHe 3THX HOHOB.

OnucaHHble BhILlE COOTHOLIEHHsI YKAa3bIBAlOT, YTO TPaHCMeMOpaH-
HHE nepernoc uonos H+ 6akxrepuopodoncunom doadxcen 6biTey Hanpas-
Aen U3 yuronasasmel 8 nepunasasmy 6aktepuasbHON KJeTKH. B nosnom
COOTBETCTBHH C 3THM BBIBOJOM OKa3aJIuCb pe3yJbTaThl ONHTOB HA
KJeTKax, cyb0akrepHaJlbHHX My3bpbKax, MpPOTEOJHIIOCOMax H 6Jsll-
KaX, cop6HpOBaHHHX Ha KOJJIOAHEBO# MmJeHKe. DHJO HalizeHo, 4TO
MHKPO-H MHJIJIHCEKYH/IHhle 3JIeKTpOreHHHe CTaaHH HUMeIOT TaKoe Ha-
IpaBjeHHe, KaK eCJH Obl MOJIOXKHTEJNbHbIE 3apsiibl MepPeHOCHJIHCh OT
UUTONJIA3MATHYECKOH K IepHUIlIa3aMaTHYEeCKOH MOBEPXHOCTH.

IlpunsB Bo BHHMaHHe IlepeyHC/eHHHe Bhille (PAKTH, MOXHO OIH-
catb mexanusm paborel 6aKTepuUopoloncCuUHa KaK npoyecc, cocToaujutt
U3 yervlpex OCHOBHbIX CTAOULL.

Cradus I. Ilorsomenue (OTOHA OCTATKOB IIOJHOCTBIO TPaHCPETH-
HaJis BHI3LIBaeT ero uzomepusayuro B 13-uncperunanb. Ecan mosue-
HOBasi LleNb peTHHaJsl NpoYyHO (UKCHpPOBaHa B MoJiekyJe Oenka, a
wHp¢GOBO OCHOBAHHE HMeET BO3MOXKHOCTb [€pEeMECTHTbCs, TO H30Me-
pu3alnus KOJIKHA BHI3BAaTh TaKoe NepeMelleHHe. Buaumo, Bciencrsue
H30MepH3alHH peTHHaJs1 LIH(PGOBO OCHOBaHHE NepeMelllaeTcsi H3 OKpY-
XKeHusl, 6J1arONpHATHOrO IJs1 €ro INPOTOHHPOBAHHSA, B OKPYXKEHHe,
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6naronpusATHOe JJs1 HeNpOTOHHpoBaHHs. Takoi 3d¢ekT Moxker BO3-
HHKaTh NpPH yAaJleHHH aToMa a3ora IH((POBa OCHOBAHHA OT KaKoOii-
JHO0 OTpHUATeJbHO 3apsXKEHHO# T'pYNNH, HallpHMep HOHH30BAaHHOTO
KapOOKCcHJIa OCTAaTKa acnapraTa, KOTOpHIH, Kak moJjaralor, obpasyer
B bRses coseBylo CBsA3b ¢ 1HG(HOBHM OCHOBAHHEM:

CHy 0~ hv  CH; O
AA® O C— A —
= N -~ ~
NH 0 X ® e 0 (26)
NNH
N\

Cradus Il. Ilugpdposo ocunosanue, oOxazaBUIHCH B HOBOM MecCTe,
ocsobosdaer nporon. llocnenHnii TpaHCMOPTHpYeTCs K IepHIIa3Ma-
THYECKOH NOBEepXHOCTH MeMOpaHm no BHXoAHOMY Ht-mposoasiemy
IyTH, KOTOPBIH CBSI3bIBA€T 3Ty IIOBEPXHOCTb € 06JaCTbl0 BHYTPH
MOJIEKYJIH GeJIKa, rae JIOKaJH3oBaHO IWH(GPOBO OCHOBaHHE OCTATKA
13-uncpernnans. [lepesoc H* no BHxoaHOMY nyTH naer MHKPOCEKYHHA-
HYIO cTaJHIO (pOTOJIEKTPHUECKOI'O OTBETA.

Cradus IIl. 1enpoTOHHpOBaHHH{I OcTaTOK 13-UHCpeTHHaJs Tepe-
HOCHTCSI B HCXOJIHOe IIOJIOXKeHHe, NMPOTOHHPYETCs] HEKOTOPOH MpPOTOJIH-
THYECKOH rpynnoii 6eika H uU30MepusyeTcs B TOJHOCTbIO TpaHC-
H30Mep.

Cradus 1V. IlporonuTHueckas rpynna penporoxnupyercs vonom H,
NepeHeCeHHHM NO BxOAHOMYy H*-myTtu. 3rtoT nyrp coemuHsier UuTO-
[J1a3MaTHYECKYI0 NIOBEpXHOCTh MeMOpaHH C MeCTOM, Tle HaXxOHUTCH
mu¢p¢poBo ocHoBaHue. Ilepenoc HT no BxogHoMy nyTH 06ycJOBJIHBaET
NOsIBJIEHHE MHJIJIMCEKYHAHOMH 3JIEKTPOr'€HHOMH CTaaHH.

IlpuHaB, 4TO BEJHYHHH AHIJEKTPHUYECKHX NOCTOSIHHLIX B 00s1aCTAX
BBIXOZHOTO H BXOAHOTO IyTE€H CXOAHH, MOXHO 3aKJIOYHTb, YTO Iiep-
BHH IIPUMEpPHO BUETBEPO KOpoue BTOPOrO, IOCKOJbKY COOTHOLIEHHE
AMIUIHTY MHKpPO- H MHJJIHCEKYHIHHX 3JIEKTPOreHHHX CTaAuii paBHO
yeTHpeM. CienoBarenbHO, HGGOBO OCHOBaHHE AOJIKHO OHIThH JIOKa-
JIH30BaHO ropasno OJHXe K BHelllHeH IIOBEPXHOCTH MeMOpaHH, yeM
K BHyTpeHHell (puc. 38).

IlpennpHHSATO HECKOJBKO NONHTOK HAEGHTHPHUHPOBATL (HQYHKIHO-
HaJibHHE I'PYNIIH, yYacTByloUlHe B (OPpMHPOBAHHH NIPOTOH-NMPOBOASIUIHX
nyteil. C 3TOH Llesbl0 HCNIOJNB30BaJJH JABa noaxona: 1) cneunduyeckas
MoaHbHKanuss JHO0 ylaJsieHHe ONpefejeHHbBX aMHHOKHCJIOTHBIX OCTaT-
KOB MJIH MX 3aMeHa OCTATKaMH APYrHX aMHHOKHCJIOT H 2) H3MepeHHe
COCTOSIHHSI (PYHKLIHOHAJBbHBIX TPYIIIT AMHHOKHCJIOT B HHTAaKTHOM GeJike.

CBeneHHs1, IOJyYEeHHHE C NIOMOMIbIO NEPBOr0 MOAXOXA, MOTyT OHTb
HHTEpPIPETHPOBAHKW OAHO3HAYHO, ecJH MOJH(QHKaUMs, ylaJeHHe HJH
3aMeHa OCTaTKa aMHHOKHCJOTH He BjusioT Ha tpaHcrnopr H*. B ra-
KOM cJiyyae MOXHO C yYBepeHHOCTbIO CYHTaTh, YTO HAHHBI aMHHOKHC-
JIOTHHI1 OCTaTOK He cylulecTBeH njs (YHKUHOHHPOBAHHA CHCTEMB
TpaHCNopTa NpoTOHOB. EciH e H3MeHeHHbI# 6aKTepHOPOJOINCHH yTpa-
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Nepunna3mMa

WHG'Y

C——— . 1 o J0UC JL‘>

H+
Lutonnaama

Puc. 38. DBaktepHopononcHH
Kak ApH-reneparop:

CBETO3aBHCHMAaA H30MEPH3alHA
pETHHANA H3 IIOJHOCTBK) TpaHC-
¢opMt B 13-uucdopmy Benmer K
nepeMeleR 0 NPOTORHPOBAHHOTO
atomMa asora mwuddoBa ocHOBarHS
OT KOHLA BXOAHOrO NPOTOH-TIPO-
BoJsUlero MyTH K Hayajy BRIXOA-
HOrO [POTOHR-IIPOBOASLUErO IyTH.
JTOT mpolecc MPOHCXOAHT B NH-
KOCEKYRIHO® BpeMeHHOZ iuKaae
(ctazus 1). H+ oTimenasieTcss oT
aToMa a30Ta mHpPoBa ocHOBaHHSA
H MO BHIXOAHOMY IIyTH MepeHo-
CHATCA K BHeUlHe# [0OBepXHOCTH
MeMOpaHH (MHKPOCEKYHAHAS IIKa-
Jla, cTaiHsi 2). 3aTeM IPOHCXOAMT
ofpatHaa (13-1{HC- — MOJAHOCTBIO
TpaHC-) H3OMEpH3allHA peTHHaJs
H JenpoToHHpoBaHROe 1HbdOoBO
OCHOBaHHE BO3Bpall[aeTCA B HCXOL-
Hoe MNOoJOXeHHe, T. €. K KOHIY
BXOJHOro xanasa. TaM oHO mpoTto-
HUpyeTcss nouoM H+, nepenecen-
HEIM H3 LHTONJAa3MH TO BXOIHO-
My NyTH (MHANHCEKYHIOHas IlKa-
Jia, ctapHa 3)

yyBaeT CMOCOOHOCTb NepeKayHBaThb MPOTO-
HBl, TO BO3HHK4eT HauJeMMa: JHOO Hcclie-
NYEeMHH OCTaTOK NpSIMO y4acTByeT B TpaH-
cnopre Ht, 1160 OH HeoOxomuMm IJisi TMOA-
nepXXaHus  HAaTHBHOH CTPYKTYpPH TpaHC-
NOPTHOH CHCTEMH.

Kak mnokasajd ONbITH, IIPOBeleHHbIE
HaMH coBMecTHO ¢ 1O. A. OBYUHHHHHKOBBEIM H
ero KoJijieramH, ylaJieHHe TpeX aMHHOKHC-
0T ¢ N-koHua, 17 amuuokucyaor ¢ C-koHua,
a TakxXe NATH aMuHOKHcJOT (oT Met-68 no
Gly-72) w3 runpoQUILHON CBA3KH MexXAy
a-cnupassaMu B u C He BJHsieT Ha TpaHC-
IOPT INPOTOHOB H KHHETHKY OT/EJbHHX
3JIeKTPOreHHbIX cTaauil. BnocnenctBuu 310
HabJogeHue 6HJI0 [IOATBEPXKAEeHO

‘X. I'. KopaHo#i 1 cOTpyZHHKaMH, KOTOpHIE

He TOJIbKO paclienuyi 6GakTepHOpPOLONCHH
Ha nBa ¢parmedra (A—B u C—G), HO B
npenapaTHBHO pasfeJuJH 3TH (parMeHTH,
a 3aT€M PEKOHCTPYHPOBAJH B IPOTEOJIHIIO-

"comax. [lonyueHHas cucrema G6bljia CIoO-

co6Ha K CBETO3aBHCHMOMY MEPEHOCY HOHOB
BOLIOPOXA.

IIpy  H3yueHHMH G6GaKTepHOpPOAOIICHHA
X. T, KopaHa u cOTpyAHHMKH HCIOJIb30BaJH
HallpaBJeHHH# MyTareHe3. CHayaja OwJ
BhizeJIeH H KJIOHHPOBAH red 6akrepHOpoO/0-
NCHHa. 3aTeM B HeM OBLJIH CHEJaHK 3aMeHH
B eJMHHMYHBIX KOJOHAaX H OCyllecTBJieH 6HO-
CHHTe3 MOAHDUIHPOBAHHHX OaKTepHOPOHO-
NcHHOB. BhisicHuan, uTo 3amena Lys-216
Ha OCTAaTKH aJlaHWHAa HJIH BaJHMHAa NPEnoT-
Bpalaer o0pa3oBaHHe OKPALIEHHOI'O Mpo-
OyKTa U3 6aKTepHOPOILOIICHHA # peTHHAJIs.
Taxoi xe 3¢dekT nposBHIM CJeayloLlHe
OJMHOYHEIE 3aMeHHl: Asp-212—Asn,
Ala-215—~Lys, Val-213—~Lys u Tyr-185—
—Phe. He npuxomurcss ymHBAATHLCS, 4YTO
3ameHa Lys-216, k KOTOpOMYy NpHCOEIHHS-
eTcsl peTHHaJb, JesaeT HEeBO3MOXKHHM 00-
pa3oBaHHe nurMeHra. Yrto Kacaercsi Tpex
3aMeH BOJu3uW Lys-216, TOo OHH, BHAHMMO,

KaK-TO BJIHAIOT Ha OJiHXafllee okpyxXeHHe wHdpdoBa ocHoBanus. B
1acTHOCTH, NpeArnoJsaraioT, yTo Kap6okcuiabHas rpynna Asp-212 o6pa-
3yeT COJIeBYIO CBA3b C NPOTOHHPOBaHHHIM aTOMOM a30Ta uH(p¢dOoBa
OCHOBaHHs1 (CM. ypaBHeHHe 26).

Ilpn paccMOTpeHHH BO3MOXHEIX BAPHAHTOB YKJANKH MOJHIENTHL-
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Hoii Itemu 6aKTEPHOPOJAOIICHHA He ynaercss H30exaTb CHTyallMH, KOrna
HeCKOJIbKO 3apsiXKeHHBIX aMHHOKHCJIOTHHX OCTATKOB OKa3hiBAlOTCA B
rufpo¢obHoii yacty MeMOpaHb. B TO XXe BpeMsi B KOMILJIEKCe peaKIlH-
OHHBIX LIEHTPOB Rps. viridis Bce TakHe OCTaTKH pacloJjaraloTcsi Ha
NIOBepXHOCTSIX pasnesa MeM6paHa/Bona (cM. pasn. 3.1.2). OGwbscHe-

HHe Takoro pasjuyus ABYX ApH-reHepaTropoB MoxkeT cOCTOSITB B TOM,
YTO KOMIIJIEKC PEaKIHOHHBIX IEeHTPOB IIepEHOCHT yepe3 MeMOpaHy
3JIeKTpOH, a OaKTepHOPOAONCHH — NpOTOH. JiBHrasicb mnonepexk MeM-
6paHH IO KOMILIEKCY PEeaKLHOHHBIX LEeHTPOB, 3JIEKTPOH IepeCKaKHBa-
eT ¢ OJHOH NPOCTeTHYECKO! rpynnH Ha Apyryio. B 6akrepuopogoncuHe
TAKOrO0 pojAa 3CTa(PeTHHIH MeXaHH3M JOJIXKeH IlepeHOCHTb NPOTOH.
B sTtom npoiiecce Moryy 6bl y4acTBOBATb 3apsi2KeHHble aMHHOKHCJIOTHHE
ocratkd. JlelicTBHTesbHO, HaOJIOLEHHsl, cHeJlaHHble B JabopaTopusix
b. Xecca u M. 3ubepra, cBHaeTesbcTBYIOT 00 yYacTHH HECKOJbKHX
(npennosioxxuTeNbHO YeThipeX) KapOOKCHJBHHX TpyINll B IiepeHoce
IIpOTOHOB O6AKTEPHOPOAOIICHHOM.

3.5.6. Jlpyrue peruHajb-coaepKaiiue OeKu

lFanopononcun. I'anopononcun (AR) mnpencraBasier cobGoi peTH-
HaJb-coepKaluuil 6esioK, TpaHcnopTHpylowuid HoHbel Cl— H3 cpelH B
kiaerky H. halobium 3a cuer sHepruu cBera. ATO MeMOpaHHBIH GeJOK
C MOJIeKyJIsipHO# Maccoit 27 kJla, T. e. TOro xke nopsiika, 4to H y 6ak-
TepHoponorncHHa. [lo aMHHOKHCJIOTHHM [0OCJeAOBATEJbHOCTAM [Ba
6eska pasnnyawoTcs npHMepHo Ha 70%; HauGoJbinee CcXOACTBO Ha-
6niopaetrcsi B cOCTaBe o.-CIIHPAJBHHX KOJIOHH, YHCJIO KOTOPBIX B raJio-
poloncHHe, KaKk U B 6aKTepHOpPOLOIICHHe, paBHO ceMH. PeTruHanp npu-
coefHHsieTCS K TaJIOPOAOINCHHY NPOTOHHPOBAHHHM IIH(GOBEIM OCHO-
BaHUSAM.

Poroyuka 2ar0podoncuna BKJIIOHYAET H30MEPH3AIHIO MOJHOCTBIO
TpaHcpetuHasas B 13-nucuzomep. B mpouecce ¢orouukaa mugpdoso
OCHOBAaHHE IIOCTOSTHHO OCTAeTCsl IPOTOHHPOBAHHBIM.

BkJiiouenrne rajsopononcHHa B IPOTEOJIMIIOCOMBI MO3BOJISIET MNOJY-
YHTb Iy3bIPbKH, CIOCOOHBEIE K CBETO3aBHCHMOMY TPaHCIOPTY HOHOB
xJaopa. Bynyun cop6HpOBaHHBIMH Ha IIJIOCKOH OHMOJIEKYJSIDHOH MeM-
6paHe, IPOTEOJHUIIOCOMEI FeHepUPYIOT (POTOTOK, OOYCJOBJEHHRIA 3JE€KT-
poreHHHM TpaHcnopToM HoHOB Cl—.

B mMmem6paHe rajno6akrepHii TraJIOPOJONCHH JIOKAaJH30BaH BHE
nypnypHux 6asimek. Ero HacuuThBaercss okoJio 20 ThIC. MOJIEKYJ Ha
kjetky (nmpuMepHo B 100 pa3 MeHblie, yeM 6aKTepHOPOJAOIICHHA).

Mexanu3Mm nelcTBHSI TaJoOpOJOICHHA cOBeplieHHO HesiceH. OnHa u3
runore3 npennonaraer, 4ro Cl~ cBsi3HBaeTcs ¢ IOJOXKHTENbHO 3apsi-
)XeHHbBIM YeTBEPTHYHHM 430TOM I[PpOTOHHpPOBaHHOro IH¢pdoBa OcCHO-
BaHHS, a H30MEpH3aLHs pPETHHaJs1 BHI3HBAaeT IllepeMellleHHe 3TOro
a30oTa c NpPHKpeNJaeHHBM K HeMy HOHOM Cl— oT BXOZHOro K BHIXOIHO-
my Cl--mpoBonsiuieMy nyTH.

Buonoeuueckas pynkyus earopofoncuna COCTOUT MpexKje BCEro B
TOM, 4TOOHI 8038paujary 6 kaerky uondt Cl—, asnexktpodoperHUecKH
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yaaJqsi€eMbe H3 LHTOINIa3MH, KOTOpas 3apsXKeHa OTPHUATeJbHO OTHO-

CHTeNbHO BHellHedl cpean Osaronapsi pa6ore ApH-renepatopoB: 6ak-
TEPHOPOJIONCHHA H AbixaTeabHOHl mnenu. OnpenenenHas yreuka Cl-
HeHn3bexHa, ecJH ydyecTth, 4To AYp Ha MeMOpaHe rajob6akTepHi QOCTH-
raer 200 mB, a koHuentpauus Cl~ B uuTOnjasMe OYeHb BHCOKA
(ro 4 Moab/a).

I'anopononcHH oTBeTCTBEH 332 BO3BpAT MeHbllell YacTH TepsieMHX
KJIETKOH HOHOB xJopa. bosblllast HX yacTh BO3Bpauiaercsi NOCPEACTBOM
Cl-, H*-cumnoprepa, JioKaJH30BaHHOrO B TOii ke MeMG6pane. Obe
3TH CHCTEMH MOTyT Takxe obecleydBaTb YyBeJHYEHHEe KOJIHYECTBA
HoHoB Cl~ npu Bo3pacraHuu o6beMa KJETKH Mepes AeJeHHEM.

Cencopubiit poponcud U ¢pobopoponcun. I'anmo6akrepuu BOCIPHHH-
MAalOT KpacHHi cBeT KaK AaTTPAKTAaHTHHI CcHrHaJ, a CHHHH — Kak
penessenTHuil. Ha mwramme H. halobium, uccnenoBanHoM B Jabopa-
TOPHH aBTOpa, OHJIO NOKAa3aHO, UYTO ATTPAKTAHTHbLL 3(PPeKT Kpacrozo
ceera A0CTAaTOYHO 6OJBLIOH HHTEHCHBHOCTH B OCHOBHOM CBSI3aH C Mpo-
TOH-TPAHCNOPTHOLI AKTUBHOCTbI0 bakTepuopodoncuna. MexaHH3M 3TO-
ro sa¢dexra COCTOHT MO BCEH BEPOSITHOCTH B CJEAYIOLIEM.

Ha cBery 6akrepuopononcuH oG6pasyer AuH [loBhiIeHHE AuH

perucTpupyercsi KJETKOH NOCpeACTBOM OcOO00MH ApH-cencopHoi cHcre-
MBI, HA3BaHHOH NPOTOMETPOM, KOTOpasi IOCHJAaeT aTTpaKTaHTHbIH
curHas H+-MoTropaMm XryTHKOB.

Takum o6pa3om, 6aKTepHOPOIONICHH, He SBJSAACH CIELHaJH3UPO-
BaHHLIM (POTOCEHCOPOM, TeM He MeHee Yy4YacCTBYeT B BOCIPHSATHH CBeTa
KaK  aTTpaKTaHTHOroO  CTHMyJa, e€CJH  HHTEHCHBHOCTb  CBeTa
JOCTaTOYHO BeJIMKa, YTOOBl NMpPHBECTH B JeHCTBHE 6OJblIOe KOJHYEeCT-
BO MOJIeKyJ OakTepHOpOAOINCHHA. HeynuBHTEJBLHO MO3TOMY, YTO BH-

KJIOueHHe He 3aBHCAIUMX or cBera Apl-reneparopos (nbixaHus —
nuanunoMm, HH-AT®asm — JIIK]l) pe3ko yBeanwuHBaer OTBeT raJo-
6aKTepHH Ha HHTEHCHBHBIH aTTPAKTaHTHHIH cBeT. DTOT 3¢ (dEeKT OTCYT-
CTBYeT y LUTaMMa, JHIIEHHOro 6aKTepHOPOAOICHHA.

ATrTpakranTroe u peneanenTHoe delicTeue HU3KUX UHTEHCUBHOCTel
cgera obecrneydBalOT ApyrHe MexaHusMu. Posb ¢oTOCEHCOpPOB B 3TOM
cjyyae BHIIOJIHAIOT peTHHalb-COAepIKallHe TMHIrMEeHThl, Ha3BaHHhHIe
cencOopHbIM (Unu mednennbim) podoncunom (SR) u gpobopodoncurom
(pR). CeHCOpHHII pONONCHH HMEET MAaKCHMyM TIOTJIOIEHHS IIpH
590 uMm, kotopHii caBuraercsi k 370 HM mox nelicTBHeM CBeTd, BLI3H-
Balollero Iepexoj NOJHOCTbI0 TpaHcperHHass B 13-uucperuHanb. Oc-
BelleHHe SRi7o BH3HBaer pereHepauuio ¢popMu SRse. B TeMHOTE 3TO
npeBpalleHHe TaK¥Xe NMPOHCXOAHT, HO TpebyeT OKoJoO 1 ¢, yTO npuMep-
Ho B 100 pas poJbie, YeM aHaJIOTHYHBIH Ipouecc B 6aKTepHOPOLOIN-
cHHe H rajopopomncuHe. [lo-BunuMoMy, 0o6pa3oBaHHe HOJIOXKHBYLIETroO
NpOAYyKTa HeOOXOAHMO AJS TOTO, YTOOH BKJIOYUHTDb Ieflb COOBITHH, NPH-
BOJSILIHX K YCHJIEHHIO aTTPAKTAHTHOIO CHrHaJja.

Kak nmokasaJiiu onbiThl, cjabHi AJHHHOBOJHOBHIH CBET CEHCHOHJIH-
supyet kJetku H. halobium x penejJyieHTHOMYy [JeHCTBHIO KOPOTKOBOJI-
HoBoro ceera. 1oT 3p¢eKr Obl 06bsCHEH B paMKax CXeMH, NpHHH-
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Maiolne#l, 94to SRz, TNoOJyyatomuiicas u3 SRsgp, CIYXKHT CEHCOPOM
CHHero cBeTa.

JlanbHellline HCCAeNOBaHHA MOKAa3aJH, YTO rajo6GaKTepHH pacIo-
JIaraloT 4eTBEPTHIM peTHHaJb-cofepXkKamHM O6elkoM, He HAECHTHYHHM
bR, hR u sR n yuacTBYIOIUHM Hapsiny ¢ SR B OCyLIeCTBJIEHHH pelel-
JIeHTHOro 3¢deKra KOPOTKOBOJHOBOroO cBera. Ero cnexkrpasbHuil Mak-
cHMyM pacnojaraercs npd 480 HM. IlurMenTt, Ha3BaHHHI ¢oboponon-
cuHOM (pR), pH oCBelleHHH NMpeBpaliaeTCss B HHTEPMeAHATE C MAKCH-
MymoM 1pH 450 u 360 HM.

ITocnennuit xkuBer okoso 0,5 c. BeposiTHO, OH M nOCHJaeT pe-
NeJIJIEHTHBIA CHrHaJl B CHCTeMy TakcHca. MHTepecHO, 4To Bce yerhipe
peTHHanb-copepxKamux 6enka H. halobium HCNoONb3YIOT OAHH H TOT Xe
NEePBHYHHH CBETO3aBHCHMBIH MeXaHH3M: NOJHOCTBIO TpaHc—13-1ucH-
30MepH3allHIO peTHHAaJIS.

Konuenrpauus u nokanusanus SR u, no-sBuauMoMy, pR B MeMGpa-
He NOZQGHH TakOBHIM HJsi AR: 3TO MHHOpDHHE KOMIIOHEHTH, Haxons-
1mHecs: B Tex obaacrsax MeMbpansl, rie Her 6akrepuopojoncuHa. OaHa
KJIETKA COLEPKHUT OKOJIO O THC. MoJiekyJs SR u pR.

Kak nokasanu pacyeTH, CEHCOPHHH POJOICHH JOJXKEH ObiTh CBfI-
3aH C KaKOH-TO MOILHOH CHCTEMOii YCHJIeHHs CHIHaJia, MOCKOJBKY AJA
atTpakTtaHTHOro 3¢¢dekra nocratroyHo 20 KBaHTOB CBeTa, a JJisl pelnedi-
JIeHTHOro — 1—2 KBaHTA.

Poponcun xxuBoTHbBIX. PONONCHH XXHBOTHHX, HJH 3pUTEAbHbLI PO-
doncun, OTKPHITHI 3a CTO JeT A0 6aKTepHaJbHOrO, CJAYIKHT CBETOUYYB-
CTBUTEJIbHBIM NHIMEeHTOM (poropellenTOpHBIX KJeTOK rya3za. OH oTBer-
CTBeH 3a IOrJIOeHHe CBETOBLIX KBAHTOB H BKJIOYEHHE CHCTEMH o6pa-
60TKH CBETOBOI'O CHTHaJja.

Poponcun 6bika conepkHT 348 aMHHOKHCJIOTHBIX OCTaTKOB, YTO HAa
CTO OCTATKOB GoJibille, yeM Yy OakTepHOpPOAONCHHA. AMHHOKHCJIOTHasA
IIOC/IEAOBAaTENbHOCTL 3TOr0 6enka, paciingpoBanHas 0. A. OByunHE-
KOBBIM H COTPYZHHKaMH, Pe3KO OTJIHYHas OT TAKOBOH GaKTepHOPOAOIN-
CHHa, TeM He MeHee XOpOLIO NOAXONHT HJisi (GOPMHPOBAHHS CTPYKTYPH
C CeMbl0 Q-CIHpaJbHBIMH KOJIOHHaMH, NPOHH3BIBAIOLIHMH MeMOpaHny.
CeMb ruapodo6HHX NOCAENOBATENBHOCTEH TOH Ke IPOTSXKEHHOCTH,
yTo 4 B 6GaKTEPHOPOAOIICHHE, CBA3aHBl THAPO(HJIbHBIMH IIOCJEl0Ba-
TEJbHOCTSIMH pa3Hoi AJHHLL. JlONOJHHTEIbHHE CTO aMHHOKHCJIOT, YIIO-
MsIHyTBHE BBIlle, JOKAaJH30BaHH B GoJiee NJIHHHBIX, YeM y GaKTepHOpO-
JOIICHHA, KOHIIEBHIX MOCJHEJ0BATENbHOCTSIX, 8 TaKKe B CBA3Kax MeXIy
KosloHHAaMH. Oco6eHHO BeJHKa IeTJsi MeXAYy MsTOH H IIeCTOR Ko-
JIOHHaMH.

KpoMe «CeMHKOJIOHHOH» opraHM3auuH MeMOpaHHOH 4acTtH 6eska
POAONCHHE OaKTepHii H 2KHBOTHBIX HMeIOT LEeJHH psaj OOLIHX CTPYK-
TypHBIX ocobeHHocTed: 1) N- u C-KOHUH NMONHNENTHAHOH LENH Haxo-
HISITCS 10 pa3Hele CTOPOHH MeMOpaHbl; 2) N-koHel, 6JIOKHPOBAH;
3) peTHHa)p npucoedHHeH K OeJKy uepe3 g-aMHHOTPYIIy OCTaTkKa
JusnHa (y pOAONCHHA XHBOTHHX 310 Lys-296), JokaJH30BaHHOIO
B 6amxaiiinein K C-kKoHUY (ceabMOii) o-CNHpaJJH (OOHAKO B PONOINCHHE
JKUBOTHHIX B OTJHYHE OT OAKTEpHAJbHOTO pETHHAJ/b PacloJIOXKeH, IO-
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BHIUMOMY, OJiHXKe K LHTOINIaA3MaTHYEeCKOH NOBEPXHOCTH MeMOpaHH);
4) wmn¢p¢poBOo OCHOBaHHE B TEMHOTe NPOTOHHPOBAHO H T. A.

IlepBrie 3Tann (OTOLHKJA B ABYX POAONCHHAX TakKxke MNONOGHHI.
B o6oux cayyasix OHJIH ONHCAaHH CJeAyIOlLlHe IMOCJenOBaTEIbHHE
CIIeKTpaJbHHe CABHUIH: 1) OyeHb OHICTPHIH (NMHKOCEKYHAH ) AJHHHOBOJI-
HOBBIH CHBHT; 2) ero obpaieHHe B MHKPOCEKYHAHO# 1IKaJse U 3) GoJjee
MelJIeHHH CIBHT B KOPOTKOBOJHOBYIO obsacTb cnekrpa. Kak B 6ak-
TEpPHAJIbBHOM, TaK H B XXHBOTHOM POAOINCHHAX IPOHCXOAMT CBETO3aBH-
CHMasi H30MepH3allHsl PeTHHaJsl, OJHAKO BMECTO IOJHOCTBIO TPaHC—-
—-13-1HCH30MepH3allHH, ONHCAHHOH y rajobakKTepHH, B cCJlydYae 3pH-
TEJIbHOrO NHUrMeHta HabJjlofaercss nepexonx H3 ll-iHuc B MOJHOCTBIO
TpaHchopMy.

JKHBOTHBIH pONOMNCHH, NONO6GHO 6aKTEpHO- H raJIOpOJOINCHHY, OKa-
3aJicsi CIOCOOHBIM K reHepallid Ay 3a cueT 3HepruH cBeTa.

QyHKUHOHAJIBHBIE PA3JIHYHS IHIMEHTOB JXHBOTHHX H 6GakTepHH
CBSI3aHBl IVIaBHHIM 06pa3oM ¢ CyAb60H KOpPOTKOBOJIHOBOrO HHTEpMe-
auata (MII uiu Mys).

1. O6pa3zoBaHHe 3TOr0 HHTEpMenHaTa, B 060HX CJAy4asiX CONPOBOXK-
Jamwluleecsi JelpOTOHHPOBaHHeM INH(P(OBA OCHOBaHHS, NPHBOAHT K
BhifeneHHI0 H* B Bony 6akrepHanbHBIM (HO He XHBOTHRIM) pOXOIMN-
CHHOM.

2. B cnyuae xXuBOTHOTO pojoncuHa uHTepmenuat MII «Xuper» He-
CKOJIbKO MHHYT. BpeMsi xku3HH 6GakTepHOpORONCHHOBOro My2 u3Meps-
eTCSl MHJIJTHCEKYHIaMH.

3. MII He MoxXeT CIOHTaHHO NpeBpallaTbCsi B HCXOAHYIO ¢opMy
pononcHHa. OH pacnagaercsi Ha CBOOOAHHI IOJHOCTBIO TPaHCPETH-
HaJb H OIICHH, KOTOpHIH Tpebyer ll-umucperHHans, yToObl pereHepHpo-
BaTb PONOICHH.

4. PoponcuH, npeBparuBmiuck B MII, npuobGperaer cnoco6GHOCTb
cnenr($HYEeCKH B3aUMOJEHCTBOBATb C APYrHM O6€JKOM, Ha3BaHHBIM
TPAHCOYYUHOM.

Takoe B3aumopefictBHe npuHBOAHT K 3aMeHe [P, cBs3aHHOro
c TpaHcAyuuHoM, Ha I'TP, uYro BH3HBaeT cJjeAylOLIHe NPOLECCHI.
Komnseke tpaHcayuuH- TT® akTHBHpyeT ¢ocpoauscrepasy, pacuiel-
asioumyo i’ M.

B pesysnbraTe cHHxkaercs KOHHEHTpaHHH uI'M® u 3akpniBarorcs
Nat-kanann nnasmaruyeckoil MeMGpaHel, Tpebywoune ul'M® B ka-
YecTBe aKTHBATOpa. 3aKpLITHE KaHAaJOB IIOBLILIAET CONPOTHBJIEHHE
3TOH MeMOpaHBl, YTO B CBOIO OYepeib BeleT K NOBHLIeHHIO Ay. [lo-
ciienHsasA nocTosiHHO reHepHpyercsi Nat/K+-AT®aszoii.

Ilpn pabore 3TO# CHCTEMH NPOHCXONHT «pPa3MHOXKeHHe» CBETOBOrO
curHasna: 1) omHa MoJieKyJsa HOJTrOXKHBYIlero uHrepMenuata MII
cnocobHa 3ameHHTs I'JI® Ha I'T® B COTHAX MOJeKyJ TpaHCAYLHHA;
2) omHa MoJieKyJia aKTHBHOrO TPORHOro Komiekca ¢ochonuscrepa-
3a-TpaHcaAyuuH-I'T® ycneBaer pacumenuts coTHH MoJjekyn pl'M®,
noka cesizaHHHid I'T® He rupposnusyercs po I'’IP u ¢docdara, o
INpHBeAeT K pacnany KoMijekca. [IpuHAB BO BHHMaHHe BCe 3TH
o6cTroATeNbCTBA, MOXKHO OOBSACHHTh, KAKHM O0pPa3soM KJjeTKe NaJOYKH
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yhaeTcs OTBedaTh BO30YyXHeHHeM Ha TaKyld MHHHMAaJbHYIO MOPLHIO
CBETOBOH 3HepPrHH, KAK OOHHOYHHIH (OTOH.

OnHako ycuJieHHe CHTHaJla CTAHOBHTCS HEHYXKHBIM H Haxe Bpel-
HBIM, KOrZa CBETOBOH CHrHaj COAEPXHUT He OJWH, a, Hanpumep,
10° ¢oTtoHOB. B 3TOM cayuae Gosiee amexkBaTHOH OHJa OB CHCTEMA,
JIMHEHHO OTBeyalollass Ha H3MEHEHHe CBeTOBOro IorToka. [IpobGaema
MorJjia 6n ObiTh pellieHd, ecJH HOINYCTHTh, YTO He CIIOoCOGHOCTH BKJIIO-
yaTth TPAHCAYUHHOBHIH KacKal, a KakKas-TO HHasi aKTHBHOCTh pPOJOI-
CHHAa yyacTByeT B BOCIIpDHSITHH cBeTa GOJIbILIOH HHTEHCHBHOCTH.

B 3TOll cBSI3M ciepyeT OTMETHTb, YTO IJIEKTPHYECKHH MOTeHUHAJI,
reHepHpyeMulii MOJIeKyJaMH pOJOICHHA, KOTOpHE JIOKaJH30BaHHI
B I1a3MaTHyecKoii MeMOpaHe (pOTOpeLenTOPHOH KJIETKH, OKa3blBaeTCs
TOro ke HanpasJieHHs, 4To H reHepupyemblii Nat/K+t-AT®a3zoi (3HakK
«—>» B LlUTONMJa3Me). JTO O3HayaeT, YTO 3JIEKTPOT€HHAs] AKTHBHOCTD
POAOINICHHA HOJIXKHA MOBHINATh Ay Ha NJaa3maTHYecKOii MeMOpaHe.

[lono6Hbifi 3¢ (peKT KaueCTBEHHO CXOAeH ¢ TAKOBHIM IIPH 3aKPHITHH
Nat-kanasos. [loatoMy npencraBisieTcsi B IPHHIHIIE BO3MOXKHBIM, 4YTO
CHJIbHOE MOBEILIeHHe OCBeUeHHOCTH MOxXeT ObITb BOCIPHHSTO (oTope-
LeNTOPHOH KJeTKOH 6e3 yyacTHsi KAKHX-JHOO BTOPHUYHEIX MeIHaTOpPOB,
a MPOCTO KAaK pe3yJbTaT rHIepIOJIsIpH3alHY NJa3MaTHYeCKOl MeMOpa-
HH GJyaronapsi reHepauun Ay pononcuHoM. [Ipu stom crnenyer mom-
HHTb, YTO POJOIICHH B OTJIHYHe OT OaKTepHOPOAOICHHA — (POTOIAEKT-
pudeckuil eeneparop OOHOKparHozo OelicT8UA, TIOCKOJbKY MOIJOLeHHE
KBaHTa NPHBOJHT K €ro npeBpallleHHI0 B ONICHH H peTHHaJb. [lostomy
B0o36yxkeHHe (oTOpeueNTOPHOH KJIETKH 3a CYeT 3JIeKTpPOreHHOH ak-
THBHOCTH pPOJOIICHHA AOJKHO IIPOHCXOAMTHL IIpexje BCEro B OTBET Ha
BHe3aITHOe H CHJIbHOE MOBHIIIIEeHHE OCBElLeHHOCTH.

3.6. INepBnunnbie Ap H-reneparopni:
3aKJIIOYEHHe

B ra. 3 6eiM paccMoTpeHH nepBHuHBEe ApH-reneparopH, oTBer-
CTBeHHHE 33 H3BJI€UEHHE JHEPrHH H3 BHEIIHHX pecypcoB H ee IpeBpa-
nieHHe B KOHBepTHpyeMylo ¢opMy. B Tabn. 5 mnepeuncieHn Bce
H3BeCTHble yCTPOHCTBA TAKOTO pOJAa M IIPHBENEHHl KJaCcCHQHKaUHs

JXHBBIX CHCTEM, HCNOJb3ylOIHX NepBHuyHble ApH-reneparops.
K rtuny I oTHeceHBI CHCTEMBEI, NOJIy4YalOlHEe SHEPTHIO NOCPEICTBOM
CBETO3aBHCHMOTO IIHKJIHUECKOTO IIePeHOCa BOCCTAHOBHTEJIbLHHX 3KBH-

BajseHTOB. B cocraB penokc-uenu BxoaaTt nBa AuH-reneparopa: 6ak-
TepHaJbHEIH KOMIUIEKC pEaKUHOHHHX UeHTpoB H KoQ-uuroxpoM
c-penykrasa. I'eHepaTopH JIOKaJH30BaHH B MeMOpaHe XpOMaTo(popoB
H B IIHTOMJIa3MaTHYECKOH MeMOpaHe 6akTepHH-(pOTOCHHTETHKOB. B Tex
ke meM6panax cogmepxurci HAJIIH-KoQ-penykra3za, koTtopast Ha

ceery felicTByer Kak norpeburess AuH, xatanusupys o6paTHHil nepe-
Hoc 3jektpoHoB K HAJIH or cy6erpaToB ¢ 6ojiee MNOJIOXKHTEJIbHBIM
peloKc-MoTeHuHaJoM. B TeMHoTe TOT Ke ¢pepMEHT ydacTBYeT B reHe-

paund ApH, conpsixkeHHOH ¢ NMepeHOCOM 3JIeKTPOHOB B IIPSIMOM Ha-
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npasiaedus —oT HAIIH x KoQ n panee k xucaopony. HamGosee
H3y4eHHbBIMH TpHMepPaMH NAaHHOIO THIA 3HEepPreTHKH CJy¥KaT NMyphyp-
Hble 6akrepun Rhodospirillum rubrum, Rhodopseudomonas sphaeroi-
des u Rhodopseudomonas viridis.

K runy 2 oTHocsTCcs 3eseHHe GaKTEpHH, y KOTOPHX OGHapy:KeHa
npocreiiliasi CHCTeMa HEIHKJIHYEeCKOTO CBETO3aBHCHMOIO IiepeHOca
3JIEKTPOHOB. EcTh OCHOBaHHsS mpeanoJiaratb, YTO MeXaHH3M reHepa-

uud ApH y 3tux 6akrepuit HanoMuHaer TakoBoi B ¢otocucTeMe 11
xsioporiactoB. Ocraercst OTKPBITON npobieMa, KakuM ofpasoM 3eie-

uble 6akrepuH obpasywt AuH B TeMHOTE.

OuepreTHKa runa 3 NPHCYLla THIAKOHJaM XJIOPOIJIACTOB H I[HAHO-
6akrtepuii. B oboux ciyyasx [POHCXOAHT HEUHKJHYECKHH mepeHOC
BOCCTaHOBHTEJIbHBIX 3kBHBaseHTOB ot HoO x HAIL®+. B penokc-uenu
HaeHTHuuHposanel TpH ApH-reHeparopa: ¢otocucrema I, ¢oro-
cictema II u PQH,-nnacrounanun-penykrasa, roMmosoruuias KoQHs-
IIHTOXPOM C-pelnyKTase.

Tuny 4 cooTBeTCTBYIOT THIIHYHble MHTOXOHADHH XHBOTHHX, pacTte-
HUl 4 rpuboB. 31ech npeiacrasyeH MOJHEIH Habop ApH-resepartopos
AblxatenpbHON Uend, BkiaoueHHoH Mexay HAIH u O, Ilono6uas
nenb, No-BHAHMOMY, €CThb H Y HEKOTOPBIX AHIIAL(HX 6akTepui, HaNpH-
mep y Paracoccus deniirificans. OnHako yaume GakTepHasbHbE LENH
yCTpOeHH I[poule, BKJo4ass JHO0 MeHbluee uuciao ApH-renepartopos,

JHOO ynpolleHHble aHaJOrd MHUTOXOHApHaJAbHHX ApH-reneparopos,
xapakTepu3ylouiHecst cHuxXeHHoH 3¢ dektuBHocThiO. Tak, y E. coli
(tun D) npbixatenbHas uenb, oxkuchaswmas HAIH MonekyaspHbEM
KHCJIOPOJOM, XapaKTepHU3yeTcs MeHbIIHM cooTHoumeHHeM H/O, uem
uens MUTOXOHIpuil unu P. denitrificans. _

B nwixatenbHo# uenu E. coli Hekotopble ApH-reHeparopn samn60
BOBCE OTCYTCTBYIOT, JIH0O, NOSABJASCh INPH OIlpeleseHHBIX YCJOBHAX
pocra 0akrtepHi, TPAHCNOPTHPYIOT Yyepe3 MeMOpaHy MeHblle IIPOTOHOB
Ha KaXXABlH NepeHEeCEeHHHH »3JIeKTPOH, 4YeM HX MHTOXOHApPHAJbHbHIE
aHaJIOTH. '

CokpalileHHe pelOKc-llellH HeH30eXXHO IPH 3KH3HH B NPHPOAHBIX
aHa3pOOHBIX HHILAX, NIOCKOJbKY KOHEYHBIH 3Tan AbIXaHHA — notpebie-
HHe KHCJIOpona — 3iech HeBo3MOxKeH. [IppMepom coKpallleHHHX uemnef,

BKJIIOYAIOUWIHX TOJbKO OAHH (mepBHi) ApH-reneparop, moryr 6bHITH
aHaspo6Hble 6aKTepHH, BOCCTaHaBJHBalomyue ¢pyMapar, H MHTOXOHADHH
HMaro ackapuns (7un 6).

duepreruka Tuna 8 npucyma Thiobacillus ferrooxidans u HekoToO-
pPHIM APYruM GaKTepHSM, OKHCJSIOUUM CyOCTpaThl C IOJIOXKHTEJbHBIM
penokc-noteHuuasoM. Uro6u obpasorates ApH, 3pech Hcnoabsyercs
TOJIbKO [IHTOXPOMOKCHJAa3HBIH reHepaTop, TaK KakK cyOcTpar He MoxeT
BOCCTAHOBHTb HauyajibHble M CPeJHHE CEerMEHTHl JbIXaTeJbHOH IlellH.
ApH-T'eHepaTophl, 1OKaJH30BAHHBIE B 3THX CerMEHTaX, NeHCTBYIOT KaK
notpeburenn ApH, npoussons ob6patHblii epeHOC BOCCTAHOBHTEbHBIX
5KBHBaJeHTOB OT JIOHOpa 3JiekTpoHoB, HanpuMmep Fe?t, x HAJI (®)+.

118



Ocobwiii cnyuaii — sHepreruka Halobacterium halobium, rne o6Ha-
pyXeH OaKTepHOPOJOICHH — CBETO3dBHCHMBIH  NPOTOHHHIH  HacoC
(run_9). ¥ stux GakTepuii ABIXaTeJbHOH IeMbl0 B TeMHOTe o6pasyer-
cs Ap. KoanuecrBo ApH- reHepaTopoB B llend H. halobium ocraercs
HEH3BeCTHbIM.

Tunom 7 B Tabn. 5 o603HayeHa 3HepreTHYECKass CHCTEMA, HCIOJb-
syomas KoQ-UMTOXPOM C-pEeAyKTa3y B KadeCTBe €IHHCTBEHHOTO Me-
xXaHH3Ma redHepauuu ApH. ABTOp mpeamnoJsaraer, YTO rHIOTETHYECKHH
opraHu3M (6akrepHs?), OoTHOcsIUHiics K Tuny 7, oxucaser cy6eTpart
C PeNOKC-IOTEHLHAJOM OKOJIO HyJs (HanpuMep, CYKLHHAT) KaKHM-
JHOO aKLelTOPOM 3JIEKTPOHOB C pefOKc-oTeHiHasom okono +0,3 B.
Jpyroii BO3MOXKHHIH IpeNCTABHTENb SHEPreTHYECKOH CHCTEMBl Tu-
na 7 — 310 a3po6, HCHOJB3YIOIIHHA TOJbKO CPEeIHHH yYacTOK LENH IJisi

redepauuu ApH, Torna kak HayaiabHbBle H KOHEUHBIE CerMeHTHl Ipel-

Ta6anua 5. Knaccudukauus NnPpoTOHHOA 3HEPreTHKH MO THIIAM AFH-reHepa'ropos

Tunn AHH-renepa'ropoa
CBETO33aBHCHMBIC TEMHOBEIE
Tuin é{ &, ~ — 0 - z .
3Hep- ot Xem - B S =4 & ;5
reTH- pE€IACTaBHTENH O e qn)_ E 5 8 q?)' 2 g ?
““ gix | S| B |28 |2 | FE| 3
[=% o
S | 2| 8 | & [ &, =5)| %,
Zaoom 5 5 X o« @ - E o
SRkl & | =& oS | 28 | <& =g
1 Ilypnypuue ¢orocuntesn-| + | — — — + + ?
pyioline 6aKTepHH
2 3eseHbe 6AKTEPHH — + — — ? ? ?
THranouab pacTHTENbHBIX — + + — — +3 —_
XJIOPOIJIACTOB H IIHaHOOaKTe-
pHi
4 MHTOXOHAPHH  XKHBOTHHIX,| — | — — — + + +
pactennit u rpubos, Paracoc-
cus denttrificans
5 E. coli — — — — +1 —_ +4
6 Bakrepun, BoOcCcTaHaBJHMBa- | — — — — + — —
iouHe ¢yMapar; MHTOXOHI-
PHH acKapHAH
7 ? — | — — — — + —
8 Thiobacillus ferrooxidans,| — |— — — +2 +2 +
Nitrobacter, Nitrosomonas
europaea
9 Halobacterium halobium — | — — + ? ? ?

! NefictByer ¢ 50%-moft sddeKkTHBHOCTHIO.

2 NeficTBytor Kak norpe6urenu ApH, orBercTBeHHBle 32 o6paTHHIl nmepeHOC BOcCCTaHOBHTEJNb-
€biX 5KBHBAJNEHTOB.
3 PQH,-TlnacTonHaHHH-PeNyKTa3a.
* KoQH;-Oxcupasa.
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cTaBjleHH (¢epMeHTaMH CBOOOAHOro (HECONpsSiXKEHHOTO) nepeHoca
3JIEKTPOHOB.

M3 marepuajia 3TOii IylaBH CTAHOBHTCSI ICHO, 4TO reHepauuss AuH
SIBJISETCA CJAEJCTBHEM IlepeHOca IPOTOHOB HJH 3JIEKTPOHOB 4Yepe3
ruipodobHbiii 6apbep MeMOpaHbl. B  GoJblIHHCTBE HCCJI€AOBaHHBIX

B 3ToM acnekte ApH-renepatopoB TtpaHcMeM6paHHOe pa3ielieHHe
3apAa0B OpraHH30BaHO TAKHM 006pa3oM, YTO YaCTb PACCTOSIHHSA NOKPHI-
BaeTcsi 3JIeKTPOHOM, a 4acTb — MPOTOHOM, ABHXKVIUHMCS B IPOTHBO-
TI0JIOXKHYIO CTOPOHY. SIBHHIM HCKJIIOYEHHEM M3 3TOrO MPAaBHJA CIAYXKHT
6aKTepHOPOIOIICHH, I'le IPOTOH NEPEeceKaeT BCIO ToJlUly MeMOpaHHI.

B GakTepHa/bHbIX peaKUHOHHBIX MLEHTPax IepPeHOC 3JIeKTPOHA
obGecrieyHBaeT 3anacaHue OKoJo 95% akkyMyJHpyeMoil SHepruH, a Ie-
peHoc nmpoToHa — Bcero okoJio 5%. Buaumo, nogo6ras curyanus
xapakTtepHa Takxe Aas ¢orocucreM 1 u Il xjoponnactoB u nuaHo-
6akTepHH.

B KoQHg-uuntoxpom c-peaykrase npubiausuressHo 40% nyrtu npo-
XOIUT, MO BCeil BEPOSITHOCTH, 3JIEKTPOH, nepeMellalomuiics ¢ reMa by
Ha reM bn. Ecaun 310 Tak, To Ha AoJio npotona ocraercs okoJsio 60%
ToNHHE MeM6paHbl. [logo6HBlEe COOTHOLUEHHS, NO-BHAHMOMY, Xapak-
TEePHBl H AJI LHTOXPOMOKCHIA3HOIO reHeparTopa.

Hau6osee HeonpenesieHHOH octaercs: npobjieMa MexaHH3Ma reHe-

paurnn ApH HAJH-KoQ-peaykrasofi. Kaxercs BeposiTHBIM, YTO IO
KpaiiHeli Mepe 4YacTb NyTH 3A€Cb MPOXOAHT NPOTOH. B npoTHBHOM
cJlyyae npuijoch Obl NOCTYJHPOBATb, YTO YACTh N€PEHOCYHKOB 3JI€KT-
POHOB 3TOro 3BeHa AblXaTeJbHOH 1ellH HaxOAHTCHA Ha BHYTpeHHeH,
a yacTh — Ha BHeLUHeN CcTOpoHe MeMOpaHbl MHTOXOHApPHH. B neiicTBH-
TEeJbHOCTH, Ha HapyKHOW NOBEPXHOCTH TAaKHX UEHTPOB BHISIBHTH HE
yAaeTcs.



H-AT®azpi-
BTOpMuYHbIe AuH-reneparopni

4.1. Onpenenenne u Kaaccudukauus

Bce ApH-renepatopH, onucaHHbie B npeablayliefl rjase, HCIOJb-
3yIOT 3HEPrHI0 CBeTa HJH JAblXaHHA, YTOOW 06pas3oBaTb RPOTOHHbLL
norenyuaa. AT® ne yuacTtByer B 3TOM npouecce. B Hacrosuieii riase
Cyner paccmMoTpeH Apyrof ciyyad, Koraa mnyTb OT HCNOJIb30BAHHs
SHepretHueckux pecypco K ApH okasnBaercss 6ojiee CJIOKHRIM: 3Hep-
THsi CHayaja npespauiaercs B AT® u Juiub 3aTeM HCIOJb3yeTcsl AJIs
resepaunn ApH nocpencteoM H*-AT®as. Tlocnennune Moryr O6hiTh
Oo6beaHHEHB TEPMHHOM «8TOputirsle ApH-ceneparopers.

Kak npaBuso, H+-AT®a3n oka3niBalotcss HeOOXOAHMBIMH, KOrja
HH CBeT, HH 3Heprus AblXaHHs He AOCTYNHH AJisi MeMOpaHbl, coBeplla-
I0lleil HeKOTopyro pabory, cBs3aHHyIO ¢ pacxogoM ApH. ITlpumepom
TaKOH CHCTEMHl MOryT OHITb aHas3poOHble OGaKTepHH, I[OJyyalouye
SHEPrHI0 2auxoaurudeckum nyrem. Y takux 6akrepuit AT®, o6paso-
BaHHHIH (epMeHTaMH [JIMKOJIH3a, MOXKeT yTHau3HpoBaTtbesi HT-ATOa-

30#, Haxoxsuleiicas B nHTOIJIazaMatHyeckod MmemOpane. AuH, rene-
pupyemass H+-AT®aszo0#i, ucnosp3yercsi nJisi COBepLUEHHS OCMOTUHECKOL

paboTel: akkyMysasiiud MetaboauToB npu yyactud Ht, merabosaut-cum-
MOPTEPOB.

I'nroK03a ~-ATo—m—

¢depMeHTDI rAHKOAH3A H+-AT®dasa

~ApH H+

- AKKyMyJIauHA MeTaboJIMTOB (27)

, MeTaboJHT-CHMNOPTEPHI

®opmanbHo Ji060it (epMeHT, crnocobHbi reHepupoBath ApH 3a
cyer sHeprun AT®P, moxer paccmarpuBathest kak HT-AT®aza.
H+-AT®-cuHta3a, o6buHO HCHosb3yemasi ngsi o6pasoBaHusi ATD 3a
cuer sHepruu ApuH, ob6ananaer Ht-AT®a3Hoii akTUBHOCTBIO, T. €. MO-
ket ruaposusoBatb AT® u cosnaBate ApH. Ilo 3Toit npHunHe naH-
HBlii ¢GepMeHT yacto HasmBawT HT-ATdazoin. OpHako, no HaileMy
MHEeHHIO, (oJlee ymecTHO ynoTpebinte Ha3dsanue «H+-ATPa3a» ToJIbKO
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B Tex CJy4asX, KOrjla OCHOBHOH OHOJIOTHYeCKOH (yHKuHel (epMeHTa
CIYKHT eudpoaus, a He cuntes ATD.

BBens Takoe orpaHnyenne, k H+-AT®azamM MoxXHO Gymer OTHeCTH
HECKOJIbKO (epMeHTOB, OTJHYAIOLWIHXCH IO CTPYKType H MEXaHH3MY
JEeHCTBHSA, HO HMEIOUHX 06Uyl (PYHKIHIO.

Onuncann H+-AT®a3sbl, cocrosiuiie H3 HECKOJbKHX GEJNKOBHX Cy0Ob-
eIHHHL ¢ MaccaMu He GoJiee 65 kla. KoMniekc Moxer GbITh JIerko pas-
JleJleH Ha JBa cyOKOMILJIeKca: MPOTOH-npoBoasiiiui ¢pakrop Fo u kara-
autuueckuit paktop Fi. I'maponus ATO ¢epMeHTaMu 3TOro THNA Mpo-
ucxoaur 6e3 o06pa3oBaHHA (HOCHOPHIHMPOBAHHBIX HHTEPMeNHaTOB.
K stomy tuny AT®a3s, onpenensemux kak FoF-AT®asza, ortHocHTcS
H+-AT®a3a HeKoTOpHIX cTporo aHaspoOHHx Gaktepuii. Cienyer oTMe-
THTb, UTO BCe NepeyHcleHHble cBOHCTBa npucyd Takxke HH-ATd-cun-
Ta3e MHTOXOHJIPHH, XJOPOIJacTOB, XpoOMaTo(popoB H LUTONJa3MaTHYe-
CKHX MeMOpaH AWIIALIHX HJIH (POTOCHHTE3HUPYOIIHX GaKrepHii (cM.
pas3n. 5.1.1).

Opyrue H+-AT®a3n npeacraBasior co60f OoYeHb JJHHHBIH IOJIH-
nentug (nopsaka 100 xJ/la), KkoTOpoMy MoOXKeT CONyTCTBOBaTh MeHb-
masi cy6belHHHIIa, HMeIOLasi CKOpee peryJisipHble, YeM KartaJuTHYe-
ckHe (yHKuHMH. Peakuus HauyuHaeTcss ¢ (ocHOpHIHPOBAHHS OAHOTO
H3 OCTAaTKOB acnaptara 60JbloH CyObe/IHHHIb!, YTO BHI3LIBA€T €€ KOH-
¢opMannoOHHHI nepexol, o6o3HauaeMblii £,—E,. 10T nepexon, BHAH-
MO, CONPOBOXKAAeTcsi CHHXXeHHEM CBOOOJHOI 3HEPrHH ruapoJiH3a (oc-
¢opunacnaprara. Ilocneayrouiee pedocpopuinpoBanue ¢epMeHTa
peresepupyetr ucxoaHyo ¢opMy E;. OnucaHubifi MexanusM mnonoGeH
takoMy Nat/K+-AT®azn u Ca?+-AT®asm (cm. pasa. 7.1.3 u 7.6).
E\Ey-AT®a3nl onucaHbl A/ BHEIIHHX KJETOUHHIX MeMGpaH pacTreHHi
u rpuboB. Takas xe cTrpyktypa obHapyxeHa y Ht/K+-ATdasu 3nu-
TeJIHsl XKeJyAKa.

HenaBHo ycTanoBlieHO, UTO cyulecTByeT euje odun tun H+-ATPas,
orauynelli kax or FoF,, rax u or E\E;. E2o npumepom moxcer 6bLTo
H+-AT®a3a roHOnaacTa — MeMOpaHbl, OrpaHHYHBAIOIIEH BaKyoOJH
KJIETOK pacteHHd u rpubos. BoamoxHo, k Tomy xe tuny H+-AT®das
cjenyetr OTHeCTH (epMeHTHl, oGHApy:KeHHble B MeMOpaHax CeKperop-
HbIX NY3LIPDbKOB, H/I0COM H JIH30COM, a Takxe annapara lonabaxw,
SHAOMJIa3MaTHYECKOrOo PETHKYJyMa H BHELUHEH KJETOYHOH MeMOpaHe
HEKOTOPHIX TKaHeld XKHUBOTHBIX.

Kpome poau H+-AT®a3 B coBeplieHHMH OCMOTHYECKOH paboTh,
clleyeT OTMETHTDb ellle OJAHY HX (yHKUHIO, a HMEHHO peeyAayuro 8HYy-
Tpukserourozo pH. B

B mem6panax, cogepxamux H+-AT®-cunrasy, renepanus ApH 3a
cuet ruapoauza ATD Moxer ObITh CleACTBHEM OOpauleHHsl PEeaKLHH,
Karaju3HpyeMoit 3THM (epMeHToM. Takoi apdexkr Habaonaercs, Ha-
IpHMep, y HEKOTOphIX OakTepHil, HCNOJL3yIOUIUX KAaK 3HEpPrHi0 nbixa-
HHS MJIH CBeTa, TaK W 3Heprul0 rJuukosnusa. Ecim Ttakue Gaktepuu
noaBuxkHbl, T0 ApH, o6pa3oBanHas 3a cuer ryHKoJauTHUecKoro AT,
MOXKET HCIO0JIb30BaTbCsl HApPsIAy ¢ TpaHcnopToM MerabGosutoB U pH-pe-
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TyJiillHeH JJs1 COBeplIeHHsI MeXxaHH4YyecKoH paboTel, T. €. BpallleHHS
XKTYTHKA.

Cnucok Bropuunbix ApH-renepatopos npuBenen B Taba. 6. B stoit
raaBe 6ynyt paccMotpeHn H*T-AT®azwl. AT®dasnmass aKTHBHOCTb
H+-AT®-cunras paszo6paHa B ciaeayouleil raase (cM. pasa. 5.1.1).

4.2, H*-AT®a3pl 06JuratHo aHa3pOOHBIX
OakTepuit

H+-AT®asa 6akrepuit (oGaHraTHbx aHas3po6oB) MpeAcTaBJisiel
co6of HEKOTOPHH BapHaHT ¢epMeHTOB FoF\-THna, AefAcTBYIOUIHX B
kKayectBe AT®-cHHTa3h B MHTOXOHAPHSIX, XJOPOIJIACTax, AbILUIAL[HX
H (pOTOCHHTE3UPYIOLIHX GaKTepHSX.

Haun6osee n3yuyeHHHIM O0OBEKTOM Takoro poxa ssiasiercsi Lactoba-
cillus casei. B onblTax Ha LeJBIX KJIETKax 6blJIO HAHAEHO, YTO IJIHKO-
ausupywowmas L. casei reHepupyer MeMOpaHHBI NOTeHLHAJ, KOTOPHIK
cuuMaercsi npotoHopopamMu uan JUKI (ruapodoGHeiM peareHToM
Ha NPOTOHHPOBaHHble KapOOKCW/IbHble Trpynnu). Ay, HCKYCCTBEHHO
co3laHHas 3a cyeT BbixoJa H3 Oakrepuii HOHOB K+ B IpPHCYTCTBHH
BaJIMHOMHIIHHA, B TeyeHHe HEKOTOPOTO BPEeMEHH NOAJAEPIKHBAET CHHTE3
AT®. Itor cuHTe3 Tak¥XKe YYBCTBHTeJNeH K nporoHodopam u LK.

Ha BoiBepHyTHIX cy66akTepuanbHbix uactunax L. casei 6blii0 mo-
Ka3aHo, yto ruaposiu3z AT® rtopmosurcs AILIKII.

DJeKTPOHHO-MHKDOCKONIHYECKHH aHaJH3 ouHlleHHoro ¢akropa Fy
u3 L. casei nokasaj, 4to LIecTb CyGbeAHH:L OOpa3ylT NPaBHIbHYIO
ABYXCJIOHHYIO CTPYKTypy C TpeMsi CyObeAHHHIIAMH B KaxJIOM CJIOe€.
IToxoxkas cTpykrypa Obla oOHapyXeHa NpH H3yYeHHH MHTOXOHIpPH-
aapHoro ¢akropa F, (cM. pa3n. 5.1.1).

U3 membpan L. casei, numenHbix ¢akropa Fi, 6Gbl1 H30JHPOBaH
daktop Fy u BctpoeH B nporteosunocombl. Ilocne pekoHeTpykuuu
C OYHIIEHHBIM (¢akTopoM F; MPOTEOJHIIOCOMB AEMOHCTPHPOBAJIH

B3aumonpespauieine AT®-ApH, yyscrButenbHoe k ALK u pas-
OOILIHTENAM.

ITo moJsekyssipHOH Macce, cy0beAHHHUUHOMY COCTaBy, TpexMepHoi
CTPYKTYpP€ H 4YYBCTBHTeJBbHOCTH K HHrHO6utopam AT®aza L. casei
ABHO oTyHuaeTcsi ot AT®a3s EE,-tuna. B vacTHOoCTH, BaHanar ¥ THI-
POKCHJIaMHH, TOopMo3siliue Bce H3BecTHhle EjEs-AT®a3bnl Ha cranuu
dochopunupoBanHoro ¢epMenta, HHKaK He BausiioT Ha ATdasy u3
L. casei.

Ykazanue Ha TO, yto H+-AT®a3za crporux aHaspo6oB HallOMHHAET
FoF,, Ho umeeT GoJiee mnpoctoit Habop cy6benHHHL, OBJIO MOJYYEHO
Jx. Knapkom u corpyanukamu, uayuaBwuMu Clostridium paste-
urianum.

[TpoBenenroe ®. M. XaposbaoM H COTPYAHHKaMH HCCJIeOBaHHE
H+- AT®a3n ¢dakyabTaTuBHOro auaspoba Streptococcus faecalis
BBISIBHJIO CyGbeIHHHUYHBIH cocTtaB ¢aktopa F;, OOBIYHBIA [Jis1 Abllia-
mux H (oTocHHTe3upylouux Gakrepuil. BoamoxHo, uro S. faecalis
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Ta6anua 6. Bropuunbie AEH-reHeparopu

QyHKUHY, TIOANEPXKHBaeMble

depmeHT Jlokanauzauus MexauHam o6pasoBaktoll ApH
H+-AT®daza [{uTonnasMathyeckas FoF, HakomnjieHHe  BellecTB;

MeMmbpaHa o6auraTHoO aHa- peryasuus pH B knetke
3pO6GHHX 6GaKTepHH

» Buemnss MeM6paHa E\E, To xe
pacTeHuit H rpH6oB

> Tononaacr pacrennit w| Otanuneiit | Hakonnenne — pelllecrB
rpu6oB or FoF, w|B Bakyonu; peryaaunus pH

E\E,

> BHewHsn membpaHa ? Cexkpeuns H*; Hakon-
KIEeTOK HEKOTOpPHIX XKH- JIeHHE BElIecTB B KJETKe
BOTHLIX

» Mem6GpaHs  cekpeTop- ? Hakonnenne BeriectB H
HEIX NY3HpPbKOB, 3HIOCOM, peryasuusi pH B nysmpb-
JIH30COM, annapara I'oabg- Kax

XKH; MeMOpaHa »3HIOMNJNA3-
MaTHYECKOTO PEeTHKYJyMa

H+-AT®-cun-| IluronnasmaTHueckas FoF, Hakonsenne  BelllecTB
tasa (obpalieH-| MeMOpaHa HHIIALMX WJH u perynsuus pH B Kiet-
Has) (pOTOCHHTE3HDPYIOLIHX 6ak- Ke, BpauleHue ¢aarean B

TepHii otcyrctBrHe O H cBeTa
» BHyTpenHsss MeMG6pana > Tpaucnopt BeluecTB B
MHTOXOHpPHH MHTOXOHJPHH B OTCYTCT-
Bue O,

H+/K+-AT®a-| Buewuss meMGpaHa E\E; Cexpenns H+

3a KJIeTOK 3MUTENHS XKeNylKa

npeacrasisier co60H NMpHMep BTOPHYHOTO aHa’spoba, T. e. 6akrepuy,
nepBOHAYaJbHO XKHBIIEH B a3pOOHBIX yCJOBHSIX, a 3aT€M Nepelueslied
B GECKHCJOPOAHYIO HHIY.

4.3. H*-AT®a3a BHelHed KJETOYHOH mMeMOpaHBI
pacTeHuid U rpubos

Bo BHemHel kaeTouHoii MeMOGpaHe pacrenwii u rpuGoB (mjasMa-
JleMMe) Haxoautcs ¢epMeHT, OTKaYMBalOUHH HOHB H+ H3 kieTku 3a
cyer sHeprun AT®. Tpancnopt Ht HoCHT 3/1eKTpOreHHBI Xapakrep.
H+-AT®a3a, o kotopoii uner peub, oTHocutesi Kk EjEp-tumy. B mpo-
Ilecce peakKUHMH BO3HHMKaeT acnaptuiapoc¢artHblii HHTEpMeAHAT, YyBCT-
BUTEJNbHbBIi K BaHajaty H ruapokcujsaMmuny. Hurunbutopamu cayxar
Takxe AH3THIACTUAbO3cTpos u JILIK/I.

Ounctka H*-AT®dasw nmokasajia, YTo 370 OJAHHOYHBIN TNOJIHIIEIITHLA,
¢ maccoii Heckoabko 6oJsibiie 100 k/la. Ero comep:kanne BO BHellHei
MeMOpane pocruraer 15% ot obiero kosuuectBa Genka. IlepBuuHas
CTPYKTypa H yINakOBKa B MeMOpaHe OCTAalOTCsi HEH3BECTHBIMH.

Mexanusm peakuun H*-ATda3n BHemneli MeMGpaHbl, IO-BHAHMO-
My, aHaJioruyeH takoBomy apyrux E|Eq;-AT®das (cm. pasa. 7.1.3).
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H+-AT®a3u u3 MeMOpaH rpH60B H pacTeHHil GHJIH PEKOHCTPYHPO-
BaHbl B NPOTEOJHIOCOMH. B 31O cucteMe OHJa mnokaszaHa o6GpaTH-
mMocTh ruaposiuza AT®, Korna Ay, HCKycCTBEHHO co3naHHas JAHpY-
sueii K+, ucriosnb3oBasach aJisa cuHre3a ATO.

HUcnonb3yss MHKPO3JIEKTPOAH, YIAJoCh NPSAMO H3MepHUTb BOJIbT-
amnepuble xapaktepuctiku H+-AT®a3b nnasmaneMMu Kiaetok Neuro-
spora crassa. TlonyueHHble AaHHBle CONOCTABHJH C pe3yJbTaTaMH
n3Mepennss ApH u cBoGonHoii sHeprueii ruapoausa AT®, yrobm pac-
cyntath otHoweHue Ht/AT®. OHo oka3asioch 6JH3KO K 1, MOBHIIASACH
10 2 B yCJOBHSIX IIPOTOHHOTO KOHTPOJIA.

OnpeneneHHB GHOJOTHYECKHI CMBICJ HMeeET, BHAMMO, TO o6cTos-
teabctBo, yTo H+-ATda3a BHewHed MeMOpaHH XxapaKTepHu3yercs
ontumyMoM pH mexny 6 u 7. I1pu pH Brite 7,0 akTuBHOCTL hepMeHTA
pesko magaer. Cosnaercs BneyatseHue, yto H+-ATdaza, orkauusas
Houbl HT W3 1HTOIIa3MH, HCIOJBb3YyeTCsl KJIeTKOH, 4YTOOHl IpenoTBpa-
THThb 3aKHCJeHHe BHYTpPHKJIeTOYHoro o6bema. BeposiTHO, peecyasayus
snyrpennezo pH ectb onna u3z ¢ynkuuii HY-AT®da3w mnnasmajeMMH.
B 10 e BpeMs oueBHIHA H ApYyras (QyHKIHs 3TOro QepmeHra: o6pa-

syemas UM ApH ucrnonbsyercs 0an KoHyeHTpuposawus 8 KieTke pas-
AUYHBLX BeUyecT8, KOTOpble TPAHCIOPTHPYIOTCs TyAa BMeCTe C NpOTO-
HaMH (cM. pasn. 5.2).

4.4. Ht-ATda3za ToHoOmnJaacra

Tonomnact — mMem6paHa, orpaHHyMBalOllasi BaKyoJH B KJeTKax
pacreHH#i H rpu6oB. H3BecTHO, UTO MeXAY BaKyOJbI0O H LHTO30JeM
cyuiecTByloT rpanventTol pH, HoHOB W MeraGoautoB. HenasHo B TOHO-
naacre 6wina udenruuyuposana ocobas HT-ATPasza, cosparomas

ApH kak IBHXKymylo CHJy TPAaHCIOPTa BEIIECTB B CTOPOHY GoJibliefi
HXx KoHUeHTpauuH. Llentp cBsismBanuss AT® 3toii ATDa3zoit obpauieH
B LHTO30JIb.

[loxaszaHo, 4TO H30JHpPOBaHHbIE BAKYOJH CIOCOGHBI K 3JIeKTpPOreH-
HoMy mnorJiomelno noHos Ht, conpsixxenHoMy c¢ ruaposusom ATO.
Tpancnopr Ht u AT®a3Hast aKTHBHOCTb NOAABJISIIOTCH YHHKAJbHBHIM
Hab6opoM HHrHOGHTOPOB, BKJIIOYAIOLIUM HHUTPAT, N-3THIMAaJEHMH, TPH-
alKHJI-0JJOBO M BbicOKHe KoHuentpauun JIIKJ. OJauromuuus
u JILIK (uaru6uropnl MutoxoHapuaasuoli H+-AT®d-cunTassl) B Hu3-
KHX KOHUeHTpauusx He BuHsOT Ha H+-AT®asy tononsnacra. OHa He
TOPMO3HTCA AHITHJCTHIBG3CTPOJIOM, GiokupyrouiuM H+-ATO-cuHTasy
mutoxoHapuit ¥ H+-AT®asy BHewneit kierounofi MemGpaHH pacre-
HHI U TpHOOB; He BJIHsieT HAa Hee H BaHajgaT. PepMeHTHl MHTOXOHADHH
JKHBOTHHIX, XJIOPOIJIACTOB H NJa3MaJjleMMBbl, CIOCOOHEIE pacllenysiTh
AT®, B oranune or AT®-a3n ToHOMJIacTa He TOPMO3SATCH HHUTPATOM.
B 10 ke Bpema H*-AT®-cunra3a pacTHTeNbHEIX MHTOXOHAPHH YyBCT-
BHTeNbHa K HuTpary. H+-AT®a3za ToHOnnacroB Onhisna BblAejeHa
H BCTPOE€Ha B NPOTEOJIHIIOCOMHI.
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ITo cneunduyHoCcTH B OTHOLIEHHH CyOCcTpaTa H ABYXBaJIEHTHOrO Ka-
THOHa-aKTHBatopa H+-AT¢asa Ttononsacra oriusaercs 0T TAKOBOI
naasmanremmol v anajnornyia H+-ATd-cuHrese MuTOXOHApHIA. JlOoNOAHH-
TeJibHasi obujas yepTa TOHOIJIACTHOH H MHTOXOHAPHAJBHBIX CUCTeM Gbl-
Jla BoisiBnieHa 3. BoyMsHoM, uaeHTH¢puuupoasmuMm B H+-ATdaze To-
HOIJIaCTa CpaBHHTEJbHO Hebosbllylo  6GeJKoByl0  cyObeIHHHLY,
KOBaJIeHTHO cBA3nBawoowmyw JIIK]I.

OnHako no HEKOTOPHIM cBoiicTBaM ToHonnactHas H+-AT®aza orau-
“aerca or muroxoxopuansrod. Tak, oHa uMeer ppyroé ontuMym pH.
depMeHT COCTOMT H3 HECKOJIbKHX CyOneauHuL Maccamu ot 90 n1o 9 k/1a.

4.5. Hemutoxonapuanbhueie H+-ATda3nl
KJETOK XKHBOTHBIX

4.5.1. H+-AT®a3a xpomadpuHHbIX rpanya

IlepBEIM JpOCTaTOUYHO NMOAPOGHO OXapaKTePH30BaHHBIM (hpepMEHTOM
3TOrO Kjacca okasaJsach H+-ATda3za u3 BHYTPHKJIETOUHBIX NMy3bIPHKOB,
HaKalJIMBaIOIHX KaTeXO0JaMHHbl B KJETKaxX MO3TOBOro CJosi Hafnoyeu-
HUKOB. [1y3bipbkH, HazBaHHBIE XpPOMApDUHHBIMU 2paHyAaMU, CONEPIKAT
OrpoMHble KOJIHYeCTBa ajJpeHalliHa M HopaJpeHa/liHa, KOHIEeHTpallHsl
KoTopbix B rpanynax (0,55 MoJib/J1) NPEBOCXOAHT TAaKOBYIO B LIMTO30JI€
B 25 000 pa3. KatexonaMHHB — OCHOBHBIE IO KOJTHYECTBY KaTHOHHBI XPO-
MadounHbIX rpanyd. IIpotHBoHOHOM nJs HUX siBasiercst AT®, KoHLeHT-
pauusi KOTOporo BHYTpH Ny3upbKoB npenbiiaer 0,1 mosb/a. Cymect-
BYIOT IaHHBIE O TOM, UTO KatexosaMHuHbl 1 AT® cayKaT cHMnaTHYeCKH-
MU  KOTPAaHCMUTTEpaMH, B3aMMOJeHCTBYIOIUMMH C  Ppas3JjHYHBIMH
peuLentopam.

AKKyMyJsillisi KATEXOJI@AMHHOB BHYTPH XpoMacddHHHBIX IPaHyJl OIO-
cpefoBaHa aHTHNOPTepoM, 06MeHHUBAaIOLHM nBa HoHa H+ u3nyTpu rpa-
HyJl Ha OJHH KaTHOH KaTexOJlaMHHa cHapyxku. [suxcywed curoii npo-

yecca oxkasvieaerca AuH, eenepupyemas H+-ATPaszod, Kotopas nepe-
HocuT H+ u3BHe BHyTpb Ny3bIpbKoB. d1a AT®a3a cocTout U3 cy6beJHHHIL
CcNeyIOUHX YeThipex OcHOBHHIX THnoB: 115, 72, 57 u 39 kI na. Ta-
xKejass cyObenHHULA COAEPIKHUT, MO-BUHAHMOMY, KaTaJHTHYECKHH LEHTP
{depMeHTa, npuueM OAHH (GYHKUHOHAJBLHBLIH KOMIJICKC BKJKOYaeT He Me-
Hee yeThlpeX TaKHX CyObeIHHHII.

Hccenenosanue Ha npoteosunocomax nokasano, uro Ht-ATdasza ka-
TaJIu3UPyeT 3JeKTporeHHHH TpaHcnopt H+. ATdasa HeuyBcTBHUTENbHA
K OJIMTOMHIHHY U TpebyeT nJsi TopMoxxeHus B 50 pa3 6oJibIIHE KOJIHYe-
ctBa JLIKI, uem H*-AT®-cuntaza MutoxoHapuii. O6GBHEKTOM aTakH
JILIK]I okasanace tsixkenas cy6bbeannuna. Ornenenue ee or MeMOpaHH
JneceHcubunusuposaso AT®asy B ornowenuu JIKIL. Bananar, Gao-
kupytouuii E Eo-AT®a3bl, He Bausasn Ha H+-AT®asy xpomadduHHBIX
TpaHyJ, XoTs OHa Obljla Ype3BBYaliHO YyBCTBHTEJIbHa K N-3THJIMAaseH-
Muay — pearenty Ha SH-rpynns.
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4.5.2, Npyrve H*-AT®a3m

PasnuuHble THIB JKHBOTHBIX KJIETOK ucnoasaytor H+-ATaszet, 4TobbL

obpasosare ApH u nakanausate 8 ocobulx nysvipskax 3KCKper (ropmo-
Hbl, HEHPOTPAHCMHUTTEPH H T. 1.) Iepel €ro BblAeJeHHEM H3 KJIETKH.
Takoit MexaHH3M NpPOAEMOHCTPHPOBAaH, KPOMe KaTeXO0JaMHHOB, AJs ce-
pPOTOHHHA B TPOMOOLHTAX, aLE€THJIXOJHHA B CHHANITHYECKHX Ny3HPbKaX,
rpynnbl TOPMOHOB B runo¢H3e u HHCYJHHAa B NOMAKEJYAOUHOH XKeJiese.

Kpome toro, H+-ATda3za onucana B JH30CcOMax, 3HAOCOMAx, OKaii-
MJIEHHBIX NY3bIPbKax H BHeLIHel MeMOpaHe KJIeTOK HEKOTOPHIX TKaHeH
XUBOTHBIX (MOYKax U Mo4yeBOoM ny3bipe). CyuiecTByIOT AaHHble 0 PyHK-
unoHHpoBanun H+t-AT®da3 B nnasmartuueckoii MmeMOpane KJjeToK MO3ra
M aCUUTHBIX KJIeTKaX JpJHuxa, a Takxe B MeMOpaHax annapara [oaba-
JKH H SHAOINIa3MaTHYECKOTO PETHKYJIyMa.

ITepeuucnennvie soiue ATDaszsl obradaror nexkoropbimu csolicTsa-
mu, nanomunarowumu H+r-ATPasy rononsacra. OHH YyCTOHYHBH K OJH-
TOMHIIMHY, BAHANATy H JUSTHJICTHIBO3CTPOJY; 4yBCcTBUTENbHB K JTLIK /]
(kak npaBuJo, B GOJBIINX KOHLeHTpauusax, yeM H+-AT®d-cuHTaza Mu-
TOXOHAPHH); YyBcTBUTEJbHH K N-3THAManeuMuny. OaHako paeiicTBylo-
LIHe KOHUEeHTpanud N-3TtuamajenMuaa B ciydyae H+-ATd a3 :KUBOTHHX
TKaHeH OKa3blBalOTCSl rOpa3fo MEHbIIHMH, YyeM njs ¢epMeHTa TOHO-
njaacta. Kpome toro, ToHonnactaas H+-ATdaza noJHOCTbIO TOPMO3HT-
Csl HUTPATOM, B TO BpeMsi Kak «KHBOTHHIe» H+-AT®a3n ycroiiuuBh K
AedcTBHIO 3TOro aHHoHa. Heo6xoauMbl CTPyKTypHblE HCCJeNOBaHHS,
yToGLl OTBETHTb Ha Bonpoc, ABJsiTcs i H+-AT®da3bl :KUBOTHBIX TKa-
Hell pOACTBEHHBIMH TAKOBOH TOHOIJIAcCTa.

4.5.3. Ht/Kt-AT®a3a cau3uCTOi KeJyrKa

Ocob6ass AT®aza, o6pasyromas ApH, 6bina obnapyxeHa BO 8relu-
Hel membpane KAETOK CAU3UCTOL HeayOKa. (DepMEeHT OCyLIEeCTBJsET
3JIEKTPOHeHTpabHblii 06MeH BHyTpHKJeTOuHoro H+ Ha BHemHwmit Kf,
TE€M caMblM 3aKHCJssA cpelly B xeayake. OH 6wl Ha3Ban Ht/K+-ATPa-
3oti. Ht/K+-AT®a3a ounuiesa H peKOHCTPyHPOBaHa B IIPOTEOJIHIIOCOMBI.

YcranosaeHo, yto H+/K+-AT®a3a npunadsexnur k E\Eq-Tuny; dep-
MEHT COAepKHT noaunentug Maccod okosno 100 kla; ruaponuruyeckas
peakuus nporekaet ¢ oopasoBanueM $pochopHIHPOBAHHOTO HHTEpMEH-
aTta; aKTHBHOCTbL TOPMO3HMTCS BAHAaAaTOM H THAPOKCHIaMHHoM. B To
ke BpeMms ctpykrype H+/K+-AT®a3bl npucyuia cneimugpHyeckass oco-
6€HHOCTb. ITOT (hepMEHT, MO-BHAHMOMY, NOCTPOEH H3 TpeX NOAOOHHIX,
HO HEHJIEHTHYHBIX CYOBeIHHHI[ C MOJIEKYJSIPHBIMH MaccaMH NOpsJKa
100 x1a.

Mexarnusm paborer H+/{K+-AT®a3et coctout B caenyiouieMm. Kowmn-
sekc K+ u pepmenra B E|-konpopmanuu csizbiBaer AT® u H+ Ha un-
TONJIAa3MAaTHYECKOH NMOBEPXHOCTH IJIa3MaJieMMHEl, OKpyXalrouleld KJEeTKYy
CJH3HCTOrO 3nurenusi xeayinka. I[Ipu stom K+ BhicBOGOXKAaeTca B 1LiH-
Tomnasmy. B TpoiinoM koMmniekce E,- AT®-H+ docpopun ¢ ATD nepe-
HOCHTCsi Ha OJHYy H3 KapOokcuabHBIX rpynn ¢epmenta. B pesyabrate
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obpasyercsi uHTepmenuat £, ~P-H+. 3ateM npoucxoaut KoHpopManH-
oHHbIH nepexon (E\—E;), conpoBoxaawuuiics nepe6pockoil nona H+
yepe3 TrHApodoOHbIi 6Gapbep MeMG6GpaHbl. [loJiyueHHBI KOMILIEKC
E,—P-H+ ne cnocoben ¢ochpopunuposats AIIP. 3amena H+, cpsizan-
Horo ¢ E;—P, na BHekseTounblit K+ npuBonut K Buigesenuo H+, korto-
Pl OKa3hBaeTCsi B NpocBere keaynka. KpoMe toro, cBsi3biBaHHE HOHA
K+ BuisbiBaer ruapoans E.—P. Cnenyromuii 3a atum nmepexon E.—E;
3aBepwaet uukJ. HenaBro ananoruyneiit pepmedt Gbljl ONHCAH B 3IH-
TEJIHH TOJICTOH KHLIKH.

4.6. CootHowenue ¢pyuxkunii H+*-ATdas

Kak yxe orMeuasoch B pasa. 4.1, H+-AT®a3bl 06bIYHO BBHIMOJHSIOT
JABe OCHOBHble (DYHKUHH: 3HEepPrH3alHio MeMOpaHbl U cO3JaHHE HYXKHOrO
pH B onHOM H3 ABYX OTCEKOB, pa3mesieHHbIX MeMGpaHOii.

Y anaspo6HHIX 6akTepHil, XKHBYUIHX 3a cueT rjaukosausza, ATP eud-

poausyerca H+-ATPasoii, uto6el o6pasosate AuH u 3atem ucnosb3o-
BaThb €€ NIPH aKKYMYJISILHH Bel[eCTB CPeibl BHYTPb KJIETKH.

B T0 :xe BpeMs Hesb3sl He yuuThIBaTh posib H+-AT® a3k, oTkaynBalo-
weH noHn Ht u3 kjaetku, B «60opb6e» ¢ 3aKHCJIEHHEM LUTOIJIa3Mbl, TE€H-
JEHUIHA K KOTOPOMY Bcerja cyuiectByet B 6akTepHsix-aHaspobax, cbpa-
JKHBAWWIHX HeliTpaJibHBle caxapa A0 KHCJbIX KOHEYHBIX poaykToB. [1o-
ciendsas pyHKuHusa npucyma rakxke u H+-ATdaze nnasmaneMMsbl pacre-
HU¥ H rpubOB, KOTOpasi aKTHBHPYETCHA NPH NajeHHH 1IHTONJa3MaTH4ye-

ckoro pH nuxe 7,0. [To-BuauMomy, npu kucabix pH ne renepauns ApH
JJisi COBepLIeHHsI OCMOTHYeCKOH paboThl, a 0TKa¥Ka nPOTOHO8 CTAHOBUT-
cs sedywell pynkyued sroll H+-ATDaszel.

Oyukuueit rpynnsl H+-AT®a3 KHBOTHHIX TKaHell SIBJAsieTCS 3aKuc-
AeHue cpedol BHYTpU ny3bipbka. UMeHHo 5TO MPOHCXOAHUT B JIM30COMaX,
3HAOCOMax M, Moxet ObiTh B annapate [osbaxu u 3HIONJa3MaTHue-
CKOM peTHKyJyMe. B atux cayuasax Ay, eenepupyeman H+-ATDa3zol,
npespawjaercss 8 ApH nocpedcrsom 3saekrpogoperuseckol aKkKymyas-
yuu Kakoeo-aubo anuona, Hanpumep Cl-. B nnsocomax 3akucieHnue
BHYTpEHHel cpenbl co3aaer onTHMaJbHbli pH aas paboThl JHTHUECKHX
¢epmenToB. [1o cytu nena, nu3ocoMasibHble (pepMEHTHl He aKTHBHHI NIPH
HeliTpaabHbix pH, TUNHYHBIX nJs nuTO30451. B pesysbrate KOMIIOHEHTH
1HTO30J151 He MOryT OBbITh IepeBapeHbl KaKHM-JHOO JH30COMaJbHEIM
¢depMenTOM, faxke ecyid OH BHIHJET H3 JIH30COMH. BepositHO, KHC/BIH
pH HeoGxoaum Takxe aJsi paboThl 5HAOCOM U HEKOTOPBIX APYrHX IHTO-
NJ1a3MaTHYECKHX BKJIIOYeHHH, pacnonarawomux Ht-ATdaszamu.

Hnyo poap urpator H+-AT®a3n nnasmarHyeckux MeMOpaH HEKO-
TOPBIX THIIOB KJIETOK B MOYKAX H 3NHTEJHH MouyeBoro ny3mipsi. OHu yya-
CTBYIOT B TPAHCKAETOYHOM NEPEHOCE KUCAOTHbLX 3KBUBANEHTOB. Jlas BHI-
noJHeHHs 37Ol PyHKUnHM Takke HeobxonuM nepexox Ayp—ApH. B cay-
yae H+/K+-ATdasbl cAH3HCTOH KeJNyAKa, TOXKe crellHajn3upOoBaHHOH
Ha (YHKUHMH TPAHCIIOPTA KHCJIOTHHX 3KBHBAJIEHTOB, NpobJjieMa peluaer-
Csl 32 cyeT 3JIEKTPOHEHTPaJIbHOrO 3KBHBaJleHTHoro o6Mena Ht+ na K+.
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Ilo-BuanMoMy, 3Ta AT®a3za nepeHOCHT ToNbKO oauH HOH HY Ha Kaxayio
MoJsiekysny AT®, yTo OTKphHIBaeT BO3MOXKHOCTb CO3JaHHSI O4Y€Hb GOJIb-
mux (corJlacHO TepMOJHHAMHYECKHM pacueTam, no 7 exuHuy pH) rpa-
JHEHTOB KOHLEHTPallHH BOJAOPOAHHX HOHOB MEXAY LIHTOIJIa3MOH H BHe-
KJIETOUHOH cpenoii.

B xpoMadPHHHREX rpaHysiax H HEKOTOPHX APYTHX CEKPETOPHHX MY-
3npbkax Apl-ecenepupyroujan ¢yuxyus H+-ATPasel sernercs sedy-
wed, Tak KaK QKKYmMyaayus cexpeTupyemolx sewyecT8 no0oepacusaeTcs
3Hepeueli NPOTOHHO20 NOTEHYUAAA.
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ITorpeduTesm ApH

5.1. Xumuueckas pabora 3a cuet Au H

OnucaHo nare pepMmMenTHbIX CUCTEM, KOTOPble MOXXHO paccMaTpHBaTh
B KauecTBe notrpeburesneid ApH, coBepliamolinx XHMHYecKyl paboTy:
H+-AT®-cunrasa; Ht-nupodocdar-cuurasa; TpaHcruaporesnasa; oépar-
Hag HAJIH-KoQ-peaykrasa; o6patHas KoQH:-uutoxpom c-penykrasa.

B nepBHIX ABYX CJydYasix SHepPrHsl YTHAU3HpyeTcs s cuHTeza AT
und PP, u3s AP u &y, B Tpex Apyrux — LJis NepeHoca BOCCTAaHOBH-
TEJbHHX 3KBHBAJEHTOB IIPOTHB IrpajneHTa penokc-noreHnuana. Cpeau
BCEX 3THX CHCTeM 0COGeHHO BaxkHOH mpepctaBiasercs H-ATd-cunrasa,
OTBETCTBEHHAs] 32 B3aWMOIPEBPAILIEHHE OCHOBHBIX «KOHBEPTHPYEMBIX
BaJIOT» JXHUBOH KJeTKH — MeM6paHHo# (ApH) u BOpopacTrOpuMO#
(AT®). Bor nouemy Ha ceroausi H+-AT®-cHHTa3a OTHOCHTCS K YHCJAY
HauboJiee HHTEHCHBHO H3yYaeMHBIX (pepPMEHTOB.

5.1.1. H+-AT®-Cuurasa

H+-AT®-Currasa — gpepment, Karasusupyrouwjui gpocgopuiruposa-
rnue AJID neopeanuseckum ¢pocgparom 3a cuer snepeur ApH; oH obGHa-
pyX€H B MUTOXOHADHSX, XJOPOIJIACTaX, ABIIAIINX H (OTOCHHTE3UPYIO-

X OaKTepHsX.
B HexkoTophix aHaspoOHBIX 6akTepusiX, TakuX, Kak Strepfococcus

faecalis, ouenb noxoxwuii GepMeHT ocyiecTBisieT OOpPATHBIA Mpoilecc
(ATO->AD + Dy +ApH). 31a pyHKuHS paccMaTpuBaeMoOH CHCTeMH,
eAuHCTBeHHas y S. faecalis, irpaer NOJAYHHEHHYIO POJib Y a3POOCHHIX H
(OTOCHHTE3HPYIOLIHX KJETOK HJH OpraHes.

Cy06benvnnunoe crpoenne. H+-AT®-cunTasuble KOMILIEKCH, Bhlje-
JieHHble U3 pa3HbIX UCTOYHUKOB, CXOHH 110 CBOEMY CTPOeHHI0. Kax b
H3 HHUX MOXeT ObITb pa3jesieH Ha Ba cybromniekca, oOuH u3 KOTopulx
oreexaer 3a Tpaxcnopr nporonos (Fy), a Opyeod — 3a cunre3 uau 2ud-
poauz ATD (F,).

Hass H+-ATP-cunrassl E. coli u3BecTeH CyGbeNMHHYHBIA COCTaB,
aMHHOKHCJIOTHAsl NOCJeN0BaTeJbHOCTL H CTPYKTypa onepoHa. B atom
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cayqae ¢axrop F, eocrour us naru cybvedurnuy (a—e), a ¢pakrop Fo—
us rpex (a—c) (tabn. 7). Crexuomerpusa cyb6sedunuy credyrowan —
3a:3B:y:0:e:a:2b: (6—15)c. Monekynsipune Macch Fy, Fo ®
KomIiekca Fo, F, okaszanuce ansi E. coli paBHHMH cooTBeTCTBEHHO 381,
112—184 u 593—665 kJla. HeonpeneneHHOCTH B OleHKe Macchl (aKTo-
pa F, u xomnnekca FyF, o6ycyioBieHbl TeM OGCTOSAAITENLCTBOM, YTO MOKa
€I(€ HeJIb35l C TOYHOCTBIO OTBETHTh Ha BOIPOC, CKOJIBKO CyObe AHHHLL TH-
na ¢ coaepxHurcsi B oaHOH moJsekyne HH-AT®P-cunTass. B nutepartype
o6cyxaarTcs BeJauuuHbl oT 6 a0 15.

Komnaexc FoF, E.coli kopupyercsi OAHHM ONEpPOHOM, KOTOpHIf pas-
JIMYHblEe aBTOPHl HA3LIBAIOT [10-pa3HOMY: unc, atp uau pap. Ero pasmep
OKoJio 7 KuJI06a3 (kb). Ilopsiiok reHOB COOTBETCTBYeT TPAaHCKPHIIIIHH
matpHuHex PHK, kogupyonux cy6veaununn /, a, b, ¢, d, a, y, B U &,
raie cuMBoJIOM | 0603HAayeH THMOTETHYECKHH O6esIOK, KOTOPHIH ele He
BbIJlEJIEH.

Muroxondpuasrsnan Ht-ATP-cunraza noctpoeHa u3 cyGkoMmiexca
F, (nsitb TunoB cy6beAuHuN), cy6KoMIiekca Fy (dyerbipe THna cy6be-
JHHHIL) H elle YeThpex NONOJHHUTEJNbHBIX cyb6beauHul. [Ipu 3TOM, Kak
H y E. coli, bakrop F, cofepxut cy6peaunuun 3o, 3p, y, 6 u e. Kpyn-
Hele cyObequnuibl (a B B) OUYeHb HANOMHHAIOT TakoBhle E. coli. Tak B
B-cy6beannunax ¢akropa F, U3 MUTOXOHApHH cepana Obka, ApoxKef,
E. coli u xnoponnactoB conep:xaHue KOHCEPBATHBHBIX IOCJ/EAOBATEJb-
HocTell cocTtamiisier oKoJio 70%. [Tono6Has cutyanus Hab/aoAaeTcsl H B
ciyyae q-CyObeAHHHIH.

Ta6anna 7. Cy6nvenunnynniii coctag H+-AT®-cunrasm E. coli

- OJIHYECTB
Komnnekc Cy6penunHua hﬁﬁgﬁﬁ aMEHOK:Ce;l:OTlgbIX KOJ'IH':{(;CT: ;mc{yg’:;lnnunn

Macca, klla OCTaTKOB

F, a 55,0 513 3

B 50,0 459 3

Y 31,5 287 1

6 19,5 177 1

€ 15,0 138 1

Fy a 30,0 271 1

b 17,0 156 2

c 8,0 79 6—15

CpaBHeHHe MHHOPHHIX cy6benuHul ¢paktopoB F, u3 E. coli u MHUTO-
XOHJPHH UBOTHBHIX NOKa3aJ0, YTO CyObelHHHIIK y TMOXO0XH, a 6 H & —
OTJIMYHB B TO XXe BpeMsi B MHTOXOHJpHAJbHOH §-cyObeaunHHlle o6Ha-
PY2KEeHBl TNOCJIeJOBATEJbHOCTH, TOMOJIOTHYHBIE TAKOBHIM B e-Cy6benu-
Hune E. coli.

10. A. OBYHHHHKOB H COTPYAHHKH BBISICHHJIH aMHHOKHCJOTHYIO TIO-
cJIel0BaTeJIbHOCTh TaK HAa3bIBae€MOro 6e4ka, 06Yyci08AUBAIOWE20 HYBCT-
suresvbHocTe Kk oauzomuyuny (oligomycin sensitivity coferring protein,
uin OSCP). DTOT KOMIIOHEHT CJIYXKHT NONOJHHTENbHOMH, 10 CPABHEHHIO
¢ E.coli, cy6benunnneit B MmutoxonapuaapHoii H-AT®-cunraze. Oka-
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3aJiock, yTo OSCP B OCHOBHOM romoJioruueH §-cyowvenunuue E. coli, HO
HMeeT HeCKOJIbKO 00JbLyo MosekyaspHyo macey (21 klla no cpasHe-
#uto ¢ 19,3 k/la §-cy6peaunuun E. coli), conepxut ruapodoOHbIH yua-
cTOK BOJH3H N-KOHIEBOH NOC/IeA0BATEJbHOCTH H HECKOJIbKO NPOTSIXKeH-
HBIX OTPe3KOB, 'OMOJIOTHYHBIX He 8-, a b-cybpeaunune E. coli.

F'omosiorom cy6beauHuun ¢ E. coli B MUTOXOHAPHSIX CJAYXKHT cyOne-
AuHULA 9 (CHHOHHM — NpoTeo U, cBsi3biBaomuit JIIIK/).

IlocnenoBaTenbHOCTH, TOMOJIOTHUHKE cyGbeauHune a E.coli, 6bn
o6HapyxeHHl B cyObenuHune 6 (macca 22 klla).

B H+-AT®-cuntase muroxoHopuid HaXoAsAT NSTh MOJHIENTHAOB, KO-
TOpble OTCYTCTBYIOT y Gakrepuii. It1o: e-cybbeanHuna ¢akropa F; ¢
Mmaccoit 5,5 klla; cy6penununa AL6 dpakropa Fy; ¢akrop Fes (9 klla);
6enkOBBIH HHrubuTOp pakropa F, ¢ Maccod 9,5 klla u cy6benuHuna c
Mmaccolt 18,5 klla, Koropasi Hapsaay ¢ Fg u OSCP Heobxoauma nJist npa-
BHUJIbHOTrO csi3biBaHus F ¢ Fo.

Y JKHBOTHHIX H APOxKIKeH Bce cyObenuHunnbl ¢akropa F, 3akoaupo-
BaHbl B SIIEPHOM TeHOMe H CHHTe3HPYIOTCSI B LMTOMNJIa3Me B BHJE He-
CKOJIbKO 60/iee KPYUHBIX NpeAlleCTBEHHHKOB. ¥ pacTeHHi a-cyObelHHH-
Lla KOAHpYeTCsl B MHTOXOHADHSX, f— B siApe; MeCTO CHHTe3a MaJHX
cyObeaunull ¢paktopa F; ocTaeTcss HeBEISICHEHHBIM.

Cpeaun komnoHeHToB (pakropa Fo ApOXKKeli MUTOXOHJAPHAJbHBIM re-
HOMOM KOAHPYIOTCA cy6beaHHHIB 6 U 9. Bce npoune cy6beiHHHIIE HMe-
IOT COOTBeTCTBYIOILHE I'eHH B siagpe. B reHOMe MUTOXOHAPHH XHBOTHBIX
o6HapyXKeHnl J1Ba NMePeKPBHIBAIOIIHXCS TreHa, HMEKILHX OTHOIIeHHe K
H+-AT®-cuntase. OHd KoaupyioT cybbeauHuns 6 u AL6.

Cy6benunnunnlit coctaB H+-ATD-cunrasvt xroponsactos, o603Haya-
eMoit CF,CF,, B ocHOBHOM 10J06€H TAKOBBHIM OaKTE€PHil H MUTOXOHAPHIA.
BHoBb ¢dakTop F, umeer cybbeaHHHuYHBIH coctaB 3a, 3B, v, 0, & Ilpu
3TOM &-Cy0ObeAHHHIIAa F'OMOJIOIHYHA TAaKOBOH AJs1 6aKTepHaJbHOro THIA.
daktop CFo coaepKuT derhipe THna cyObeiuHHI, 0603HauaeMblx [—
I'V. Cyowvenunuunt IV, I u I/l romosioruuHH cyObeAMHHIIAM aQ, b H €
dbakropa Fo E. coli. Cy6benununa /1 He uMeet 6aKTEPHAJBHOrO aHAJIOra.

Cy6venunuunl a, B, €, I/, I11 v IV cHHTe3HpYyIOTCA B XJOPOINJacTax.

¥ unanobakrepui, THIAKOHAHAsE MeMOpaHa KOTOPHX COAEPKHT KakK
ABIXaTeJbHYIO, TaK H (POTOCHHTETHYECKYIO lenb, (pakTop F, OKasaJjcs
TOrO e THIa, YTO H B XJIOpOMJacTax.

Tpexmepnasi CTpyKTypa u pacnoJioxeHue B MemO6pane. H+ — ATP-
CUNTA3HBLI KOMNACKC TAK B8eAUK, 4TO 8bi0aeTCsi 8 6800y HA OOB0AbLHO
60abuioe paccTosnue ¢ OOHOL CTOPOHbL Membpansl. BoicTynalomas
YacThb, KOTOpasi npeAcTasJsieT coboi ¢pakrop F,, obpauleHa B LHTOMIA3-
My GakTepuii, MATPHKC MHUTOXOHAPHH HJIH CTPOMY XJIOPOIJIACTA.

HeratuBHoe okpalinBaHHe BHIBEPHYTHIX CyOMHTOXOHIPHAJbHBIX IIy-
3HIPbKOB BBHISIBJISIET 2puUbOBUOHbBLE BbLIPOCTHL OUAMETPOM OKOAO 9 HM,
pacnogarapuiyecsi To Bced IOBepXHOCTH MeMOpaHnl. Kak mokasan
3. Pakep, BBIPOCTH HCYE3aI0T IOCJ]E CHILHOIO MEXaHHYECKOro Imepeme-
LIHBAHHsS CyCIleH3Hil My3bIPbKOB, UTO CONPOBOXKAAETCS noTeped crnocob-
HOCTH NMy3bIpbKOB CHHTE3HpOBaTh H paclienasaTs AT®, a takxe noss-
JieHHeM B pactBopax cdepHyeckux vactui auamerpom 9 M u ATPas-
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HOH aKTHBHOCTH. PeKOHCTpykuHus cdepHueckux uyactul, ¢ MeMOpaHo#
Ny3bpbKOB Bo3ppamiaer nociaenHuM AT®-cunrasnyio u ATPaznyo ak-
TuBHOCTH. W3 3THX HabuioneHuit . Pakep 3akilouui, YTO BBICTYIIHI
npeacraBisiioT co6oil KatasuTHueckylo dactb Ht-AT®-cunrtase, T. e.
¢axrop F,.

[Tocne ormensenuss ¢akropa F, B MemOpaHe ocTaeTcsi 4acTb
H+-AT®-cunTasbl, oTBETCTBEHHAs 3a nmepeHoc HoHoB H+ (¢pakrop Fy).
Urtobsl  pekoHcTpyHpoBath,  Ht-
AT®-cuHTasy B MpoTeoJIMIOCOMAaX,
Tpebylotcs Kak F, tak u Fo. Pe-
3yJbTaThl KOMIBIOTEPHOTO aHaJH3a
3JIEKTPOHHBIX ~ MHKpOdoOTOrpagHi
¢dbakTopa F; cyMMHpOBaHH Ha pHC.
39. Haiineno miecTp 6€JKOBBIX
Macce, npeiacTaBisonux coboi, no-
BHIHMOMY, KpPYNHBE CYOBEeAHHHIHI
(Tpu o ¥ TpH P), KOTOpHIE ymako-
BaHbl B [Ba CJOs 10 TPH cyObenH-
HHLILI B KaxaoM cJjoe. PpoHTab-
Haa npoekuuss ¢akropa F; umeer
aHametrp nopsinka 10 HM. B 1eHT-
paJibHOH 4acTH MHTOXOHIPHAJILHO-
ro F, uHoraa ypaercs Habji0naThb
ele oAHy, ceabMyr 6esKOBYIO Mac-
¢y, KoTopas MorJia 6bl ObITb KOMII-
JIEKCOM TpeX MEJKHX CyObenuHHII.

HccaenoraHre ¢ HCNoOJb30OBAHH-
€M MaJIOyIJIOBOrO pacCesiHHsI PEHT-
FeHOBCKHX JiyYeH II0Ka3aJo, YTO

dakTop F; MOXHO NpHO/IH3HTEJD- Puc. 39. Crpykrypa H+-AT®-cunra-
HO ONHCAaTh KaK 3JJIHIICOHL C OCH- 3 (no E. J. Boekema et al., 1986):
MH 12><9><7 HM. H30.ﬂHp0BaHHbﬂg daxTop F; ¥3 MHTOXOHJ-
- pHii cepiua Obika (HeraTHBHBIH XOHT-

Mruoroe €llle He BLISICHEHO B BO pact); SNEKTPOHHO-MHKPOCKONHYECKHE
npoce 0 TOM, KaKHM 06pa30M Fl dotorpadvn 379 npoexkilHit NATH OCHOB-
HBIX THNOB CYMMHPOBaHBl C HCNOAB3O-

NIPUKPENJISETCS K q’aKTOPY Fo, Ino- BaHHEM CHCTE€MbI aHanH3a H3o0parxeHHH

IrpyKeHHOMy B MeMOpaHy. Dbniin

NoJyyeHH JAaHHble, YTO 1O KpaliHell Mepe p-cybbenuHuna daxkropa Fi
MOXKET HaXOJHMTbCsl B NPSIMOM KOHTakTe ¢ gochonunusamu. 1o Hab-
JII0ZIeHHe NPOTHBOPEUHT pACIPOCTPAHEHHOH TOYKe 3peHus, uyto Ht-
AT®-cuHTa3za Bceraa BHINISAMT Kak TPHO, ILJSANKA KOTOPOrO COEAHM-
HsieTcs1 ¢ MeMOPDaHHBIM CEKTOPOM MNOCPEACTBOM JOBOJILHO IJHHHOM
HOXKH. He HCKiloueHO, yTOo rpuboBuaHas KOHHUrypaluusi GUKCHpYeT-
csi B pesyJsbTaTe 06pabOTKH, mpeAllecTBYOUleld aHaJu3y o6pasna Nop
3JIEKTPOHHEIM MHKpPOCKOTIOM.

CymectByer BecbMa KOCBEHHAs HH(GOPMAaIHsI O TPEXMEPHOH CTPYK-
Type ¢akropa Fo. Ee HCTOUHHKOM CJyXKHT, B YaCTHOCTH, PacCMOTpPEHHE
yepeAOBaHHH THAPOMPOOHBIX M FHAPO(HILHBIX YYaCTKOB aMHHOKHCJIOT-
HBIX MociieloBaTesbHOCTed cyObeHHHl, cocTaasiomux dakrop. [pen-
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[10J1aralpT, YTO OYeHb FHAPo¢dOOHbIEe a- H C-cyObeAHHHIN 06pas3yoT co-
OTBETCTBEHHO LIECTb W [iB€ Q-CIIHPaJibHbBIE TpaHCMeMOpaHHble KOJIOHHH.
YTto kacaetcsi b-cyObeHHHIB, TO OHA mepecekaer MeMOpaHy, NO-BUAH-
MOMY, TOJIBKO OJIHH pas.

I'nmppoans AT® unsoaupoBanubiM daktopom F,. Pakrop Fy, Gyayun
otaeseH oT MeMm6paHHoro cekropa H+-AT®-cuntasu, coxpauser cno-
cobuocTs eudpoausdosars ATD 0o AP u ¢ocgpara. Peakuus nporekaer
C o4eHb 06OJIbLION CKOPOCTbIO H yTpadHBaeT YYBCTBHTEJbHOCTb K OJIHIO-
MHIHHY, OU3THJICTUAbOECTPONY H HH3KHM KOHueHTpauusm JILIKI, oT-
JIHYasicb B 3TOM OTHOLIEHHH OT KoMILiIekca FoF|.

Fupponus AT® pacrBopuMbiM ¢aktopom Fy Obls HcciieioBaH B 1ie-
JIOM psine JiaGopaToOpHii, OAHAKO H CErojHsi MHOTHe CylIeCTBEHHble MO-
MEHTB MeXaHH3Ma 3TOH peaKIHH OCTAIOTCS HesICHHIMH.

Teepno ycranoBseHo, uto dakrop Fi mosxer c843bl8aTb weCTy MO-
AeKYya QOeHuHHYKAeoTudos, T. €. MO OJAHOMY Ha KaXNylo KpYHIHYIO
cyObeAHHHULY.

Kak a-, Tak u B-cy6peaununs ¢akropa F, coaepxkat BecbMa KOH-
cepBaTHBHbLIE NMOCJEN0BATENbHOCTH, NOAOOHBIE TEM, UTO HAHJEHH B ApYy-
rux AT®-casbiBawnux pepmentax. Tpu mecrta cBf3bIBaHHSI HYyKJI€O-
THJOB ropasjio 6picTpee 06MEHHBAIOT CBsI3aHHble HYKJIEOTHIH!, YeM OC-
tTajibHble MecTa. [lostoMy B ¢daktope F, pasziu4aroT npowHo u caabo
CBA3QHHblIe HYKAEOTUOb.. B yCnoBUSAX, KOrga 3aMNOJHSETCS TOJbKO ONHH
IIeHTP CBSI3bIBAHHSI HYKJIEOTHAOB, THApPoaH3 AT® uper oueHr MenJieHHO
(Tak Ha3bnBaeMblit 00HOyenTPoBbLL KaTasu3) . CsizniBaHKe BTOpoi ATO
BbI3bIBA€T MHOTOKPATHOE YCKOPEHHEe peaKlHH, 4TO OOYCJOBJIEHO yBeJH-
yeHHeM CKOPOCTH BblcBoGOXAeHus nponyktoB (AL® u docdara) u3 ak-
THBHOTO LIeHTpA.

Kak nmoxasasu A. JI. BuHorpanos u coTpyaHHKH, eudpoaus ATD uso-
AUPOBAHHOIM MUTOXOHOpUAAbHBIM pakTopom F| cussHo topmosurcs
00Hum u3 npodyxkros peaxyuu — AJlP.

Ilo nanubM, nonyuenusiMm $1. M. Munprpomom u M. B. Mypara-
JIHeBBIM, 3TO TOpMOKeHHe o6ycJioBjeHo AJIP, cBA3aHHHIM B HeKara-
JIUTHYECKOM LieHTpe aktopa Fi.

YcraHoBseHo, uTo A yaajeHuss AILD u3 HHrHOGHPOBaHHOrO (haKTo-
pa F,, Haxonserocsi Ha mem6pane, Tpebyercs ApH. 3to o3nauaer, yuto
TopMOxeHHe nocpeactBoM AJLD MoxeT pa3BHBATbCA TOJNBKO B TOM CJY-
yae, ecsii AuH cHuxeH, T. e. HMEHHO TOrja, KOrja ecTb ONacHOCTb HC-
yepnaHusi poHna AT® B kierke 3a cuer obpameHuss HH-AT®-cunras-
HOH peakUuH.

B MutoxoHapusix Ty ke QyHKUHIO, YTO H AP, MOXKeT BHINOJHSATD
0CcoObIH noJsiunentun — 6eaxosolil ureuburop. B xjoponJsacrax oH, Mno-
BHAMMOMY, HIAEHTHYEH e-CyObelHHHIIe.

IMono6uo A1®, Gesikopbiii nHrHOUTOP nofaBisieT AT®a3Hy0 akKTHB-
HOCTb H30JIHPOBaHHOro (akropa F;, a Takxe koMmmiekca Fof; B MeM-
Opane npu ycJaoBuH, Korga AupH cHHXeH.

[MokasaHo, uto eudposrus ATP 8 kararuruueckom yeurpe F, npouc-
X00UuT nytem nPAmMoLi araku moreKkyaoti 8006l aHeudpuonotl csasu AT P:
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H-OH 4/3H OH
Afl@C .——li—a — ANOOH + Ha-/la.
' CH OH

(28)

Ilpouecc nporekaer 6e3 06pazosanus KosarenTHolx unTepmeduaros. O6
3TOM CBHJETEJbCTBYIOT KaK JaHHbE ONBITOB IO H30TONMHOMY OOMeEHY,
Tak H TOT $aKT, uTo ruaposnu3 AT® ¢akropom F, ycToiiuuB K BaHaAaTY,
TH/IPOKCHJIAMHHY M JIPYTHM peareHtaM Ha anujgocdar.

Cunte3 cBsizanHoro AT® usoaupoBanHbim daxtopom F,. B 1982 r.
P. ®ennmsn u 1. Curmsn nokasans, uto gakrop CF,, usosuposannolii
U3 XA0ponaacros, moxcer cuwresuposaroe ATP u3 npouno c8A3aHHOZ20
A/lP 8 orser Ha Jobasienue 8 pacTeop HeopzaHuuweckozo gocgara.
CuntesupoBaHHbiiit AT® ocraBajics cBsizaHHbM ¢ CF; u Mor 6bITh mepe-
BEJleH B PacTBOP TOJBKO nyTeM AeHatypauun ¢aktopa CF,. [To3nHee
NOSIBUJIMCh JaHHBle O cuHTe3e cBsizaHHoro AT® u3z AP u docdara,
no6aBleHHHX K PacTBOPy MHTOXOHApHasbHOro ¢akrtopa F,. Ilpouecc
Pe3KO CTUMYJIHPOBAJICS AUMETHJCYIb(HOKCHAOM.

Teopetnueckuii pacuer, cienaHHBE B J1a6OpaTOPHH aBTOpa, NOKa-
3bIBaeT, YTO KOHCTAHTa paBHOBecus ruaposunsza AT® B KaTaJHTHUECKOM
neHTpe ¢dakropa F; He npesnvimiaer 100 u no Bce#t BepossTHOCTH 6JIM3KA
K eJJHHHIEe. DTO 03HAYAET, YTO CHHTe3 c8A3aHH020 ATPD Tpebyet ropasao
MeHbllle 3HEepPrHH, YeM CHHTe3 c80600H0z0 AT® B pactBOope. BeposiTHO
Jlaxke, 4TO BCSI SHEPTHsI TPATHUTCS HA cTaAHH BhicBOGoxKAeHUust ATD (unu
cea3biBaHus AIIP u ¢docdara), Kak 370 OBIIO BliepBhle NPEATOTIOKEHO
Il. boiiepom (1973).

IIposenenne nporonoB uepe3 dakrop Fo. Ynaneuue cdakropa F; us
THJIAKOHJI0OB, XpoMaTo¢opoB, cy66aKTepHaJbHbHIX HJIH CyOMHTOXOH/pH-
aJIbHBIX My3bIPbKOB MPHBOAHT K MOSIBJIEHHIO NPOTOHHOL npo8o0UMOCTU
yepes ¢paxkrop Fo. ITpoTteonunocomel ¢ ¢pakropom Fy Takxke xapakTepH-
3yIOTCS BBICOKOH NPOBOAHMOCTbIO MJisi MPOTOHOB. Jd(deKT cHHuMaeTcs
no6asnenueM crenuduyeckoro 6nokatopa Fo— IHLIKI. Pekoncrpyk-
1nus ¢pakropa Fy ¢ pakropom F, TakxKe NoAaBJsieT YTEUKY IIPOTOHOB.

B onbiTax ¢ 6aKTepUsiMH NOKa3aHO, YTO MyTauus 1o J1000H U3 Tpex
cy6bvenunun ¢aktopa F, NpUBOAHT K noTtepe ero CnoCOOGHOCTH IPOBO-
IHTh NMPOTOHH. BecbMa BepoOsiTHO, UTO c-cy6beAHHHIA IIPAMO YHACTBYeT
B nepeHoce H+. B c-cy6benunuie ¢pakropa Fy conepXHTCsi OCTATOK [IH-
KapOOHOBOH KHCJOTHI, a6COJMIIOTHO HEOOXOMHUMBIH 1Jisl IepeHoca MpoTo-
HoB. OH pacnosaraercsi Ha paccrosinud 1,8 HM oT noBepxHOCTH MeMbpa-
HBI, T. €. IPUMEpPHO B cepenune ruapodobHoro 6aprepa. B E. coli octa-
TOK, 0 KOTOPOM HjeT peds,— 310 Asp-61. Ero moauduxkanus mnocpen-
creoM J LKL wiau sameHa Ha Asn wiau Glu MOJHOCTBHIO NpeKpauniaoT
Kak TpaHcnopt H*, tak u cuntes AT® 3a cuer ApH. B c-cy6benunu-

e H3 Apyrux Gaktepuii, a Takke B cyGbeauHHLe 9 H3 MHTOXOHIPHH
Ha Mmecte Asp-61 HaxoauTCcs rayramar, TakKe ClelH(pHYECKH aTakye-

Mmuii JLIK]I.

Kak ormeyaetr §1. KaraBa, F, Bpsin Jid npeacTasjsieT coboi npocTo
NOpY, TaK KaK 3aBHCHMOCTb CKOpPoCTH nepeHoca H+ yepes F, onuchiBa-
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erca KpuBOH c HacbiuleHHeM (Km==10"7 M), yro yka3nBaeT Ha Ha-
JIHYHe MeCT CBSI3bIBAHUS HOoHA Ht.

Haub6osbuine sHavenuss Ht-npoBoaumoctu 6bliiy NMoJiydyeHul 4018 ¢ ak-
topa Fy xaoponsacros: 6200 H+/c- CFy npu Ayp=100 MB. OnHako naxe
3Ta BeJHYHHA, BEPOSTHO, CJAHIUKOM HH3Ka ans Ht-nmpoeogsimero mexa-
HH3Ma THNA KaHaJia.

XapaxkrtepHo# 4epTOii MUTOXOHApHAJNbHOIO pakTopa Fy siBjsieTcs ero
%YBCTBUTENbHOCTY K OAUZOMULUHY. BrjeJeHH MYTaHTH APOXKKeH, y
koropeix H*-npoBoauMocth yepes Fy pe3ncTeHTHa K 3TOMY aHTHOHOTH-
Ky. OTBeTCTBEHHBIMH 332 P€3HCTEHTHOCTb OKA3aJIUCh ABa JOKyca B Cy6b-
enunune 6. O6a oHM KOHcepBaTHBHHI Yy 4esioBeKa H MHLUIH. B TO Xe
BpeMsi B a-cy6benuHuiie E. coli, roMOJIOrHYHOH MHTOXOHAPHAJbLHOH
cy0beguHHuLe 6, 06HApPYKeH TOJIbKO OAHH H3 KOHCEpPBAaTHBHBLIX JIOKYCOB,
yTo coryiacyercs ¢ HabmaroneHHeM o cinaboM sddekre OJHIOMHIHHA Ha
H+-AT®-cunrtesy E. coli. Tem He MeHee OJIMTOMHIIHH NPeNATCTBYeT CBA-
anBanuio C'*-ILIKI c c-cy6beaunnuet B ¢pakrope Fo E. coli. Berry-
PHIIHAHH He TOJIbKO MpensitctByer cBssbiBaHuwo JILIK], HO H TOpPMO3HT
nepenoc H+ ¢aktopom Fy E. coli.

Cpenu npounx GaKTepHil, HCCJIELOBAHHHIX B 3TOM HaNpaBJieHHH,
TONIBKO Rh.rubrum wmeer nepeHoc H+, yyBCTBHTe/IBHBIH K OJIHTOMH-
nuny. (OtmeruM, uto Ph. rubrum — noBosbHO OJH3KMH cOcel MHTO-
XOHJIPHH Ha 3BOJIIOLHOHHOM «jepeBe»; cM. pasi. 7.4, puc. 58.) Uyacr-
BUTEJbHOCTH akTopa Fy Rh. rubrum x onMroMHIHHY HEKOTOpHM oOpa-
30M cBsizaHa ¢ ¢yHKUHeH B-cy6beauHunnsl ¢akropa F,. IlokasaHno, B
YaCcTHOCTH, UYTO AOCTATOYHO 3aMeHHTh PB-cyGbeauHuiy B H+-ATQP-cumn-
taze Rh.rubrum na B-cy6bvenununy us E. coli, Kak OJHrOMHIHH Nepe-
cTaeT NE€HCTBOBATh Ha 3TY CHCTEMY.

HepnaBHo nosiBwiiHCh cooOuieHHss 06 yyacTHH OaKTepHaJIbHHIX Q- H
b-cy6penunuu B Tpancnopte H+. ¥Ycranoaeno, uto Glu-131 B b-cy6pe-
JHHHIlE CYLIECTBEH NJIsi HPOTOHHOH IPOBOAHMOCTH, CO3iaBaeMOH (aKTo-
poM Fy. B To ke BpeMst yaasieHne 60sblIoi yacTu b-cy6beaHHHIIbI, IKC-
NOHHPOBAHHOH B BOAY, HE TOPMO3HUT MepeHoc HOHOB H+ u He mpensiTcr-
ByeT cBsisbiBaHuio JILIKII, xoTs nmocinenyroias pekKOHCTPYKIiHSI TaKOro
Fy ¢ ¢akrtopom F, paer FyF;-kommiekc, ruapoausyiomui ATP
JLIK]I-HeuyBcTBUTEAbHBIM cioco60oM. Takum o6pa3oM, b-cyObeaHHHIa
y4acTBYeT B OpraHH3alHH NMPaBHJILHOro KOoHTakTa ¢aktropoB F; u Fo.

Jasi 3TOro KOoHTakTa HeoOxoAHMa Takxke §-cyObedHHHIA ¢aKTopa
F,, npencrasasitomas co6oii Gesiok, KOTOpHIH HMeeT (GOPMy IaJOYKH H
B OCHOBHOM COCTOHT M3 a-cmHpaJjeld. Myrant E. coli ¢ n3MeHeHHOH
d-cy6benvnuueii He cnocoGeH k renepanuu ApH 3a cuer AT®, a or-
jAeneHue ¢akropa F, or mMmeMOpaHb He NOBHIIAET ee NPOBOAHMOCTH
nasi npotoHoB. [Tosarator, yto H3MeHeHHasi §-cyObeJHHHIIA OCTaeTCs
B MeMmGpaHe nocie oraesenuss Fi, sakpeiBasg Bxon B Ht-mposoasimmuit
nyTb ¢akropa Fo. 3

B3aumonpeBpaumenne ApH«—AT®, karanuaunpyemoe H+-ATP-cun-
Ta30id B NPOTEOJMNOCOMAax. TBepJO YCTAHOBJIEHO, YTO KOMIIJIEKC

H+-AT®-cuHTa3bl, BRJAIOYEHHBIH B MeMOpaHy 3aMKHYTOTO Iy3bIPbKa,
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npeacTasgaser co60H MpOCTedllyl CHCTeMy, CIIOCOOHYIO OCYILEeCTBJISATh
B3auMonpeBpameHie sHeprud AT® u ApH. Ilporeonunocomel, conep-
JKanige 3TOT KoMIuiekc, reHepupyior AuH 3a cuer ruppoauza ATO u

cuHre3upyoT AT® 3a cuer ApH, HCKycCTBEeHHO cO3aHHOH Ha HX MeM-
6paHe.

51. KaraBa u 3. Pakep (1971) Obinu nepBbIMH, KOMY y1aJ10Ch PEKOH-
cTpyupoBath FoF-nporeosiunocoMbl. OcO6eHHO YyCMelHbBIMH OKa3aJuCh
onbiTh ¢ H+-AT®-cunrasoit xnoponnacros (komniekcom CF,CF,), kor-
ha cuute3 AT® noppepxuBaercsi AUPGY3HOHHBIM [TOTEHIIHAJIOM HOHOB
K+ B nmpucyTCTBHH BaJIHHOMHIIHHA H HCKYCCTBEHHO co3gaHHOH ApH.
Ckopoctb cuHtesa AT® B Takoii cucreme 6buia okoJsio 200 MoJiekyJ
AT® Ha oaun FoF, B 1 ¢, uTO BCEro BABOE HHK€ MAKCHMAaJIbHOH CKOPO-
cTd ¢poTodocOoNMpPOBaHUS B XJOpOIJacTax.

[Tokazano Takxe, 4TO B HpOTeoJHNOcoMax, copepxauux FoFy u

Kakoi-nu6o Genok-AupH-reneparop, AT® moxer GuiTh o6pa3oBaH He-
3aBHCUMO OT TOrO, BhijeJieH JIH 3TOT TeHepaTop H3 TOro xe 0OGbEeKTa,
yto U AT®-cuHT23a, HIH OH HMeeT ApYyroe npoucxoxaeHue. [lepBriil u
HaunboJiee WCBeCTHLIH ONBIT, A€MOHCTPUPYIOLUHMH CNpaBelJiIHBOCTb 3TOrO
BbIBOAa, 6bl1 mocTaB.ieH . Pakepom u B. Ctokennycom. B 1974 r. aB-
TOpHl OnyG6JIHKOBaJHM KOPOTKOe coobuieHHe o ¢poTodocdopuivpoBaHHH
B NIPOTEOJIUNIOCOMAX, COCTABJEHHBIX U3 KOMIIOHEHTOB BCEX TpeX LapcTB

KHBOH NpPHUPOAB: OQKTEPUAAbHOZO AJH-reHepaTopa—6aKTepHopo-
JOTICHHA, ¢« uB0THO20» morpebuTenss ApH — komnaekca FoF, u3 MH-
TOXOHAPHH cepana OblKa H pacruresvtibix (HOCHOJHNHIAOB — a30JI€K-
THHA coeBBIX 600OB.

Crexvomerpuss Ht/AT®. TBepno ycTaHoOBJI€HO, uTO AJis CHHTE3a

onHo#t MoJiekyJsbl AT® Heo6XOnHMO nepeHecTH uepe3 MeM6GpaHy 6oJee
OfHOro nporoHa. Takoe 3ak/jwueHHe 6a3upyeTcss Ha AAHHBIX TI0 H3Me-

pennio ApH u xonuentpanuii AT®, AII® u docdara. O6menpuHsTO,
YyTO Npu (HH3HOJOTHUECKHX KOHIIEHTpalHsgX Ccy6CcTpaTOB H NPOAYKTa
H+-AT®-cuntass o6pasoBaHne AT® «ctéur» nopsaka 44 kIx-Moup}

(10,5 xkkan - moap—!). Jta BenuuuHa coorBercTByeT AuH, pasHoii 455 MB
npu ycaoBuH, yto crexuomerpusi HY/ATD=1. Yka3aHHOe 3HaueHHE

ApH npumepHo BABoe 60Jiblie H3MEPEHHOr0 IKCIEPHMEHTaJbHO. Ta-
KHM 00pa3oM, ecjii NpeAloNoXHTh, UTO pacCMaTpHBaeMoe COOTHOLle-
HHe BBIPaXKaeTcsl LeJHM YHCJIOM, TO munumarvnoe HY/ATD doaxro
6oviTe pasno 0sym.

B murtoxoHapusx, ¢ocpopunupytomux srewnuti AND Brewnum
dochatom, AuH norpebnsiercs: He Tonbko H+-AT®-cuHTa30i, HO TaKXKe
u ATO4 /AN P3—-autunoprepom u H,PO,~, H*, -cumnoprepom. B pe-
3ysabTate o6MeH BHemtHuXx AI® u dochara Ha BHyTpeHHuis ATD co-
IPOBOXK/JAaeTCsi UMMOPTOM B MHTOXOHADHIO OnHOro HoHa H+. 3rto He
O3HayaeT, onaHako, uro crexuomerpuss HY/ATO muroxoHApuaabHOro
KoMiJekca FoF; MOXeT COCTaBJATh €AHHHIY, NOCKOJbKY MHTOXOHI-
pun o6pasyior ATD He TOJNBKO «Ha IKCIOPT», HO U AJs obecrneyeHHus
cOOGCTBEHHBIX HYXJ, T. €. 6e3 ydacTusi aHTH- H CHMNOpTepoB. Kpome
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TOro, XOpOLIO H3BECTHO, YTO BHIBEpPHYTHe CyOMHTOXOHIpHAaJbHBIE Iy-
3bippkH H [FoF)-nipoTeosiunocoMbr crnoco6Hel cHHTesHpoBath AT,
IpHYeM 1Jis 3TOro He TpebyeTcsi HHKAKHX TPaHCIOPTEPOB.

Psin ¢akToB CBHAETEJbCTBYeT O TOM, uTo cTexuoMerpuss HH/AT®
JJis MHTOXOHJADHAJIBHOrO KoMijiekca [fof; ckopee Bcero paBHa ABYM,
XOTsI ¥ BeJIHYUHY TPH HeJib3sl CYHTATh HCKJIIOUEHHOH.

Y pactennit porodochopunupopanue AP nporHcxonuT Ha BHeLIHeH
cTopoHe MeMOpaHH THIaKOUO0B. [Tonyyenubit AT® ucnosb3yercs npe-
HMYLIeCTBEHHO B CTPOME XJOPONJIACTA NPH CHHTEe3e IJIIOKO3H. B 3TOM
npouecce NOpTepbl He ydyacTBYlOT, a cooTHouieHHe Ht/AT® o6miyno
IIpUHHMAaeTcsi paBHBIM TpeM. TeM He MeHee o6cyxkjaeTcsi TaKXKe H Be-
JIHYHHA, paBHas NBYM.

Y Gakrepuii MeMOpaHHble MexaHH3Mbl cuHTe3a AT®, no-BuauMomy,
MOTYT pa3Jjuyartbcs B 3aBHCHMOCTH OT pH cpenbl o6utanus. Auuaodu-

Jbl, pactywue npy pH Menee 5, noaaepxusator AuH Ha ypoBHe OKoJiO
250 MB, tak uto H¥/AT® Moxer 6HTh paBHO NBYM. ¥ HeHTPO(QHJIOB

(pH ot 5 no 8,5) ApH okasmBaercsi B o6sactu 150 MB, Tak uto GoJee
BepositHo Ht/AT®=3. Ilpu 3TOM, OJHaKO, cjeayeT NOMHHTb, YTO

ApH Bpsin M MoxKeT OBITh H3MepeHa Ha IenbiX KJeTKax ¢ TOYHOCTbIO
6oubiueit, ueM 309%.

Y ankanopunos AuH cHuXXaeTcss A0 OyeHb MaJbiX 3HAYEHHH, NpH-
6nnxasce K Hyaw npu pHZ=11. B 3Tux ycnoBusix nutonyiasmatuueckas
MeMOpaHa yXe He MOXeT HCIOJIb30BaTb OObIYHbBIE MEXAaHU3MBl NPOTOH-
HOH 3HEpPreTHKH H 0 KparnHeHd Mepe B HEKOTOPHX CJy4yasiX MPOHCXONHT
3ameHa H*+-AT®-cunrazmr Ha Nat-ATd-cuHTasy, yTHIAH3UPYIOILYIO

AuNa Bmecto ApH (mogpo6uee cm. ri. 7).

Bo3moXxHble MeXaHM3MbI NpeBpauieHHs 3HepruH. OCHOBHBIE MpPHH-
UHnbl ¢pyHKHHOHUpoBaHus1 HT-AT®-cuHTasn Moryt OuITh chOpMyJaHpO-
BaHbl caeaywiiuM obpasoM. 1. A/ID u gocghar, csaszannsle ¢ haKTopom
F,, moeyr obpazosars caazanuslii ATP 6e3 kakoeo-aub0 npuroka srep-
euu ussne. 2. Inepeus Tpebyercs pnsi nepeHoca cBsizaHHoro ATP wus
akTHUBHOro neHtpa ¢gakropa F, B Bony unau nepeHoca AP u docdara
M3 BOAbl B aKTHBHBIH LIEHT, T. €. 045 antunopra ATP[(AAP + pocgpar)
MeHdy AKTUBHbIM LEHTPOM 1 8000l. 3. Fnepeus 0orxHa HAXOOUTHCSA

8 hopme A;I'H, npuuem A\p u ApH 3KsusarenTHbL 8 KauecTse 3nepeeTu-
yeckoeo pecypca. OHH MoryT OblTb 00pa3oBaHBEl €CTECTBEHHBIM IyTEM
WM CO3AAaHBl HCKYCCTBeHHO. 4. B nepexoce nporornos yepes H+-ATO-
CHHTA3HbIH KOMILIEKC yuacrseyeT ¢paxrop Fy.

Bblo BhICKaszaHo npegnosoxenue, 4tTo ApH-ABHKHMHE aHTUNOPT
AT®/ (AP + dochar) NpOHCXOAUT Uepe3 TAK Ha3bIBaeMble HEKaTaJlH-
THYEeCKHE IeHTPHl CBfI3bIBAHHS HYKJEOTHIOB, JIOKAJH30BAHHBIE Ha
a-cyobenunune F;. [1o stoit cxeme AII® u ¢ocdat cHayasa nocTynaiot
U3 BOAH Ha o-CyObeAHHHIly, a 3aTeM TpPAHCJOLHMPYIOTCA Ha MNOrpy-
)KeHHYI0 B MeMmOpaHy p-CyObedHHHIY, HeCyuylo KaTaJHTHUEeCKHH
LEHTP.

Jlpyrasi BO3MOXHOCTb COCTOHT B TOM, YTO HYKJIEOTH/-CBSI3bIBAIOIIHE
MecTa Ha a-CyObeIMHHIIAX YYacTBYIOT B peryJasuuu ¢pakropa F,. B atom
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ciayyae B-cyObeA#HHIIa OCYLIECTB/seT KAK KaTaJsu3, TaK H TpaHCJIOKa-
LU0 CyOCTPATOB H NPOAYKTOB PEaKIlUH.

Kak yxe ormeyanocs (A. II. Bunorpanos u ap., 1980), HykieoTunn
OKa3blBAIOT MOILHOe peryJHpymwoliee Bo3neidcreue Ha H-AT®-cuHTasy.
Okasagsoch, uto AII® TopMo3uT ruaponu3 AT® uzosupoBaHHBIM ¢ak-
TopoM F; IBYMsI COBepIIEHHO Pa3JHUHBIMH CIOCO6AMH: KOHKYPEHTHO H
HEKOHKYPEHTHO no orHowenuro k AT®. B nepBom cayyae AILD B3auMo-
JeHCTBOBaJ ¢ MecToM cy1ab0ro cBsi3bIBAHHSI HYKJIEOTHIOB, BO BTOPOM —
€ MEeCTOM HX NPOYHOro cBsizbiBaHusi. MHrH6MpoBaHue B MecTe NPOYHOro
CBSI3bIBAHHS] YCHJIMBAJIOCE a3HJO0M, 3P EKT KOTOPOro CHUMaJIcst CyJb(pH-
ToM. A3ujn, a Takxe GesKOBHH HHrHOHTOP ¢akropa F, He BJHSAJH Ha
cuHTe3 AT® npu Obixanuu. ABTOPH 32KJIOYHJIH, YTO CYILIECTBYIOT JBE
u3opopmbl pakTopa F), 01HA H3 KOTOPbIX npncnocoﬁnena JlJ1s1 CHHTe3a,
a apyrasi ajsi ruaponusa ATD, u uto npouHoe cBsisbiBaHue AJ1P (pm(—
cHpyeT (pepMEeHT B ero «CHHTa3HO#H» H30hopMe.

Ocraercs HescHbIM, KAKMM HMeHHO Oo6pa3om ApH BBI3HIBaeT aHTH-
nopt AT®/ (AP +docdat) Mexny KaTaJHTHUECKHM LEHTPOM H BO-
Jdoit. OnHO u3 NpeanosoXKeHuil COCTOMT B TOM, YTO PasjiHyHe B YHUCJIE
OTPHLATEJIbHLIX 3aPSA0B MEXAY NOJHOCTbIO HOHH30BaHHbIM ATP*~ nu

3—
(AOP3+ POy ) MoxKeT HMeThb peliaolilee 3HaueHHe.
To, uro ebiczoboxnenne AT®, cBazaHHoro ¢aktopom F|, neicTBu-

TeJIbHO noaaep:KuBaercs sHepruedl ApH, mokasaHo B onwlTax, KOrua
H3yuasu topMoxkeHne ATPa3n cyOMHUTOXOHAPHAJBHBIX NYy3EIPbKOB He-
ruapoausyembiM asajoroM AT® — 5-ageHunuaumuponudocdaTom
(AMPPNP). Koportkas npeuHky6anus ny3slppkoB ¢ AMPPNP B cpene
C CYKIIHHATOM B 23pOGHBIX YCJOBHSIX NOJHOCTbIO CHHMAaJla TOPMOXEHHEe
AT®da3Hoii aKTHBHOCTH, €CJIH €e U3MePSJH B NMPUCYTCTBHH pa3oObliuTe-
Jisl, no6asJsieHoOro nocae cykuuHara. Ecau ke pazobumutens 6bl1 no6aB-
JeH B cpeay C CyOGMHTOXOHIPHAJBHBIMH Ny3bpbKaMH 0O CYKLHHaTa,
TOpMoOzKeHHe coXpaHsijiocb. MUMeHHO Takoro agdexkra MOXKHO OBLIO OXKH-

patb, ecain ApH, reHepupyeMasi MpH OKHCJIEHHH CYKIIHHATa, yAaJisier
AMPPNP u3 katanutuyeckoro ueHrpa.

Kak yxe ormeyaJsioch, pojib ¢paktopa Fy COCTOHT B TpaHCJOKAIHH
NPOTOHOB MeXJy BHeliHeH (IO OTHOLIeHHI0O K MHUTOXOHApPHH HJIH GakTe-
puu) BonHOH a3oi u obsacTbio MeMOpaHbl, rAe pacroJjaraercsi akTHB-
Hbli 1eHTp daktopa Fy. Cynb6a 3THX NPOTOHOB MOXKET OLITh ABOSIKOH.
Ecau crexnomerpuss H+/AT® paBHa nByM, TO OHH MOTYT TIOrJIOLIAThCSH
npu ATD-cuHTa3HOH peaKLHH:

AI®* 1+ PO} + 2H+—AT®* 4 H,0 (29)

Ecsn cTrexHomeTpusi paBHa TpeM, JONOJHUTENbHBIH NMPOTOH JOJIXKEH
TPaHCJOIHPOBATbCA H3 MeMOpaHn B MaTtpukc BMecTe ¢ AT®. B stom
cJiyyae Mpoilecc B I1€JIOM JOJIKEH OMUCHIBaThCcs aHTHnoprom (ATO4—+
+H+)/(ALP3-+POY ).

B03MOKHO TakKxe, 4T0, BO-IIEPBHIX, IPOTOHBI, TPAHCIIOPTHPYEMBIE Ue-
pe3 daktop Fp, He HAEHTHYHB TeM NPOTOHAM, KOTOpble BKJIIOYAIOTCS B
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monekyny Ho;O npu cuntese AT® u, BO-BTOPHIX, aHTHIOPT
AT®/(ADD+dbochar) Mexay MaTPHKCOM H KATaJHTHUECKHM LEHT-

ANo+H; PO, ATO

Puc. 40. Bo3MoXHbili MexaHH3M NeHCTBHS MHTOXOHApHasibHon H+-AT®-
CHHTA3hI:

Al® u HeopranHueckhli ¢docdaT mepeHOCATCA B KaTaNHTHUeCKHA meHtp ¢akTo-
pa F,, roe NpPOHCXOAHT H303HepreTHuecKH#l cHHTe3 cBsisaHHOro AT®. BhcBOGOK-
nenne ATP B Bomy conpsixeHO ¢ TpaHcioKallHet n HoHoB H+ uepes Fo u Fy

poM ¢aktopa F; NPOHCXOAHT BHe 3JIEKTPOH3OJHPYIOUIErO CJIOS MeM-

6panbl. B atom cayyae ApH Morsa 6bl TpaTHTbCS Ha CONPSKEHHBIH C
TPaHCIIOPTOM MPOTOHOB NepeBoA ¢pakTopa F; B KOHbopMamnuio, obJier-
yawpouyo BeicBoOOkJAeHHe AT® u3 KaTaJHTHYECKOTO HeHTpa. JTo COo-
OTBETCTBYET CXeMe, NpHBeleHHoi1 Ha puc. 40.

5.1.2, H+-Ilupodocpar-cunrasa

B 1966 r. M. BanyeBcKH H cOTPyAHHKH ONHcajlu oOpa3oBaHHe Heop-
ranuyeckoro mnupodochara xpomatopopamu Rhodospirillum rubrum
nox peiictBueM cBera. [1o3nHee Oblyio HaleHo, YTO B TeMHOTe nHpodoOC-
¢ar, nonobHo AT®P, sHeprusyer memOpaHy xpomatoopoB. OnbiTH B
rpylilie aBTOpa NoOKasaJjH, YTO FHAponau3 nupodocdara reHepupyetr AP
Ha MeMOpaHe XxpoMaTo(gopoB, a TaK¥Ke IPOTEOJHIIOCOM, COJAepIKALIHX
oyMILeHHyI0 nupodocharasy Rh.rubrum. 3atem P. Hupen u M. Ban-
4YeBCKH co0o0munau o cuHTe3e AT® 3a cuer 3Hepruum ruApOJH3a NHPO-
¢ochara mnporeosunocomamu, coaepkaimHMH nupodochaTazy H
H+-AT®-cunrasy us Rh. rubrum. I1Ipotonodopbl 6J10KHpPOBaJIH Npoliece.
B xpomatodopax GbiJl NOKa3aH NMPOTOHHHIE KOHTPOab MHpodocdaTas-
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HOHl aKTHBHOCTH, KOTOpas Bo3pacTaja B BOCEMb pa3 IIPH DPacCesHHH
ApH.

[Tepeyncnennbie NaHHbIEe NPEACTABJSIOTCH AOCTATOYHHIMH AJs 3a-
KJIOUEHHS, YTO Membparnasn nupogocgaraza xpomarogopos Rh. rubrum
obaadaer akTusHocTsio Ht-Hacoca, KaTanusaupys oOpaTHMOE B3aHMO-

npespailente sHeprud Mexay ApH u nupodocdarom. CnenorartesbHo,
DaHHBIE ¢epMeHT MOxer OHThL onpeneneH kKak Ht-nupogocpar-cumn-
Tasa.

MexaHu3M aeilicTBHA (pepMeHTa H ero MOJieKyJISpHble CBOHCTBA OCTa-
I0TCA HesicHhIMH. K3Becren Jumib Ha60p HHrHOMTOPOB, MNMOAABJISIOLIHX
nupopocpaTasHylo aKTHBHOCTb KaK MeMOPaHHOH, TaK H pacTBOPHMOH
dopMbl ¢pepMenta. Ito ¢ropun, umuaoaudochar, N-aTHIMaNEHMUL H
aHTHOHOTHK [H0-9. Onuromunus He Bausier Ha ¢epMenT. LK/ cHu-
JXaeT aKTHBHOCTb NHpogocpaTasy B xpoMaToopax, HO He B pPacTBope
u He B nporeosunocoMax. O6pazoBanue At NpOTEOJHIIOCOMAMH YyBCT-
ButesabHO K JIIIK/I.

Kaszanoce 6w, ¢pynkuueit H+-nupodocharcunrasn B kietkax Rh.
rubrum ponxeH GHTb CHHTE3 NHpodochaTa 3a cyeT 3Hepruu cBeTa (HIH

AbixaHus) aubo renepanus ApH 3a cuer ruapponusa nupodochara. On-
HaKo B llepBOM CJiyyae He fiCHA AaJsbHeHlIas cyab6a oOpa3oBaHHOrO IH-
pogocdarta, KOTOpHI B KJeTKax OGBYHOro THNMA pacllenysieTcsi pacTBo-
pumoit nupocdocdarasoii. [Tocnennee Heo6xonuMO, 4TOOH YAEpPKHBATH
KOHLIeHTpauuio nupodocharta Ha HH3KOM YPOBHE H T€M CAMBIM CTHMY-
aupoBats AT®d-3aBucHMBIe OHOCHHTE3BI, cOlNpoBOXKaamwHecs obpaso-
BaHueM nupogocgara (cM. pasa. 1.5). CyulecTByioT, npaBaa, HCKJIO-
YeHHs U3 [paBHJa O TOM, 4YTO NMHpodocaT HeMEAJEeHHO pacllelaseTcs
pactBopuMOH nHpogocdaTraszol. ¥ HEKOTOPHIX OaKTEpHH OINMHCAH NeJbIH
Pl CHHTeTHYECKHX IPOLECCOB, YTHAH3HPYIOLIHX 3HEPruio nupogoc-
¢ata. BT MoXeT, Rh. rubrum OTHOCHTCS HMEHHO K 3TOH KaTeropHH
MHKpoopranusMoB. (BosmoxHasi ponb nupodochata Kak s3HepreTHue-
ckoro 6ydepa Rh. rubrum Gynet paccMotrpeHa B pasf. 6.3.2.) B no6om
cayyae Ht-nupodochart-cunrasa Rh. rubrum ponkna obnanaTh BaxK-
Hoil O6uoJoruyeckoil (pyHkuuel. Ee akTHBHOCTb B XxpoMaTtodopax ‘04eHb
BeJIHKa H cOu3MepuMa ¢ TakoBoi H+H-AT®-cuHTa3H.

HeoxxnnanHo BHCOKas KOHUeHTpauus nupogocdara Obia o6Hapy-
JeHa B KJeTKax pactreHuil. ¥ pacreHuit Ht-nupodocharaza naiinmena
B TOHONJacTe 4 MeMOpaHax annapata ['onbmaxu.

5.1.3. H-Tpancrupporenasa

O6parumblii nepenoc ruapua-uona (H-) wmexny HAIL u HAL®
(ypaBHeHue 30) kataausupyercs (epMeHTaMH, Ha3HBaeMbIMH TpPAHC-
eudpozeHaszamu:

HAILH 4 HAI®+>HA I+ + HA JIOH. (30)

Takoro pona ¢pepMeHTaTHBHAsS aKTHBHOCTH BIepBHe Obla oNuCaHa
B 1952 r. C. KonosukoM, H. Kannanom u ap. B 1963 r. JI. [JlaHu31bCOH
u JI. OpHCcTep o6GHApYXHJIH, UTO 3Hepau3ayus cyOMHTOXOHAPHANbHHX
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Ny3bIpbKOB pe3Kko cOsueaer pasHnosecue peakuuu (ypaBHeHue 31) Brpa-
BO, T. €. B cTOpORYy o6pa3zosarnus HAJ[PH. B pesynbrate COOTHOLIEHHE

JHAO®H] [HAL]/[HAN®+] [HAIH]

okasnBaetrcs nopsaka 500. B He3HeprH3oBaHHOM COCTOSIHHH 3TO COOT-
HolleHHe OJIM3KO K €JHHHIE, UTO BIOJIHE NMOHATHO, NOCKOJBKY peloKC-
noteHuuaasl nap HAOH/HAINY uw HAO®H/HAL®+ pasnuuaiorca
Bcero Ha 5 MB.

B 1966 r. IT. Mutuen noctrynupoBaJ, UTo Tpanczudpozesasa npeo-
cTasAseT co60il OONOAHUTEAbHbIL NYHKT 3Hep2eTUudecko20 CONPANCEeHUR
8 OJeixareavnoil yenu. Ilpeanonaranach, uto okucaenne HAJIIPH rmno-

cpeactBoM HAJl+ (nmpaMas peakinus) reHepHpyer AEH TOro e Ha-

npaBJieHHsl, YTO W AbIXaHHe, a oOpaTHbIM nponecc norpebaser ApH,
o6pa3yeMylo AbHIXaHHEM.

B paMkax 3TOH KOHLENIHH CABHI PaBHOBECHS TPaHCTHJPOreHasHoH
pPeakuHH TpH 3HePru3anuH ecTb IIpsIMOe CJIe[ACTBHE 3HepreTHYeCKHX

COOTHOILLIeHHH TpaHcruaporeHasn u apyrux ApH-reHepatopoB nwixa-
tenbHOH nenu. CBOGoAHAs 3HeprHsi Npouecca npeBpalleHus cybcTpara
S B npoayKT P MoxkeT 6bITh PACCYMTAHA KAK

AG =AG,y+ RT In ([S)/[P]), (31)

roe AG, ectb u3MeHeHHe cBoGonHoil sHepruu npu [S]=[P]. Bo Bcex

ApH-reneparopax, 3a uckyoueHueM TpaHcruaporenasu, AGy nocraroy-
HO BenHKO — nopsanka 30—45 kIlx-moap—!. 1 Tonbko B TpaHcruapo-
reHa3Hoi peakuHu AG, 6au3ko K 0. [ToatoMy naHHbI# (pepMeRT He Mo-
2KeT COCTAaBHTb KOHKYPeHHHH AblxaTenbHoi uend win AT®ase B kaue-

ctBe renepatopa ApH, ecnu Tonbko npoussenenne [HALPH] [HALH]

He OKa)KeTCs Ha HECKOJbKO NMOopsAKoB Bhiule, ueM [HAL®+] [HAOH],

YTO, KOHEUHO, BPAJ JIH MOXKET [POH3OHTH B PeaJibHbIX YCJIOBHSX.
MexaHu3sMm, npeanoxennsiit I[1. MutuesnoM, npeanosaraer, 4to nepe-

roc H- or HAZI®H x« HA/l+ doascen ob6pasoseisare ApH T020 sice Ha-
npasienusn, uro Ovixaxue, a neperoc H— 8 npoTusonoAOHHYO CTOPOHY

—uH o6patHoro 3Haka. B oboux cayyasx nobaBjeHHe NPOLYKTOB pe-

aKIHH JO0JIXKHO CHHXaTb BeguyuHy ApH. Onwite, npoBeneHHbIE
E. A. JlubepmaHOM C COTPYAHHKAMH M TPYMIOH aBTOpa, NMOATBEPIHJIH
3TH npeanosoxenus. HafineHo, YTO BHIBepHyThble CyOMHTOXOHIPHAJb-
HHe my3HpbKH, XpoMaToopu Rh. rubrum u NMpOTEOJHIIOCOMH C OYH-
IIeHHOH TpaHCrHApOreHas3oil reHepupyiotT Ay («+» BHYTpH Ny3HpbKa)
npu okucaenun HAJIPH nocpencrsom HAJII+. Okucnenne HAJIIH mno-
cpeacteoMm HAJI®+ Takxke ob6pa3oBhBano Ay, HO BHYTpH Obli 3HaK
«—>». Kak 1a, Tak u apyras Ay Hcyesasu Np4H ypaBHHBAHHH KOHIlEHTpa-
UHH cyOcTpaToOB M NPOAYKTOB peakuuH. ['eHepupyeMbie Ay OKa3ajHCh
JIHHEHHOH (pyHKIHEH COOTHOIUEHHS

[HAILGH] [HAL+]
[HAZLLP+] [HAZIH]

142



CrnenaHo 3akJiloyeHHe, YTO TPAHCTHAPOreHa3Hasl CHCTEMA B BhIBep-
HyTHIX CyOMHTOXOHJPHAJBHBIX NYy3HIPbKAaX H XpoMaTodopax KaTaJH3H-
pyeT cieAyIOLIMH npouecc:

HAO®H 4+ HA+ 4+ nHypZHA OO+ -+ HATH 4 n HE,. (32)
Ecau Ovixarensnsle uau ¢porocunreruneckue eeneparopel 06pasyroT
AuH, 6aazonpusarnyro Oas soixoda Htwy, TO peaxyus cosuzaercs
8/1e80.

Yucsio npoTOHOB, NEepeHOCHMHX MPH OAHOM 0GOpoTe TpaHCTHApOre-
Has3hl, oCTaeTcs HesACHBIM: 06cyxpnaioTcsl BeJHUYHHH oT 0,5 n0 2.

HenaBHo M. BanyeBCKM H COaBTOpPH NPOAEMOHCTPHPOBAJH CHHTE3
OPy u3 Oy 3a cuer 3Heprun okucaenunss HAIPH nocpencteom HAI+
B XxpoMatodopax Rh. rubrum.

DJIeKTPOreHHass aKTHBHOCTb TPAHCTCHAPOTEHA3bl YYBCTBHTENBHA K
nporonopopam u HLIKJ. B nanbueiimem adpdexr HLIKI Ovin ne-
TaJbHO usyueH . Xatedu, P. ®umepom u ux xoaneramu. Okasanocs,
YTO AJiSl BHKJIOYEHHSI NPOTOH-TPAHCIOPTHOH aKTHBHOCTH TPAHCTHAPO-
reHassl gocrarouHo po6aButh 0,5 mons ILIK]] Ha 1 Moab depMeHTa,
IIpHHHMAas MOJIEKYJIApHYIO Maccy nocnennero pasnHoil 120 xIla. Takas
CTEXHOMeTpHA MoxkeT OOBACHATLCH NHMEPHOH oOpraHu3anHed TpaHC-
THAPOreHasbl.

B E.coli ananoruunblii ¢epMeHT COCTOMT H3 ABYX IOJHIIENTHAOB,
CyMMapHasi Macca KOTOPHIX YyThb MeHbllle TaKOBOHl MOHOMepa MHTO-
XOH/IpHAJIbHOH TpaHcruiporeHassl. [Ipu BK/IIOYEHHH B NPOTEOJHIOCOMBI

¢epMenT u3 E. coli o6pasyet ApH. IIponecc 6aokupyerca JLKI, cBs-
3HBawluMce ¢ 6onbiueii (50 k[la), Ho He ¢ MeHblIelt (47 k[la) cyOb-
el HHHLEeH.

CylllecTBEHHHIM MOMEHTOM TPaHCTHAPOreHa3HOro MexaHH3Ma siBJif-
ercsd To 06CTOATeNbCTBO, UTO NPH 3TOH PEAKLHH IIPOHCXOAMT NPAMOL
crepeocneyudpuueckuri neperoc H— meawdy noaoscenuem A HUKOTUH-
amudrozo koavya HAJl u nosomenuem B Takosoeo HAJ[P. Ipu 310M
He NMPOHCXOAHT oOMeHa NpPOTOHaMu ¢ Boao#. CienoBaTesbHO, NPOTOHHI,
TpaHCMOpTHpYeMHe (epMeHTOM uYepe3 MeMOpaHY, He UOEeHTU#HbL TEeM
IIpOTOHAM, KOTOpHe NEepPeHOCATCst OT OJJHOIO HHKOTHHAMHAHYKJeOTHAA K
IPYrOMy IpH TPaHCTHAPOreHa3HOH peakiluH.

ApH He TonbKO cMellaeT paBHOBecHE B CTOPOHY BOCCTaHOBJIEHHS
HAJI®t, Ho u pesko yckopsier 3tot npouecc. [TokasaHno, uro AuH cHu-
xKaet Ky, tpancrunporenasn aias HAI P+ ¢ 40 no 6,5 MKM u noBbilla-

et K, nna HAI+ ¢ 28 mo 43,5 mxM. Takum ob6pasom, ApH Gaaronpu-
ATCTBYeT BoccTaHoBieHHI0O HAJI®P+ u 3aTpyaHsieT BOCCTaHOBJEHHE
HA+.

BesycnoBHo, esnasnas pynkyus HHrparnceudpoeerasst COCTOHT B NOJA-
IepkaHuu Bhicokoro cootHowenuss [HAODPH]/[HAL®Dt], duro crumy-
AUpYeT 80CCTAHOBUTEAbHble cuHTe3bl. [locsenHue BKIIOYAIOT, KakK Ipa-
BHJIO, OJIHH HJIH HEeCKOJIBKO 3TaloB, HA KOTOPHIX NNPOHCXOJAHUT OKHCJIEHHE
HAI®H. ®akruyecku 3Heprusi, BhipabaTbiBaeMasi AHXaTellbHOH HJIH

(POTOCHHTETHUECKOH peaoKC-LeNblo B BHIE A;IH, CTA@HOBHTCA IIpH IIO-
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cpelHHYeCTBe TPAHCTHAPOreHasH MOMNOJHHTEJbHOH IBHXYILIEH CHJIOH
BOCCT2HOBHTENBbHHX OHOCHHTE30B:

Ceer, AbixaHue ApH-TeHepaTophl ~ApH H¥-TpaHcrHaporeHasa

~HAJJ® H—————— +BoccTaHOBHTEbHbIE CHHTE3H (33)

Takoi#t 3¢¢ekT UMeeT MECTO B MHTOXOHJADHAX H B IOAABJSIOLIEM
6onbLIHHCTBEe OaKTepHi, Y KOTOPHX OTCYTCTBYET HELHMKJHYeCKas (poTo-
Herb.

B xnoponnacrax u nuaHobakrepusx npobJsemMa noaaep:kaHusi BbICO-
Koro cootHowenus [HAILOH]/[HALD+]| pewaercs BoccTaHOBIEHHEM
HA1®+ B KauecTBe KOHEUHOrO aKLEITOpa 3JIEKTPOHOB pPelOKC-LEelNH.
HeynuBurenbHo, uto Ht-TpaHcruaporeHasa B xJoponnacrax OTCYTCT-
BYyeT.

Jpyrue cucteMn 06paTHOro mepeHoca BOCCTAHOBHTEJbHbIX 9KBHBa-
JeHTOB, B HEKOTOpHIX Clydyasx TpaxncauopozeHas3a 0Ka3blBaeTcs 8KA0-
4EeHHOL NOCAe008ATEAbHO € CUCTEMOL 06paTHO20 NEPEHOCA BOCCTAHOBU-
TeAbHbLX 3KBUBAAEHTO8 B AHXareabHoi nend. Ilo-BupuMoMy, 3ata cu-
TyanHusi uMeer MeCTo B xpoMatodopax Rh. rubrum, OKuCNAIOUIHX CYyO-
CTPaTHl C PellOKC-NIOTEHI{HAJIOM OKoJio Hyas (cepy, S~ u T. n.). Ha cBe-

Ty ApH, obpasyomasca IHKIHYeCKOH (hOoTOLEeNnbIo, MOXKEeT HCIONb30-
BaTbCsA, BO-NepBbIX, Ahs obpamenus HAIH-KoQ-pedykraszet, T. e. ans
BoccraHoBneHuss HAJL+ cepoit unu cynbgpuaoM, H, BO-BTOPHX, AJISI OKHC-
JeHus obpasyomerocs HAJ/IH nocpenctBom HAI®+ B Tpaucrugpore-
Ha3HOH peakIHH.

H3BecTHbl NpuMepH, Koraa oOpaTHHI NEePEeHOC BOCCTAHOBHTENBHBIX
3KBHBAaJIEHTOB OKa3bIBaeTCs OJHHM H3 OCHOBHHIX NnoTrpebuteneit AuH B
KJeTtke. TakoBbl OaKTepHH, HCNOJNb3YIOLHe cyOCTPaTH C NOJOXKHTENb-
HBIM peOKC-IIOTEHIHAJOM B KayeCTBe €IMHCTBEHHOrO HCTOYHHKA 3Hep-
THH U BOCCTAHOBHUTEJNBHOH CHJBL.

Kak 6us0 oTMeueHo Bouiie (cM. pasaen 3.4.7), Thiobacillus ferro-
oxidans oxucasier Fe?t B Fed+ (pemnokc-norennman 40,77 B) kucmao-
pPOIOM H CTPOHT BCe KOMIIOHEeHTH cBoeil kKjieTKH u3 COgz, HoO u NHj.
Yto6bl coenath 370, HeoOxoauMo obpaTuTh Bensth He ToJabKo HAJTH-
KoQ-penykrasuyio peakuuioo, Ho H KoQH2-1iHTOXpOM C-penyKTasHyIO
peakuHio.

O6paTHBbIi NepeHOC 3JeKTPOHOB, N0-BHAHMOMY, He HYKEH XJIOpOIljia-
CTaM H HMeeT OrpaHHYeHHOe 3HaYeHHe A5 MHUTOXOHIPHIA.

5.2. Ocmoruueckass pa6ora 3a cuer AuH

5.2.1. Onpenenenne u KaaccupuKaus

TepMuH ¢ocmoruyeckas pabora», B €ro LILPOKOM CMBIC/Ie, OTHOCHTCA
K J1o00My Iporeccy TpaHCMeMOpaHHOro nepeHoca BelllecTBA B CTOPOHY
6osibliefi ero KOHIEHTpANHH. TaKoH NepeHOC CONMPOBOXKAAETCS NOsBJe-
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HHEM OCMOTHYecKoro AucOanaHca MeXAy AByMs oObeMaMH, pasieseH-
HbIMH MeMOpaHO#, NOCKONBKY 10 KpaHHed Mepe B OJJHOM H3 HHX MEHS-
€TCS1 KOHUEHTPaluHs TPAaHCIOPTHPYEMOro BEIECTBA.

Boo61e rosopsi, o6pa3oBaHue rpajiIieHTOB HOHOB CleH(HIECKHMH

HOHHBIMH HacocaMH, TaKHMH, Kak AuH-reHepatops, HOH-TpaHCNIOPTHHE
AT®a3u u T. 1., 1OJXKHO ORITh OTHECEHO K OCMOTHYeCcKoi paborte. On-
Hako Takoro pona 3¢¢eKTnl NPHHATO HCKIKYATh M3 PacCMOTPEHHUS B
NaHHOM KOHTeKcTe. BMecTo 3Toro riiaBHoe BHHMaHHe YAeJISIOT TpaHC-

NOPTY MeTaboNHUTOB, NABHXHMOMY IIOCPEACTBOM ApH AuNa AT® unnn

dochoenonnupysara (PEIT). Huxe Gymer paccMorpena ApH-3asucu-
Masi ocMoTH4YecKas paboTa.

B MHTOXOHApPHAX BCe 3HEPro3aBHCHMBIE BHAK TpaHCIIOpPTA BEIIECTB

noansepxuBawTca sHeprueii AuH. B nnasmaneMMe u ToHomsacTe pacre-
HHH H rpuOOB GOJIBIIMHCTBO [POLECCOB TAKOrO THIIA TaKXkKe IIPOHCXOAHUT

3a cuer ApH. OnHako B niia3mMajieMMe JXHBOTHOH KJeTKH ropasao 6o-

Jee THIIHYHH ApNa-3aBHCHMBle TPAaHCIIOPTHBIE CHCTEMBI, XOTSl B HEKO-
TOPHX OCOORIX CAyyasix ABHKYLIEH CHJIOH OCMOTHYECKOH paboTH H CJy-

xut ApH. Ilns 6akrepuii onHcaHH NpHMepH BCeX NepeyHCaeHHbIX BHILIE
aBmKymux cui, xots ApH u AT® ucnonbsyloTcs HanGojee HacTo.
Y MOpPCKHX M ranopHibHEX MHKpoOpranuamoB BMecto ApH cayxur c
Toit ke neabio AuNa. Y E. coli cpeau 16 cucTeM TpaHCIopTa aMHHOKHC-
JIOT 8 nepeHOCUHMKOB yTHIH3HPYIOT AT, 5 HepEHOC‘IHKOB—Al.LH ofi-

Ha —AuNa i 1Be CHCTEMH — KaK ApH, tak u ApNa (ta6a. 8). Ta xe
OakTepusi HaKamJHBaeT IMI0Ko3y 3a cueT 3Heprun PEII, nakrosy — 3a

cyet ApH.

Ta6anua 8. CucreMbl aKKyMYJASIUHH aMHHOKHCJIOT
B kjetkax E. coli

cuc]':-:mu AMHHOKHCJIOT2 HB':gglllglao,;:: e

| Ala, Gly ApH

2 Thr, Ser »

3 Leu, Ile, Val ATO

4 Leu, Ile, Val >

5 Leu, Ile, Val ApH

6 Leu, Ile, Val »

7 Phe, Tyr, Trp >

8 Pro ApNa

9 Lys, Arg, Orn AT®
10 Arg »
11 Gin »
12 Gin o
}Iz (G;;n ApH, AuNa

n »

15 Iuctuu AT®
16 > »
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ApH-3aBHcuMas akkKyMyJsillH S B OTCeKe, 3apsi’KeHHOM OTpHlia-
TeJbHO (HanmpuMmep, B MAaTPHKCE MHTOXOHIPHH WJIH B HHTOMNJiasMe Gak-
TE€pHH), ONMHCHIBAETCS ypaBHeHHeM (34):

Slen [H* Juu

RTIn-—Llw (4t 7)Fay— nRT 1n 1B Do 34
[Shiap T i [H+ ]Juap (34)
rae n— 4ucjao HoHos HY, mepeHOCHMBIX B CHMMOpTE C OJHOH MOJieKy-
JIOH S, Z — YHCJIO MONOXKHTENbHBIX 3aPAL0B Ha S.

5.2.2. Ay Kak ABHXKYyLlas CHJa

Ecan TpaHCIOpTHas cHCTeMa OCYLIECTBJASET aKKYMYJISALHIO KATHOHA
CHJIBHOTO OCHOBAHHSI BHYTPb 3aPAXKEHHOrO NOJIOXHTEJNbHO OTCEKa (HJIH
OTKaYHBA€T AHMOH CHJIBHOH KHCJOTH H3 3TOrO OTCeKa), eQUMCTBEHHOL
osustyuieti cuaoii npoyecca moxceT 66iT6 APp-cOCTABAAIOUAS NPOTOHHO-
20 notenyuasra. Ilnsi onHoBaJieHTHOro KaTHOHAa C+ COOTHOLIEHHE ero

KOHLIEHTPAIHH 10 Ty H APYTYI0O CTOPOHH MeMOpaHbl ONHCHBAETCS ypaB-
HeHHeM (35):

[Ctyyl .
RT ]nm—— —FA"P. (35)

Jlerko mojpcuuTaTh, UTO CO3JaHHE AECATHKpaTHOro rpagueHra C+
npu Temneparype nopsaka 25°C tpebyer Ay okoso 60 MB.

Takoe npoctoe 3snekTpodopeTHUeCKoe MOBELeHHE CHCTEMB HOHHOTO
TpaHCIOpPTa IIO0Ka3aHo, HaNpuMep, AJs NepeHoca HOHOB K+ B mpHCyT-
CTBHH aHTHOHMOTHKA BaJJHHOMHLHHA. [TogoOHBII MexaHH3M OTBETCTBEH
Takxke 3a nepenoc Ca?* B MuTOxoHApuM H GakTepuu (pHucC. 41, cucrte-
Ma /). OnHako B 3TOM caydae KO3(p¢puuueHT Z paBeH ABYM, TaK 4TO AJs
CO3/1aHHUA AECATHKPATHOrO rpajiieHTa OKa3blBaeTcs AOCTATOYHHIM Ap=
=30 mB.

Kak BaJMHOMMIHH, TAK H MHTOXOHIPHAJbHBIH YHHIIOPTEpP HOHOB
Ca?t pewiaoT cpaBHHTENBHO NpoCcTyio 3afady. OHH «y3HAKOT» HOH, MOJA-
JeXXalHii TpaHcnopty, H obJseruawTt ero aucdoysuio yepes ruapocbdob-
HBIH c/ioil MeMOpanbl. [lJs npeBpalleHHst 5HeprHd Ay B HOHHHIH Tpaau-
eHT He TpebyeTcsl KAKHX-JIHOO0 ClleHaNbHBIX YCTPOHCTB, IOCKOJNbKY BeCh
nporecc CBOAUTCS K IBHXKEHHIO HOHA B 3JIEKTPHYECKOM MOJe.

Bosee cioHble MeXaHH3Mbl HCNOJB3YIOTCS, NO-BUAHMOMY, NIPH akK-
kymynsuud K+ knerkamu E. coli. Kak Onio HainjgeHo B. OncraiiHoOM H
COTPYJNHHKaMH, 3eCh CYLIECTBYIOT 1O KpaiiHeH Mepe JBe CHCTEeMH HM-
noptra K+:K+-tpancnoptupyromas cucrema A(TrkA) m K+-ATdasza
(Kdp-cuctema). TrkA neiictByer npu OOBIYHHIX KOHIeHTpauusax K+ B
cpene, B To BpeMsi Kak K+-AT®a3a uHaynupyeTcss Pe3KHM CHHXKeHHEM
[K*]uap. Cucrema TrkA ucnonbsyer 3Hepruio ApH u annocrepuyecku
aktuBupyetrcs AT®. M3BecTHH naHHHE O TOM, 4TO TrkA npeacraBisieT
coboit K+, Ht-cumnoptep. Her comuenus, uro K+-AT®a3za yrtunusu-
pyer AT®. Ongnako u AYp MOKET yyacTBOBaThb B ee 3HeproobecrneueHkH,
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Puc. 41. [TpaMepn AEH—saBnchmx TPAHCNOPTHHIX CHCTEM:

1 — snexkTpodopeTHYECKH! YHHIOPT KATHOHA CHJIBHOro ocHopaHMfi (Ca2+) B oTpHOaTelNbHO
3apaxeHHHt oTcek; 2 — ApH-saBHCHMBIff CHMIOpPT NPOTOHOB H aHHOHa cjaGoff KHCIOTH (CyK-
IHaHAaTa) B INEJNOUHOR OTCEeK; 3 — aHTHNOPT KAaTHOHAa CHJABHOro ocHoBaHHa (Ca2?t) M NpPOTOHOB
no ApH; 4 —cumoopr HeATPalbHOrO coemHHeHHs (JNakToskl) H npoToHoB mo Ay m ApH,
BKAafb KOTOPHX paBHOSHAYHBI; 5§ — aHTHNOPT KatHoHa chabGoro ocHopaums (RNHyt+) m mnporto-
HOB (Bkynapn ApH BaBoe mpeBbllaeT TakoBoi Avy)



ec/JiH 3TOT (pepMeHT KaTanausupyer yHHNopt HOHOB K+, mockoabky K+
[ePEeHOCHTCS H3 TOJIOXKHTENbHO 3aPAXKEHHOTO OTCEKA B OTCEK, 3aPsXKeH-
HblHi oTpuuatesbHO. [TonOOHHIE MexaHH3M, BEePOSTHO, OTBETCTBEH 3a
50 000-kpaTHy10 akkyMmyJasiiHio HOHOB K+ B Knetkax Methanobacterium
thermoauthotrophicum nipu pocte Ha MaJlIOKaJIHEBOH cpejie.

Y E. coli cyuiecTByeT clieiHanbHBIH MexaHu3M 3kcnopTa K+ us knet-
KH: Ha nossluierue ocmoraproctu cpedst E. coli orBeyaeT MOrJOLEHHEM
HoHOB K+ uepe3 TrkA-cucremy. YBenuuenne Ktpy npensteTsyer cosza-
HHIO OCMOTHYECKOro aucbanaHca MeXXAy HHMTONAa3MOH H TFHIIepTOHHYe-
CKOH cpepoii. HeynuBHTeNIbHO, UTO CHUNMCEHUE OCMOTUYECK020 0ABAEHUS
cpedoL BefeT K BIxoay HOHOB K+ u3 knetkn. OfHAKO 3TOT BBIXOJ NPOHUC-
XOIHT C y4yacTHEM yzKe HHOrO MexaHH3Ma, oTyHualoulerocs ot IrkA no
MeHbLIell Mepe AByMs CBOHCTBAaMH: OH He MOXeT HcroJb3oBath Rbt
BMecto K+ u topMo3utcs 6/10KaTopaMH KajHeBhHX KAHAJIOB IJ1a3MaJjieM-
MHl 3YKapHOT. DHepreTHUeCKH aclleKT cHcTeMH 3kcrnopta Kt ocraercs
HesICHBIM.

IIpocroii npouecc anektpodopesa MoxKeT, MO-BHAHNMOMY, OOBACHHUTD
JABHIKYILHE CHJB TPaHCMeMOpaHHBIX IIOTOKOB HEKOTOPbIX aHHOHOB.
B tuaakounax won Cl— nBHXKeTc BO BHYTPEHHHH OTCEK, 3apskKalo-
H{HHCA NOJIoXHUTeNbHO Osaronapsi pabore ¢otouens. B MUTOXOHApHAX
BhX04 aHHOHA AT® TakKe NPOHCXOAHT 3neKTpodopernuecku. OqHa-
KO 37echb 3Ta CHCTeMa YCJOXHAETCH TeM, YTO MPOHCXOJAHT AHTHHOPT

AT® o7 /AN®S,. ([Toxpobree cM. pasa. 5.2.7.)

5.2.3. ApH xax aBuxkyumas cuia

AuekTpodhopeTHUeCcKHH TPAHCIIOPT HOHOB NPHBOAHT K TOMY, 4TO Ka-
THOHH H aHHOHB aKKyMYJHDPYIOTCS COOTBETCTBEHHO B OTPHIATENBHO H
HOJIOKHTEJNbHO 3apsiKeHHBIX OTcekax. OmHaKo OYeBHJHO, YTO pasjaene-

HHe BellleCTB HAa KATHOHH H aHHOHBI BPAI JH MOXeT OHTb TOH LeNblo,
pann KOTOpOH XKHBasl KJIeTKa TPATHT 3HEPryuio Ha OCMOTHUYECKYio pabo-
Ty. OnuH M3 nyTtei, noMorapimux o6oiTH orpaHHYeHHe NMPOCTOrO 3JieK-
Tpodopesa, COCTOUT B NpeBpalleHHH AYPp-COCTaBJSOIIEH MPOTOHHOTO

noreHunana B ApH. H3BectHo, uto AV ecre nepsuunasn ¢popma ApH, no-
CKOJIbKY 3JIEKTpHYecKass eMKOCTb MeMOpaHbl MeHblie, yeM pH-Gydep-
Hasi eMKOCTb Pa3iejieHHHX MeMOpaHOH pacTBopoB. lns nmpeBpalleHHs
AYy B ApH neobGxonum anekTpogopeTrHueckHii NIOTOK HOHOB, pa3pAKaio-
IHH TpaHcMeMOpaHHYI0 pPa3HOCThb NOTEHLHAJOB.

Ecau Ay=0, To ypaBHeHuUe (34) ynpolnaeTcs clieyr0lHM 06pa3oMm:

[Slsa —n [H+]nap
[Slap [H* s
" B npocreiitieM cayyae cnabasi KHCJ0OTa HIH cjaaboe OoCHOBaHHe akK-
KyMYJIHpDYyeTCsl COOTBETCTBEHHO ¢ OoJiee 11eJIOY4HOM HJIH OoJsiee KHCJIOM
oTceKe. [lnsi aKKyMYJISIIHH TOCTATOYHBI ABA YCJOBHS: MeMOpaHa JOJIK-

Ha OHITb NPOHHIl@eMa JJisl HeHTpaJNbHOH (hOPMBI KHCJIOTH (OCHOBAHHSA)
H HelnpoHHIIaeMa JJisl uX 3apsikeHHO# ¢opmel. Eciin BenonHsa0Tes o6a
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3TH TpeGOBaHHS, TO IPOUCXOAAT NIPOCThIe COOHITHS, OMHCHIBAEMbIE ypaB-
HeHusiMu (37) u (38):

AH, .,—AH,_, (37)
AH,, +OH-—Ax 4 H;0,, (38)

[ToTpebnsieMble 1ieNOUHBIE 3KBHBAJEHTH mNononHsTcs ApH-rene-
paTtopaMH, OTKauYHBAOWKMH HOHB Ht, HanpHMep, U3 MaTpHKca MHTO-
XOHAPHH.

HMenHo TakuM crnioco60M 3HEpPrH30BaHHbie MUTOXOHIPHH HaKaIliH-
BaloT auetar. [Tocko/abKy npoToHHpOBaHHAA (popMa YKCYCHOH KHCJOTHI
(CH3COOH) npencraBasier co6ofi HeGONbLIYI0 HEHTPANIBHYIO MOJEKY-
J1y, OHa NIPOXOAMT CKBO3b MeMOpaHny 0e3 BCAKHX NepeHOCUHKOB IO rpa-
anenty pH u akkymyaupyercs B MaTpuKkce B (pOpMe HeNpOHHKAIOULEro
anerat-uoHa (CH3COO™), Helitpanu3ys usbuitok nonoB OH—.

AHaJOoruyHblii MeXaHH3M, NEHCTBYIOILHH B IIPOTHBONOJIOKHOM Ha-
fpaBJ/ieHHH, BbI3LIBA€T BLIXOJ aMMHAKa:

(NHs)sn—*(N Hs)nap (39)
NHs)nap + H;il_ap_’( NH: )Hap (40)

Ecau cnaboe ocHoBaHWe HyiH cllabas KHCJAOTA HepacTBOPHMEI B JIH-
nuiae, TpebyroTcs COOTBETCTBYIOILHE IePEHOCUYHKH, crnenudpHyHbEe K He-
3apsikeHHOH ¢opMe ocHOBaHHA (KucaoThl). [IpuMepoM Takoro Mexa-
HH3Ma MOXKeT OHTb MHTOXOHIPHAJbHBIH NepeHOCYHK CYKIHHAaTa, CBfl-
suBaromui cykiuHat?~ (TOOCCH;CHCOO~) Ha HapyxXHO#H NOBepX-
HOCTH BHYTpeHHeii MeMOpaHbl M NepeHOCAIHH ero ¢ aABymst Htuap B
MaTpHKC. B 11eJioM niporecc 3KBHBaJIeHTEH NepeHOoCy HeIHCCOLHHPOBaH-
Hoit ¢popmbi siuTapHO# KucynoThl (HOOCCH,CH,COOH), konuenTpanus
KOTOpPOH B HeHTpaJbHOM pacTBope OueHb HH3Ka (pHcC. 41, cucreMa 2).

Hrtak, Hanuuue BTOpHUHOH (POPMH NPOTOHHOro noreHuunana (ApH)
[103BOJIsieT BOBJIeUb B MPOLIECCH TpaHclopTa cjabble KHCJAOTH H OCHO-
BaHHSI TakUM o0paoM, YTo HanpaBJieHHs HX IBHXXEHHS OKa3blBAIOTCHA
NPOTHBONOJOXHBIMH. Kak H B ciydyae 3JieKTpodhope3a KATHOHOB H aHHO-
HOB, pa3HOHAIIPABJIEHHHH [epeHOC CJa0bHX KHCJIOT H OCHOBAHHH He MO-
JKEeT peulnTb BCeX 3ajay, CTOAILHMX Iepel TPAaHCIOPTHHIMH CHCTEMaMp
KJIeTKH HJ14 opraHensbl. Hanpumep, 6akrepus, cyas no HanpaBjeHHOCTH

AuH, nonXHa HakanauBaTh KaTHOHBI H cJabble KHCJOTH H BHOpacH-
BaTh B Cpely aHHOHB H ciabbie ocHoBaHHs. OueBHAHO, YTO BO MHOTHX
cJyyasix HanpaBJieHHe ABHXKEHHUs BellecTBa JOJKHO ObITb HHBIM.
* Jlns KaTHOHOB CHJIbHBIX OCHOBaHHH Npo6yieMa MoxKeT ObITh pellleHa
nyTeM HcnoJb3oBaHua kKatHoH/H+-anTunoprepos. HanpuMep, B Muto-
XOHJPHAX H HEKOTOPhIX GaKTEepHAX Kpome 3AeKTpogoperuueckoli cuc-
Temol akkymyasyuu uoros Ca2t ecto aaexrponedrpasvueiii Ca?+{2H-
anTunoprep, orkauuBaomuii Ca?t us MaTpukca HJAH OakTepHaJbHOMH
IUTOIIa3Mbl ¢ ucnosib3oBanneM ApH (puc. 41, cucrema 3).

Taxkum o6pa3oM, MUTOXOHAPHH H OaKTepHH MOI'YT He TOJIbKO aKKy-
MyJaupoBaTh HOHH Ca?t, Ho H aKTHBHO BHIOpPACHIBATh 3TH HOHH B cpelly.
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$IcHo, uTO O6e HassarnHble cucTembl O0AHCHbL OELiCTB0B8ATL NONEePEeMERHO, '
HHaye B3aumopedcteue Ca?t-ynunoprepa u Ca?t/2H+- aHTHIOpTepa

NpHBEAET K paccesiHHio 3Hepruud ApH.

[Tono6HBIM 06pa30M aHHOHBI CHJIBHBIX KHCJIOT MOI'YT HaKamJHBaThCst
B MaTpuKce 3a cyetr ApH, ecan oHH cumnoptupylorcs ¢ Honamu H+. Tak-
YCTPO€EH, B 4aCTHOCTH, MEXaHH3M HaKoIlJIeHHs (pocaTta B MHTOXOHAPHSX
H 6aktepusx. Helitpanbhas ¢opma ¢pocdoproii kucaorel (HzPO,4) npak-
THYECKH OTCYTCTBYeT NpH (PH3HOJIOTHYECKHX 3HaueHHsix pH. AHHOHH
¢pocpata HOMKHB OTKAYHBaTbCSl H3 MHTOXOHAPHH (6OaktepHit), mBuUra-
sace no Ayp. Tem He menee ¢ochar He ToNbKO He OTKayHBaercs, a, Ha-
MPOTHB, HAKAIIHBAeTCs1 MHTOXOHAPHSAMH H OaKTEepHSIMH MOA aeHcTBHEM
HoPO,—, H+-cumMnoprepa.

5.2.4. O6was A,IH KaK ABHXYLlag cujia

Hnoeda Osuixcywieil cunoi Tpawcnopra oxasel8aroTcs obe cocTas-
AfOUwe npoTornoeo notexnyuasra: Ay u ApH. dt1o Habmonaercs, Ha-
NpHMEP, MpU NepeHoce BeluecTB, He 006s1aAaloIHX HH 3aPSiOM, HH KHC-
JIOTHO-OCHOBHBIMH CBOHCTBaMH. Takue coefHHEHUs MOTYT NepEHOCHThCS
BMECTE C MIPOTOHOM HJIH OOMEHHBATbCsi Ha MPOTOH, HCIOJb3Ys 3HEPLHIO

obmieit ApH. Tak, akKyMyJISILHS JaKTO3bl GaKTepHSMH OCYILECTBJISIETCS
MOCPEACTBOM J1akT03a, HY-cumnoprepa (cM. puc. 41, cHcrema 4; nox-
po6Hee cM. pasz. 5.2.7). Bakyosiu KOPHENJIONOB caxapHOH CBEKJIH Ha-
KaniHBalOT caxaposy NpH MOMOILH (caxaposa/H+)-antunoprepa. [1pu-
YHHOH, MO KOTOPOH B [JaHHOM CJydyae MCMOJb3YeTCsl aHTHNOPTEP, a He

CHMIIOPTEP, sABJSAETCA TO 06cTosATeNbCTBO, uTo ApH Ha MemM6paHe Bakyo-
JIH HanpasJieHa B JAPYrylo CTOPOHY, yeM Ha 6aktepHaJsbHOH MeMOpaHe.

Ay u ApH oanHakoBo 3(p¢eKTHBHEI B KaueCcTBe ABHXKYIIEH CHJIbI PH
pabore (nakrosa, Ht)-cumnoprepa u (caxaposa/Ht)-antunoprepa.
B nogoO6HbIX cHCTEeMax NOBbIllIEHHe cTexHoMeTpHH H+: BewecTBO yBeJiH-
YHBaeT rpajHeHT BeleCTBa, BO3HHKAIOLIWH B pe3yJbTaTte TPaHCcIOPTHOTO
npouecca. B Apyrux cayuyasix NOBbILLICHHE CTEXHOMETPHH OINpeaensieT
HanpaBJieHHe TpaHcrnopTa. [IppMepoM TOMY COYXKHT aKKyMyJsLHs 10-

+

JIOXKHTEJbHO 3apsizeHHbIX KaTexonamMHHOB (RNHj;) B xpomadduHHBEIX
rpaHyJ/ax KOpbl HaJnoyeyHHKOB. 3aech Haxoautcss H+-AT®daza, Haka-
yHBaiollasi HoHel H+ B rpaHyJipl, B pe3yJabTaTe 4ero Hx BHYTPEHHUH 00b-
€M 3aps:Kaercsl NMOJOXUTEJNbHO H 3akucasercss (cM. pasg. 4.5.1). Ak-

+ +
kymyasiuuss RNH; o6ycaosnena (RNHs/2H*)-antunoprepom (puc. 41,
+

cicreMa §). Tem cambiM nepeHoc oaHoro RNHj BHyTph rpanyJ comnpo-
BOXXAaeTcsl NepeHoCOM 08YX NPOTOHOB H OOHO20 TNOJOXKHTETbHOTO 3aps-
Ja B NPOTHBOMNOJIOXKHBIX HaNlpaBJeHHAX.

ITH AaHHblEe 03HAYaIOT, YTO SHEPreTHUYECKH PaBHBbIE MO BeJTHUHHE Ay
u ApH G6ynyr BHocHTb pa3Hbifi BKJaj B obecneyeHHe rnpouecca TpaHc-
nopta: ApH okaxkercs BaBoe 6oJiee 3(ppeKTHBHOH, yeM Ay (CM. ypaB-
HeHnue 34). B 1o xe Bpemsi B cucremax tuna TrkA (cM. pasa. 5.2.2), xor-
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na katHoH (K+t) cumnoprupyercs ¢ Ht, Bkanag Ay nosxeH 6GbiTh BIBOE
6oJibie, yeM ApH, Kosib ckopo TpaHcnopt ogHoro HoHa K+ cBsi3zaH ¢
IIlepeHoCOM J8yx 3apsioB H odHoeo Ht.

B cuay o6paTHMOCTH TPaHCMOPTHBIX NMPOLLECCOB 2padueHT merabo-
auta, obpasyionierocss BHYTPH KJETKH H BbIAeJsIOIlErocs B Cpeny
ApH-3aBHCHMO# TPaHCMOPTHOH CHCTEMOI, MOXKET, B MPHHIIKIIE, HCIIOJb-
30BaTbCsl KAK UCTOYHUK IHepauu 0an eenepayuy ApH.

Hanpumep, B aHa3po6HuIx Streptococcus cremoris u Streptococcus
faecalis obpazoBaHHe JakTaTa B pe3yJbTaTe [JIHKOJH3A MPUBOIAHT K
BO3HHKHOBEHHIO I'pajlHEHTa 3TOr0 MPOAYKTa MeXAY LHTONJa3MOH H
cpenoit ([nakrar]ps> [N1aKTaT]rap). BHXOK JlaKTaTa W3 KJETKH Karta-
gusupyercsi (snakrar, nHY)-cuMnoprepoM, rie n=2 npH HU3KHX 3Ha-
yeHusiX [1aKTaT]pap 0 [H+]wap. Koadpduunuenr n nonukaercs fo 1, kor-
Jla ypoBHH JakTata H H+ B cpene Bo3pacraior. ITo 03HauyaeT, YTO COB-
MecTHOe HeHCTBHE IJIMKOJIH32 H CHMIIOpTepa 3alllelauHBaeT LHTOMJas-

My H 3apsi)KaeT ee OTPHLIATeNbHO, €C/H KOHIEHTpalHH Jakrata u Ht
CHApPY2KH KJETKH HH3KH:

[moko3a —2 (aktat™),, -+ 2HL, (41)
2 (JIakTaT "), + 4Ht —2 (1akTar—),0p + 4Hibap (42)

AkkyMmyasiuus nakrata u Ht B cpene TakuM o6paszoM MoxH(HLIH-
pyeT 3TOT MeXaHH3M, YTO KOJIHYeCTBa JiaKTaTta H HOHOB H*, BHXOAAIIHX

M3 KJIeTKH, YPaBHOBELIHBAIOTCS, H, CJegoBaTesNbHo, reHepauus ApH
npexkpailnaercda. Peryasiuus Takoro pojia npeloTBpaimjaeT HaKOIJIEHHE
B KJieTKe H30bITKa MOJIOYHOH KHCJIOTHI.

5.2.5. A,;H-Sanucumue TPAHCNOPTHbIE KAaCKaAbl

OnncaHo HeCKOJIbKO CHCTEM, B KOTOphIX ApuH ucnoas3yercs oasn co-
30aHusn epaduenta onpedesennoeo Komnounentra (S,), a aror epaduent
3arem yruaiusupyercs Oasa Tpascnopra opyeoeo geujectsa (Sq).

B 6akrepusix ponb S; yacto BeINoJHAWT HOHBI Nat. B 3tom cayuae

sHepruss AuH norpebasiercs npu orkauke HOHoB Na+ H3 KJIeTKH nocpel-
CTBOM 3JleKTpOoHelTpaJsbHoro Nat/H+-aHTunoprepa ujiun 3J€eKTpOreHHo-
ro Nat/nH+-autunoprepa. O6pasoBanHass ApNa ucnoJibayercs AJisl ak-
KYMYJISILLHU Pas3JiHuHbix MeTabosuToB npu nomomu (Na+, meraboJsur)-
CHMIIOPTEPOB. ITOT BHJL OCMOTHYECKOH paboThl OKa3hiBaeTCs OCHOBHBIM
y rajJopHJbHBIX H MHOTHX MOPCKHX MHKPOOPraHH3MOB.

B MutoxoHnpusix MHoroctyneHuathlii AuH-3aBucuMBIA Kackaj onu-
CaH IIPH HCCIEeAOBaHHH MEXaHH3MOB NepeHoca ¢ocdara H HHTEepMeaHa-
TOB 1IHKNa Kpebca. [IpolleccoM, 3anyckaioluuM Kackaj, CJyXHT obpa-
30BaHHe JblXaTesbHOl uenbio Ay, KoTopas 3ateM npeBpalnaercsa B ApH
nocpeAcTBoM  3JiekTpodopetHueckoro  obMeHa AT P4 ga/A1D3yap,
a takxke yHunopta Ca?t, Kt u . &.
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[lonyuennas ApH wucnoawsyercss pisi cosnauus Ap (docgart) npu
nomom cumnopra HoPO,~ u Ht, HanpaBJieHHOro cHapy»H BHYTpb MH-
TOXOHAPHH. Ap (Poc¢aTt) HcnmoJb3yercss AJsi HAKOMJEHHsI MaJjaTa MpH

HPOZ™

Manat2~ Uutpard+H*

Untpat3-4 4t

Puc, 42. TpancnopTtHbifi Kackan BHYTpeHHEH MHTOXOHA-
puanbroii Mem6panu (nmo P. L. Pedersen, J. P. Wehrle,
1982):

AbixatenvHasa unenb (/) oTkauHBaer HoHm H+ H3 MaTpHKca;
(H,PO,—, H+)-cumnoptrep (2) n (AND*—/ATd*—)-anTHnOpTEp
(3) nepenocsat ¢ochar B AIIDP B MaTpHkc B OoCMeH Ha AT®;
(HPO,—/manat?—)-autHnoprep (4) KaTaJH3HpYeT BXOA MaJsaTa;
Manat?—/(untpat’—+H-)-anThnoprep (5) BBI3abIBaeT HaKoOIJIEHHe
B MaTpHKCe LHTpaTa

nomouitn HPO,2—/Manar?—-antunoprepa (TOT e NePEHOCYHK TPAHCHOP-
THPYeT HeKOTOopbie APyrue nukapO6oHoBHe KHCJOTH). [locienHuit atan
KacKana — HMIOPT MHTOXOHADHsAMH uutparta. [1pouecc ocyiecrsisercs
NepeHOCYHKOM, OOMEHHBAWIHM MaJjar?— Ha uurpar® u H+t (puc. 42).

Bea 3ta cnoxHas cHcTteMa OTKphiBaeT BO3MOXKHOCTb CO3JaHHA lie-
JIO HEPapXHH PEryJjHpPYIOUIHX BO3JeHCTBHH Ha MeTabO0JH3M MHTOXOHI-
pHii.

5.2.6. KapHHTHH KaK npumep TpaHCMEMOpaHHOro
NEPEHOCYMKA XMMHUECKOH IrpyNMmHPOBKH

B nekoropeix cayiasnx wepes membpany nepeHOCUTCA He 8CA MOne-
KYaa TPAKCNOPTUPYeMO20 8ewecTsa, a ToAbKo ee wacts. I1paumepomM sro-
My MoxeT OBITh TPaHCHNOPT OCTAaTKOB JKHPHBIX KHCJOT (JKHPHHIX alH-
JIOB), OMOCPEOBAHHBIH yyacTHEM KAPHUTUHA.
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HccenenoBatus KApDHHTHHA HMEIOT ANHHHYIO HCTOPHIO, TIOYUHTENBLHYIO
IUIs BceX, KTO 3aHHMaercsi npo6aemoil TpaHcropta mera6bosnutos. Kap-
HHTHH (pHc. 43) Obl1 oTkpHT B 1905 r. B Pocchu B. I'ynesuuem u
P. Kpum6eproM. B To BpeMst GHOXHMHUYECKHE XK YPHAJIbl IECTPENH €006-
INEHHSIME O HOBBIX BelllecTBax GHOJIOFHYECKOTO MPOHCXOXKAEHHS, MI03TO-
My OfHCaHue elfe OLHOrO OPraHHYeCKOro COeAHHEHHsi B MBILILAX BPAI
JIH GhiJIO OLIEHEHO MO AOCTOHHCTBY.

CHz CH; (I'HJ
| le ®
(Hy— NQ—CHJ CHy— N—(Hs CHy— N — (Hy
CH, CH, H* CH,
| I I
HC— OH HC—0—C( —R 4_5—> HC— 0
I l I s \ /R
CH, CH, 0 CH, ﬁ
| I | Lo
C C C / ,0
V/ AN . /
07 No© 7 No® 0—H
AUHNK3PHUTHUH-LBHT T@DHOH
HKapHWT MH~LBUT TPPHUOH AUMNKAPHUTUH-KAT HOH

Puc. 43. KapHHTHH M alHJIKapPHHTHHH B JeNPOTOHHPOBaHHON (LBHTTEPHOHHOMA) H MpO-
TOHMPOBaHHOA (KaTHOHHOH) ¢opmax:

R — yriieBofiopofiHEIfl OCTATOK KHPHOH KHCJIOTH

B 30-e roasl, kKorga nporpecc B HOHHMaHHH OHOJIOTHYECKHX ¢ YHKUHH
HH3KOMOJIEKYJSPHBIX cCOeAHHEHHH 6blJ1 0cOOeHHO BNEYATJSAIOLHM, CTPYK-
TypHoe Nnogo6He KAPDHHTHHA H XOJHHA CTHMYJIHPOBAJIO PAJL HCcJeLoBa-
Hui, OHAaKO HHKakKoi MeraboJsiuueckOH (PYHKLHH KapHHTHHa oOHapy-
JHTb He ylnaJioch.

B 40-x rogax BecbMa nonyJisipHbIMH Obljid paboThl N0 NOHCKY HOBLIX
BHTaMHHOB, H 3/€Ch HaKOHel-TO OBl JOCTHTHYT NEPBHIH yclex B H3Yy-
YeHHH poJsin KapHUTHHA. OKa3as0ch, YTO OH CJYKHUT OJHHM H3 POCTOBHIX
¢akTopoB aJsi MydyHoro uepBst Tenebrio molitor. ABTopsl, 06HapyXHB-
IIHE 5TOT 3P EKT, Ha3BaJu KapHUTHH BUTaMuHOM Br (T ot Tenebrio).
ITo3nHee OBLIO HaiaeHO, YTO B YCJOBHAX AedHIUHTA IO KAPDHHUTHHY H
roJIofaHHsi YePBH YMHPAIOT <«KHPHBIMH», OyAY4H HecrnocOOHBIMH yTH-
JIH3HPOBATh CBOH >KHPOBbIE€ 3aNacChi.

K HecuacThio AJs HcclenoBaTesiel KapHHTHHA, Bce IOMBITKH MOKa-
3aTh BHTAMHHHYI0O (DYHKLHIO 3TOrO BeulecTBa Ha o0beKTax HHBIX, YeM
MY4YHOI YepBb, JAJIH OTPULATEJbHLEIH pe3yJjbraT. Pabora no BHTaMHHY
Br okasanach He B COCTOSIHHH CTHMYJIHPOBaTb HHTepeC K QYHKIHH Kap-
HHTHHa [IPOCTO NOTOMY, UTO Y€JOBEYECTBO, HEe 3aHHTEPECOBaHHOE B IPO-
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[ BETaHHH MYYHBIX YepBeH, OBLJIO HE CJHIIKOM 03a604eHHO BHTAMHHHO-
CThI0O X NHUWH. K cepennHe Beka, Korja nojasasioliee OGOJbIIHHCTBO
HH3KOMOJIEKYJISIDHBIX KOMIIOHEHTOB KJIETKH yXKe HalllJio cBO€ MecTo Ha
MeTaboJIHUEeCKOH KapTe, QYHKLHsS KapHHTHHA BCE ellle OcTaBaAach He-
SICHOH.

B 1955 r., T. e. pOBHO MOJIBEKa CNYCTS MOCJI€ OTKPLITHS KapHUTHHA,
C. Opugman u I'. OpeHkenn BBISICHHJH, YTO KAPHHTHH 0OpaTHMO alle-
THJAHpYyeTcs nocpeacTBoM ayerur-KoA. Auerunn-KoA saHuMaer kiwo-
yeBOe MecTo B MeTaboJiH3Me, TaK YTO MOXXHO OblJo HafesiTbCs, YTO alle-
THJAKaPHHTHH CJYXHT HHTEPMEJIHATOM IepeHOoca allHJbHBIX OCTATKOB C
anetun-KoA Ha kakoi-nu6o akuentop. Huuero nogo6Horo, oqHaKo, 1no-
KaszaHo He Oblo. EJHHCTBEHHOH peakuHell yTHJH3aLHH aleTHJKapHH-
THHa OCTaJIOCh €ro npespallueHue o6paTHO B KAPHUTHH € alleTHUJIHPOBA-
HHeM cBo6onHoro KoA. To e BepHO H IJisi allHJIKapHHTHHa, BTOPOro
NpeACTaBHTEJ COELHHEHHH 3TOr0 THNA, KOTOPblH BMECTO alleTHJa CO-
JepKHUT allUJIbHBI OCTATOK XHPHOH KHCJAOTHL. CKJaabBajoCh BIeYar-
JIeHHe, YTO allHJIHPOBaHHe KapHHTHHa lpeicTasJisier coboi MeraboJiu-
YeCKHH TYINHK.

B tom xe 1955 r. 1. OpuTll OTMETHI CTHMYNIHPYIOLLEE KEACTBHE Kap-
HUTHHA HA.OKHCJIEHHE XXHPHBIX KHCJIOT roMoreHaTom neuyeHu. [lonoGHBIH
3¢ ekt npencraBiasyics AOBOJBHO HEOXHAAHHBIM JIJIsl BELECTBa, CTOs-
LIlero B CTOPOHe OT I'JiaBHHIX Nyteidl MeTaboJsin3Ma, Tak 4To HabJsioaeHue
®puTUa B TeYeHHE HEKOTOPOro BPEMeHHM OCTaBaJioCh HeOOGbsiCHEHHBIM.

B 60-e roawbl, korga HauyaJuch oOwHpHble paboThl No MeMbOpaHaM,
s¢p¢ekt PputLa TakKe nonasa B noje 3peHHsi. O6HaPyXKHJIOCh, UTO OH
KaK-TO CBsI3aH ¢ MHTOXOHJPHSIMH. PPHTLL BHIABHHY/ THNOTe3y o0 yuya-
CTHH KaDHHTHHA B TPAHCIOPTE XKHPHBIX KHCJOT Yepe3 MHTOXOHAPHUANb-
Hy1o MeMOpaHy. JTa MBICJb NOJYYHJa MOAKPeNJeHHe, KOTAa BbISICHH-
JHCb caeaywnide nBa ¢akra. Bo-nepBHX, KapHHTHHALIHATPaHchepasa,
KaTaJu3Hpylonias nepeHoc anuabHOH rpynnbl Mexny KoA u kapHuTH-
HOM, JIOKaJIH30BaHa Ha o6eHx CTOpOHax BHyTpPeHHel MeMOpaHbl MHTO-
XOHApHii. Bo-BTOphIX, anuakapHuTHH (HO He anua-KoA) cnocobeH npo-
HHKaTh Yepe3 MHTOXOHApHaJbHble MemOpaHbl. Ha ocHOBe Ha3BaHHHIX
HabJioneHuil 6blsia chopMysHpoBaHa cxeMa yuyacTtus kapHutuHa (Cn)
Kak MepeHOCYHKa XXHPHBbIX alHJOB, CYMMHpPOBaHHasi ypaBHEHHSIMH
(43)—(45):

Aunn-KoAggp+ Cngp—aunn-Cn,,, 4 KoA (43)
Auun-Cny,,—auni-Cn,, (44)
Auun-Cn,,+ Ko A y—auna-KoA_, -+ Cny, (45)

JlBa Bonpoca OcTaBaJIHCh HECHBIMH B paMKaX JaHHOH KOHIENLHH.
KaxkoBa cyabp6a Cngs? (Cam 1o cebe oH He MOXKeT BHIHTH H3 MHTOXOHJ-
pHH, Tak Kak BHYTPeHHAs MmeMOpaHa, Kak OblJIO NMOKa3aHo, HEe NPOHH-
LaeMa 1Jis KapHuTuHa.) [loueMy HMeHHO THAPO(HIbHAS MOJIEKyJia Kap-
HHTHHa Obljia oTtoOpaHa 3BOJIIOLIHEH B KayeCTBE MEPEHOCYHKA XKHPHHX
aluJoB?
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O6e npo6sieMnl 6binH peuieHH B 70-e roabi. [ GHO3HEPreTHKOB
3TOT NMepHOJ 03HaMeHOBaJCA 60pPbOOH BOKPYT XE€MHOCMOTHYECKO# IH-
nore3n [Tutepa MHuTtuesa, 3aBepuiuBuleiicss ero tpuympom. B uacr-
HOCTH, OblyI0 HaHJaeHO, uTo JIO6OH Npouecc akKKyMYJsILHH HOHOB HJIH

MeTaboJIMTOB B MHTOXOHAPHAX nojjepxuBaercsd 3Heprueil AuH. Bort
noyeMy B 1970 r. aBTOp M COTPYAHHKH TPEANOJOXKHJIH, YTO POJb Kap-
HHTHHa KakK-TO CBsi3aHa C HCNOJIb30BAHHEM MPOTOHHOrO MOTeHUHa.a.
Tak kKak XHpHble KHCJOTH MPEACTaBJASIOT cO60H ruapodobHbIe aHHO-
Hbl, OHH MOTJIH Obl OTKQYHBAaThLCH H3 MHTOXOHApPHH noj aeHcTBHEM Av.
IIporonnpoBaHHble (POPMBI XKHPHBIX KHCJOT CNOCOGHBI BXOAHTH 06pat-
HO B MHTOXOHIpHH, ABHrasice no ApH. LIupkynsiliusi XHPHBIX KHCJIOT

B MeMO6paHe MHTOXOHApPHH HOJXKHA MNPHBOAHTL K paccesdHHio ApH
(pasobiueHno). B To e BpeMss HH KapHHTHH, HH alLlHJKapHUTHH He
MoryT O6HITH aHHOHaMH. B nenpoToHHpoBaHHOII ¢opMe OHM NpEACTaB-
JSI0T cOB60if IBHTTEPHOHBI (CyMMapHBIi 3apsii paBeH HYJO), NPOTO-
HHpOBaHHOH — KaTHOHH. I[Ipu 3TOM uBHTTEpPHOHHHIEe (¢OpMBI 6oJiee
THAPO(HJBbHE. DTH NaHHble MO3BOJSAIOT MPEANOJIOKHTb, YTO XKHPHbIE
KHCJIOTHl, COEAHHASICh C KapHHTHHOM, yTPauyHBAaIOT CBOIO pa3obiialo-
IIYI0 aKTHBHOCTb H NpHOOpeTaroT CrnOCOOHOCTL HaKalJHBaTbCsl BHYT-
PH MHTOXOHADHH, rjle MPOHCXOAHT HX P-OKHcJseHHe. TpaHcrmopr B ue-
JIOM MOXeT ObITb ONMHCAaH CHMIOPTOM XHPHBIX alUMJOB H HOHOB H+ B

MHTOXOHAPHAJbHBIH MaTpHKC noa neicrBHeM obmeit ApH:

Aunn-Cn,,, -+ Hip—auna-Cn- Hyyy (46)
Auna-Cn. Hyp—auua-Cn-Ha, (47)
Auun-Cn- Hf, —amun-Cn,, + H, (48)

B cooTBercTBHM ¢ npencka3zaHHeM 3T1oi cxembl, J1. O. JleBuiikuii 06-
HapyzKHJl, YTO MJOCKas HCKycCTBeHHas ocgosunuaHas membpaHa npo-
HHIl2eMa JUJIsi KaTHOHA NMaJbMHTOHJKapHUTHHA. Kak nokasanu naJjbHed-

LiHe onbiTel, paccessHue AuH B MHTOXOHApHsIX pa3o0iiuTeseM pe3Ko
TOPMO3HT OKHCJIEHHe NMaJIbMHTOHJKapHHTHHA, f006aBJeHHOro fnocJje pa-
306uuTens. B To ke BpeMs pa3o6iiuTesb CTHMYJHPYET OKHCJeHHe, Oy-
Ay4uH 106aBJieHHbIM Yepe3 3 MHH MocJje NaJbMHTOHJNKapHuTHHA. [lo-BH-
AHMOMY, KOJIMYEeCTBA NaJbMHTOHJIKaPHUTHHAE, HAKOIJIEHHOrO 3HEPrH30-
BaHHbIMH MHTOXOHAPHAMH 332 TPH MHHYTH HHKyOauuu, Obl10 4OCTATOY-
HO [Jisl aKTHBHOIO JIbIXaHHsl B TEUEeHHE Bcero nepHoaa MoJsporpagpuye-
CKOI'O ONbITa.

Hrak, Tenepp u3BecTeH OTBET HAa BONPOC, NoYeMy KApHHTHH OblJ BHI-
6paH B KayecTBe NEePEHOCUYHKA XKHPHBIX alliJoB. 3Hass QYHKLUHUIO KapHH-
‘THHa, MOXHO JIMIlIb NOpaxatbcs lesecooOpa3HOCTH YyCTPOHcTBA 3TOH
‘HeboJaiblIOl MoJsekyJqbl. Bece Tpu yuxkyuonarvuele epynnol KAPHUTUHA
HeoOX00UMbL N5l BHIIOJIHEHHSI HM €ro POJIH: 2UOPOKCUAbHAA TpyNna
Hy>XHa [Jif COEIUHEHHS C XXHPHBIM alHJoM, KapbokcurbHas — ajsi ob-
paTHMOro CBsI3bIBAHHS MPOTOHA, YeTBEPTUYHbLLE Q30T — AN COOOIUIEeHHs
-MoJieKyJie NepeHOCYHKa NMOJIOXKHTENbHOro 3apaa.
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IlpencraBneHHass kKoHUenuusl ocrasgasier 6e3 oTBeTa JHIIb OAHH, IO-
cJIelHHi1 BONMPOC, 8 HMEHHO, YTO MPOHCXOAHT C KADHHTHHOM, 0CBOOOIHUB-
HIHMCSI BHYTPH MHTOXOHJIpHH B peakuHH? IJTa npobaema 6blia pelieHa
B 1976 r. C. [Tanne u P. [TapBuHOM 1 He3aBucuMo P. Pamceewm u I1. Ta6-
60coM, 0O6HAapYKHBLIHMH CTEXHOMETPHUUYHBIH KapHHTHH/allHJIKapHUTHH-
AHTHINOPT MEXAY HHKYOallHOHHOH CMeCbIO H MHTOXOHJIPHEH.

MUuroxoHaopwus

Uutozone Brewwxnn MenwmMembparrkoe BHyTpenHasn Marpukc
membpana NPOCTPAHCTBO MeMbpana

+

H
3Hepruna
{RCO-Cn -H= RCO-(n-H*<L 6
R(OO0™+
TN ‘ﬂ‘( n < 8 RCO~Cn - KoA
AMO + H 2 o I7
S, =~ RCOHoA e , tn RCO-KoA

Puc, 44. KapHUTHH-32aBHCHMBIA TPaHCNOPT ALMJIOB JXHPHBIX KHCJOT B MaTpPHKC MHTO-
XOHIPHI:

1 — anun-KoA-cHHTasa, 2 — BHellHsid KapHHTHHaUHJATpaHc¢epasza (RCO—Cn), 3 —A_p.-H-reBepa-
TOPbl IEIXaTEJBHOR 1EnH, 4 -— IPOTOHHPOBAHHE KapOOKCHALHOH TIpynNnl AaUHJKapHHTHHa, 5 —

AEH~3aBnchuﬁ BXOJ, alUJIKapHHTHHA, 6 — NeNpPOTOHHpPOBaHHe KapOOKCHJABLHOR rpynmnnl alHAKap-
HHTHHa, 7 — BHYTPEHHS alHJIKapHUTHHTpaHC(epa3a, § — KapHHTHH-aLHJIKaPRHTHH-aHTHROPTEP

O6mas cxeMa TpaHCNOpPTa BHEMHTOXOHAPHAJbHBIX allHJIOB XKHPHBIX
KHCJIOT B MATpPHKC NpeJcTaBjeHa Ha pHc. 44. [Ipouecc HauHHaeTca BO
BHELIHEH MHTOXOHJPHAaJbHOH MeMOpaHe, rie Jokaju3oBaHa anui-KoA-
CHHTa3a, ¢epMeHT 3crepudnuupyolHid KoA cBOGOJHBIMH XHPHBIMH
KHCJoTaMH 3a cyer 3Heprun AT® (peakuns /). B MexmeMOGpaHHOM
NpOCTPAHCTBE HJH Ha BHELIHEH NMOBEPXHOCTH BHYTPeHHeH MeMOpaHh
aiui-KoA ataxkyeTcsi BHElLHel KapHHTHHaLHJATpaHcdepasoil, B pe3yJib-
TaTe Yero XXHpHuH anua nepeHocutcsi ¢ KoA Ha kapHUTHH (peakuus 2).
O6pasyoomuiicss aiHJIKapHHTHH NpoTOHHpyeTcsl HOHaMH Htmap. PoHR

H+yap nononusiercst noixatesbHelMH ApH-reHepatopaMH, OTKauHBaIOLLH-
MH NpPOTOHH H3 MaTpPHKCa B MexmeMmOpaHHoe INpPOCTPaHCTBO (peak-
UHH 3 u 4). IIpoTOHUPOBaHHBI AUHJKapHHTHH NepeceKkaer BHYTPeH-
HI0I0 MeM6paHy, ABHrasick nop neiicteuem obumeit ApH (peakuus 5), u
IenpoToHHpyeTcss B MaTpukce (peakuusi 6). Tam aluJKApHUTHH aIH-
JHPyeT BHYTPHMHTOXOHApHaJbHBI K0A non neiicTBHeM BHyTpeHHEH
alHJKapHUTHHTpaHcdepasn (peakuHs 7). BucBoboxaawwmuics IpH
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3TOM KapHHTHH OOMEHHBaeTcsl C BHELIHHM AallHJIKADHHTHHOM mocpea-

CTBOM KapHHTHH/alHJKapHHTHH-aHTHNOpTepa (peakuus §&).
HHTepecHol uepTol 3TOH CHCTEMHl SBJsieTCS TO 06CTOATENbCTBO, YTO

YPOBEeHb KapHHTHHa B MaTPHKCE pEryJHpPYeT pachnpejiejieHHe MOTOKa

alHJKapHHTHHa B MHTOXOHApHIO Mexnay AuH-zaBucumbiM (T. e. cBs-
3aHHBIM C 3HEpreTHYeCKHMH 3aTPaTaMH) NYTeEM 5 H 3HEPrO3aBHCHMBLIM

aHtHnoptoM 8. BepostHo, ApH-3aBHcuMBI nyTh npeobsasaer B TOT
MOMEHT, KOrja XXHpHble KHCJOThl HAYHHAIOT OKHCJATbCH, CMEHSI ApY-
rHe cy6ecTpaThl AblXaHHA. B 3THX ycJ/IOBHSIX KOHLEHTpalHs cBO6OAHOrO
KapHUTHHA B MaTpUKce ellle CJAHIIKOM MaJia, 4ToObl HAaChHITHTL aHTHIIOP-
Tep, HMEIOUHH JOBOJIbHO HH3KO€ CPOACTBO K KapHHTHHY (K. okojo

1 MM). Ha pannoii craguu 3atpata ApH onpaBmpaHa, NOCKOJBKY 3TO
¢opcupyeT HaKOMJeHHEe HPHBIX KHCJIOT B MHTOXOH/JPHSIX H T€M CaMbIM
CrnocoOCTByeT MepeBOAYy MHTOXOHJPHH Ha OKHCJEHHE XHPHBIX KHCJOT.
MaccHpoBaHHOe NMOCTYIJIEHHE allHJIKapPHHTHHA B MaTPHKC ¢ INOCJEAYIo-
1€l YTHJH3alLHeH XXHPHBIX alHJ0B B CHCTeMe [-OKHCJEHHS NPHBOIHT
K HaKOIJIEHHIO KapPHHTHHA B MaTPHKCe MHTOXOHAPHH B KOJIHUECTBaX,
JIOCTaTOYHHIX 1711 aKTHBAalUHH aHTHNOPTepa. Tenepb cHcTeMa MOXET Or-

paHHYuTh 3aTpaThl AuH Ha TpaHCNOPT XHPHBIX allHJIOB, TaK Kak paborta
aHTHNoptepa caMa no cebe He TpebyeT NPOTOHHOrO NMOTEHILHAJA.

IIpuBeneHHYIO BhILIE JOTHKY HeJb3sl IPHMEHHTD K alleTHJIKapHHTUHY,
KOTOpbIl CAHIIKOM THApPO(dHJEH A5 NPOHHKaKIlero kaTHoHa. B rpynne
aBTopa OblJIO MOCTYJHPOBAHO, UTO 2AABHAS (PYHKYUS ALETUAKAPHUTURA
cocrout 8 3abygepusanuu yposus ayerur-KoA nodobro romy, kax kpe-
atungocar 3abygpepusaer yposeno ATD.

5.2.7. Hexkoropsie npumepsl ApH-3aBucHMBIX
0eJKOB-IIePEHOCYHKOB

O6pa3oBaHne KOHUEHTPAUHOHHBIX T'DAaJHEHTOB TOI'O HJH HHOrO BE-

mecTBa 3a cuer 3Heprud ApH B npHHUHIE MOXeT NMPOHCXOAMTL H 6e3
crel HaJIbHOro sHepronpeobpasymwmero ycrpoiictea. Kak yxe ynoMuHa-
Jiochb BhIllle, alleTaT LOJI2K€H HAKamJHBaTbCd B MHTOXOHIAPHAX, a4 aM-
MHaK — OTKauYuBaTbCAd BO BHEMHTOXOHApHAJIbHOE MPOCTPAHCTBO ION
neiicteueM ApH 6e3 Bcsikux mepeHOCYHKOB NPOCTO MOTOMY, YTO MeEM-
6pana nponnnaema aias CH;COOH u NHj;. B Takoii cuTyanHu BKJIO-
yeHHe NMepeHOCUHKa MOXKeT JIHIIb YCKOPHTb npoluecc TpaHcnopTa. OnHa-
KO NMEPEHOCYHK OKa3blBaeTcsi cOBepLIEHHO HeOOXOoAHM, €CJH TpaHCIop-
THPYyEMoO€ BellleCTBO HJIH XHMHUecKasl rpyNnnHpoBKa caMu no cebe He
MOTYT ABHraTbcsi Yepe3 MeMOpaHy B HyXKHOM HamnpasJeHHH. JKusas
KAETKQ 8ce20a CTPpeMUrcs u30exnars CROHTAHHbLX cOObiTul, NpeanoyH-
Tasi UMEeTh JEJIO C MpoleccaMH, KaTajJu3upyeMhIMH O6enkaMH. B sToM
cllydyae MoxeT OHTb IOJIydeHa BHICOKAas CHEH(PHYHOCTb B OTHOIIEHHH
cybcTpaTta H peryjupyeMasl B IUHPOKHX MpefiesaX CKOPOCTh PEaKI(HH.
JlaHHBIH NMPHHUHI NpUMeHHM H K ApH-3aBHCHMOH OCMOTHYECKOH pa-
6ore.
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Oepomroe 6ONLUUHCTBO TPAHCNOPTHOIX MEXAHU3MOB obcayHusaer-
cs cneyuaabrolmu neperocuukamu. B HEKOTOPHIX ciydasix NMepeHOCYHK
MO3KeT OBITb YCTPOEH AOCTATOYHO NMPOCTO, KAK, HANpHMeEpP, KAPHUTUH.
Ipamuyudun, obpasyomuil KaHaJj, npoiunaeMuii ansa K+, Nat u HY,
KaJiHeBHi#l yHHNoprep s6aaunomuyur, K+/Hr-antunoprep — nuzepu-
yur, Nat/H*-anTunoprep — moHeHCUR TakKe BHIJSAAAT CPaBHHTEJIb-
HO TNpPOCTHIMH BeLIeCTBaMH pPALOM ¢ 6eJKOBHIMH MoJieKynaMH. OfHa-
KO cjelyeT MOMHHTh, YTO H KaPHHTHH, H aHTHOHOTHKH-HOHOGOPH Bbi-
IIOJIHAIOT, B 00IeM-TO, TPHMHTHBHBIE (DYHKIIHH.

B canyuae xapHHTHHA — 3TO BKJIIOYEHHE Mpoliecca TpaHCNOPTa, KO-
TOpHIH 3aTeM, HabpaB HeOOXOAHMBIH TeMIl, MNePEeXOAHT Ha ApPyrue
«pEeJIbCHI», Flie yXe Tpebyercss OesOK-IIEPEHOCYHK (KApHHTHH/aLMJI-
KapHHTHH-aHTHIOpTEp). UTO Kacaercss aHTHOHOTHKOB, TO HX POJib, 1O
BCeHl BHAHMOCTH, CBOAHTCSI K MOBpPEXJIEHHI0O MeMOPaHbl KJIETOK KOHKY-
pupymomHx BHOOB. Ecnu ¢yHKIHA mepeHocuHKa 6oJsiee CJOXKHA, TO 3TO
Bcerga — OeJIoK.

beaku-nepenocuurku — 310 TpaHCMeMOGpaHHbIE MOJHIENTHIb, KOTO-
PHIM [IPH uX paboTe HHOTJla «aCCHCTHPYIOT» nepH(pepHUYEeCKHE HJH BOJAO-
pactBopuMmble GenikH. B 3TOH ¢BSI3H yMeCTHO BCMOMHHTbL XOpPOLUO H3Y-
YeHHYI0O CHCTEMY TpaHcrmoprta amHuHOKHCIOT B E.coli (cMm. pa3n. 5.2.1,
tabu. 8). [lokaszaHo, uto TpaHcnopTHble Genku 1, 2, 5, 7, 8 u 14 neiict-
BylIOT 6€3 BOAOPacTBOPHMBIX 6€JIKOB-MOMOLIHHKOB. JIpyrue cHcTeMbl,
nepeyHcjeHHble B ToH XKe TabJiHLe, HCNOJNb3yIOT PacTBOpHMble GEJIKH.
B cayyasx 3, 4 u 6 TakHe 6esiKH HrpaloT poJib 6y¢epoB, cTabHIH3HPYIO-
IIHX yPOBEHb aMHHOKHCJOT B NepHmia3Me., OHH o6paTHMO CBS3BIBAIOT
aMHHOKHCJIOTH], KOTOPHlE MOCTYNalT H3 BHELIHeH Cpejbl, H BHICBOGOX-
JalT aMHHOKHCJOTH, KOTJa KOHIEHTPAaIHs MOCJEeJHHX B MepHnja3Mme
NafaeTr H3-3a aKTHBHOCTH O€JIKOB-NEPEHOCUHKOB, JIOKAJH30BaHHBIX B
nuTornyasMatruueckoii Membpane. bBaaronaps atum ad¢ekram ckopocThb
HMIIOPTa aMHHOKHCJIOT B LIHTOMJIa3MYy CTabHJIH3HPYyeETCS.

WHas curyauns onucaHa st cucteM 9 u 10. 3xech GesKH-MOMOILII-
HHKH HeoOXOAHMMBl IJisi TPAHCIOPTa KakK TakoBoro. CBsi3aB aMHHOKHC-
JIOTy B Ilepuniaame, 6eJIOK-NMOMOIIHHK O06pasyeT KOMIJIEKC C OJHHM H3
HHTErpaJbHbIX OeJKOB [HTOMJa3MaTHYeCKoii MeMOpaHbl, KOTOpPbIH
Hrpaer poJb «anonepeHocuHka». bejok-nomMomHuk B cHctemMax 9 u 10
o6ycnoBJ/HBaeT ClnelH(pHYECKOe CPOACTBO «XOJOINEePEHOCUHKa» K TpaHc-

noptHpyeMomy BemectBy. Huike 6ynyr pacemorpeHn nBe Apl-3aBH-
CHMble TPAHCNOPTHbIE CHCTEMH, HCCJIEeAOBaHHbIE JOCTAaTOYHO AETaJbHO.

(Jlakto3a, Ht)-cumnoprep w3 E.coli. (Jlakroza, H*)-cumnoprep
u3 E. coli — Haubosiee H3yyeHHBIH NepeHOCUHK GaKTepHaJbHOro MpOHC-
xoxaeHusi. OH 661 OTKPHT B 1955 r. )K. Kosnom wu I'. Puken6eprom.
Cnycts Bocemb Jjiet 1. MuTuesn npeanosoxHJ, 4YTo JaKTO3a CHMIIOPTH-

pyercs ¢ mpotoHoM nox peiictBieM ApH. B 1970 r. U. ¥act nokasas,
9TO NOrJIOLEHHE JIAKTO3hl KjeTKaMH E. coli conpoBOXpaeTcsi MorJole-
HHeM noHoB HT. B To ke BpeMsi 6bljl0 BbISICHEHO, UYTO NMPOLYKTOM [eHa
lac y saBnsierca kako#i-to MeMGpaHHbiil 6enok. B 1978 r. P. Tutep H
COTPYIXHHKH KJOHHPOBaJIH I'eH lac Yy, 4TO NO3BOJIHJIO BHISICHHTb aMHHO-
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KHCJIOTHYIO TIOCJIEA0BATEJLHOCTh CHMIIOpTEpAa, aMMJIH(HIHPOBAaTh reH
H cuHTe3npoBaTthb 6esnok in vitro. B 1980 r. cumnopTtep, pacTBOpeHHHIA
OKTHJITJIIOKO3HJI0M, OBlJI BCTPOEH B IIPOTEOJIHTOCOMBI.

B onbiTax ¢ HHTAKTHHMH GaKTEPHSMH, BHIBEDHYTHIMH cyG6aKTepH-
aJIbHBIMH NY3BIPbKaMH H NMPOTEOJHIOCOMAMH OblJIO MPOLEMOHCTPHPOBA-
HO, YTO Au(py3Husi JaKTaTa B CTOPOHY €ro HHU3KOH KOHLEHTPALHH TpH-

BoAHuT K nosisieHuo ApH. IIpn 3ToM nosoxxutenpHO 3apsKaJdcs u 3a-
KHCJISIJIC TOT OTCEK, i€ KOHLEHTpaUHs JakKTo3h Oblia Huixke. O6pa-

syeMass ApH TopMo3nna nepenoc aakrosnsl. Paszobuintenu-nporoHodo-
pPHl CHUMaJIH TOPMOX€EHHE.
B T0 xXe BpeMsi TpaHCNOPT JIaKTO3bl B CTOPOHY GOJIbLIEH KOHILEHTpPa-

LuH 3a cuer 3Heprud ApH, o6pa3syemoii nhixaHHeM, TOPMO3UJICSA Pa3ob-
uureaaMu. IlepponauanbHo 3ToT 3 deKT 6B MOKa3aH Ha HHTAKTHBHIX
Knerkax L. coli, a 3ateM Ha NpoTEOJNHIIOCOMAaX, COMEPXKABLIHX CHMIIOP-
Tep u LUuTOoXpoM o u3 E. coli.

OnucaH MyTaHT, COXpPaHAKOIHH cnOCOGHOCTb TOJNBKO K NMacCHBHOMY
TPaHCNOPTY NaKTO3H B CTOPOHYy MeHblIeil ee KOHIeHTpauHH. [lepeHoc
JIaKTO3Hl yepe3 MeMOpaHy MyTaHTa He OBblJ CONpSXKEH ¢ TPaHCIOPTOM
NPOTOHOB.

(/Taktoza, H+)-cumnoprep — ouen ruapo¢obHbi  Geslok MaccoH
46,5 k[l a, cocrosuuii H3 417 aMHHOKHCJOTHBIX OCTaTKOB. B MeM6paHe
OH CYIIECTBYET, NN0O-BHAHMOMY, B MOHOMEpHO# (popme. B aMuHOKHCIOT-
Holl mocJiel0BaTeNbHOCTH yaaeTcs BhiABHTH 12—14 ruppodobHHIX cer-
MEHTOB MPOTAKEHHOCTHIO B CPeJHEM N0 24 aMHHOKHCJIOTHbIX OCTaTKOB
Kaxablfi. [Ipeanonararmot, yto Bce OHH 00pasyloT TpaHcMeMOpaHHbBIE
a-ClHpaJibHble KOJIOHHBl. Eciii 3To AEHCTBHTENBHO TaK, TO KOJIOHHBI
coctaBasioT 709 6Geska. UHcso KOJIOHH JOJMKHO 6GbITh YETHBIM, TaK KakK
o6a KOHILa MOJIHMENTHAHOH LleNH HaXOAATCA Ha OJHOH H TO# e (IHTO-
nJjasMaTHYEeCKoH) cTtopoHe MeM6paHH E. coli.

MecTo cBsI3bIBAHHS JIAKTO3bl JIOKAJH30BaHO B obfiactH 5—6-ii Ko-
JIOHH, cuutas oT C-koHHa 6enkoBOi MoJieKyJbl. B 310it o6iacTh Haxo-
autca Cys-148, aJkunupoBaHHe KOTOPOro HHAKTHBHPYET CHMIOpPTED.
JlakTo3a 3amHuiaeT HCTEHH OT aJKHJAHPOBAHHS, YTO YKa3bIBaeT HA €ro
ydyacTHe B CBAI3bIBaHHH cyOcTpaTa.

Puc. :45 uajiocTpupyer BepOSTHBI MeXaHH3M paboTh (/12KT034,
H+)-cumnoprtepa.

Mutoxonapuanbubiiit AT®/ANP-anrunoprep. Cpend MHTOXOHAPH-
aNbHBIX TPAHCHOPTHBIX cHCTEM HauboJiee H3Yy4EHHBIM CYHTaeTcs
AT®O/A1d-antunoprep (CHHOHHMBI: aJeHHHHYKJEOTHATPAHCJIOKa3a,
NepeHOCYHK aJEeHHHHYKJIEOTHAOB). 3T0 rHApodo6HEIH MeMOpaHHBIH Oe-
Jok (macca 32 x/la) H3BecTHOH aMHHOKHCJOTHOH MOCJ€L0BATENbHOCTH.
B mnporeosunocoMax MoOJieKyJibl aHTHNOpTepa (POPMHPYIOT HaCTHIbE
Maccoii nopsaka 60 k[la, kak eciu 66l OHH OOBEAHHHJHCh B JHMEPHIL.

Cyns no pacnpejesyieHHI0 THAPOGOOHBIX H THAPOQHJIBLHEIX MOC/eN0-
BaTeJIbHOCTEH B MOJIMNENTHAHOH LleNH, aHTHNOPTEP B NPHHLHNE Mor Ohl
o6pa3oBaTb I10 KpaiiHed Mepe TPH a-CIIHPaJbHBIX KOJIOHHBI, I€peceKalo-
mux Mem6paHy. OfHaKO HCTHHHOE YHCJIO KOJIOHH OCTaeTcsl HesiICHBIM,

159



TakK KaK He pellleHa Npo6JeMa NMpoCTPaHCTBEHHOH CTPYKTYPH aHTHIOP-
Tepa.
AxTtunoptep ocyluecTBisier o6MeH ogHOH MoJeKya AIld Ha oaHy

Mosiekyny AT® Mexay BHe- H BHYTPH MHTOXOHAPHAJIbHHMH NPOCTPaH-
CTBaMH.

Nepunnaima MemMbpaHa Uutonnasma
C—- '
6
HY 1 5 H*
CH
L 2 A
3
CH-L > (H-L

Puc. 45. Mexauwvam pefictBua  (nakto3a, H+)-cumnoprepa ( mo
H. R. Kaback, 1983):

1—6 — nocnenoBsaTenrHocTh cTaf#f mnpouecca; CH u C— — NpoToHHpoBaHHasA
H JenpoToHHpoBawHasi ¢opMH cHMIopTtepa, L — JsakTosa

Kak 6ms0 nokazano M. Kinunren6eprom u I'. PorrenbeproM, kara-
JH3HpyeMOe aHTHNopTepoM nepepacnpenenende AT® u AL auneitHo
3aBHCHT OT Ay, o6pasyeMolt ahixaHHeM. BanuHOMHIHH, paspsikas A4,
YPaBHHBaeT COOTHOLUEHHE aJA€HHHHYKJICOTHAOB CHAPYXKH H BHYTPH MH-
TOXOHAPHH H MeHsleT KHHeTHKY aHTHIIOPTa, B TO BPEMsl KaK HHT€pHILHH,
cHuMamomuid ApH, He BiHsier Ha ykazaHHBle nnapamerphbl. Bce 3TH ¢ak-
THl CBUAETEJLCTBYIOT 00 3JIeKTpOreHHOM xapaktepe ooMeHa ATO/AIID.
Tak kak AT® npu HehitpanbHoM pH HeceT Ha OAHH OTpPHIATEJILHBIH
3apsan 6Gossbine, ueM AIID u HanpaBieHHe AP B MHTOXOHApPHAX Osaro-
NPHATCTBYET BHIOPOCY aHHOHOB, aBTOPH 3aKJIOUHJH, YTO AT®sy?~ 00-
MeHHBa1OTCA HAa AJl®gap®~. ITOT BEIBOA OblJ MOATBEPIKAEH B ONHITax C
NPOTEOJHIIOCOMAMH.

UYucno o6opora aHTHIOpTEpa [AOBOJbHO Majio (oxoJjo 25 B 1 c).
B 10 Xe BpeMs KOJIHUECTBO MOJIEKYJl aHTHIOpTepa B MeMOpaHe ouyeHb
BEJIMKO: OHO cocTaBbJisier oT 5 Ao 129% ot o6mero Geska BHYTpEHHEH
MeMOpaHHI. .

CrneuupHuecKHMH UHSUOUTOPAMU QHTUNOPTEPA CIYXKAT TJIIOKO3H/bI
aTpAaKTUAQT B KAPOOKCUATPAKTUAAT, 3 TaKXKe OOHeKpeKosas KUcAoTa.

AxTHnOpTEp HEOGXOAHM AJISI OTKAYKH H3 MHTOXOHAPHH B IUTOIJA3-
My toro AT®, kotopHiii o6pasyercsi IpH OKHCJIHTEJbHOM ¢ochopHIH-
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poBaHHH. DeKTpoOpeTHUECKHH XapaKTep aHTHIOPTA HYKJEOTHAOB
yepe3 MeMOpaHy 5HepPTrH30BAHHHIX MHTOXOHApPHI o6seruaer Buixon AT
H3 MHTOXOHADHH H BXoA B Hux AIl®. KpoMe Toro, noBhilaercs 1eHa
SHepruH ruAposH3a ATP B uHTO30JI€ H3-3a pPOCTA OTHOIIEHHS
ATO/AD B 3TOM OTceke kieTkH. [locnennee capuraer Bce ATd-3aBu-
CHMBbI€ IIPOLECCH B CTOPOHY HCIOJb30BaHusi AT®. Tem caMniM OKa3h-
BaeTcsi BO3MOXHHIM COBEPLIHTb JONOJHHTENbHYIO PaboTy.

Ecnu okucinTesbHoe ¢ochopuiHpOBaHHE BHIKJIIOYEHO, HANPHMED,
aHa3po6HO30M, TOT Ke CaMhlii MeXaHH3M aHTHIIOPTa INpejOTBpalllaeT
HCTollleHHe TJIHKoJuTHYecKoro AT® Ht+-ATd-cunTasol, mefcTByloled
B o6paTtHoM (ATdazHoM) HanpasjeHHH. UTOOGK BOHTH B MHTOXOHAPHIO,
BHeHHii AT® nosxkeH pBHraThcsi IPOTHB II0JIs, CO34aBaeMOro
H+-AT®a3zHoii peakiiueii.

HurepecHo cpaBHuTh cyOcTtpaTHyo crneuuduuyHocts ATQO/AID-an-
tHnoprepa H H-AT®-cunrasnl. IlepBhlii B3auMogeicTByeT TOJNBKO C
aJlecHHHHYKJIEOTHAAMH, BTOPAas TaKXe H C TyaHHHHyKJIeoTHAaMH. [TosTo-
My I'T®, o6pasoBaHHbii BHYTPH MHTOXOHADHH IIPH OKHCJIHTEJIHLHOM
¢ochopunupoanuu I'’1P, He Moxket, B oriinune oTr AT®, 6uTh Hemen-
JIeHHO OTKaueH aHTHIOpTepOM B LHTO30Jb. CHayaJsia Tpebyercs mepe-
aatbe ¢ocpopun ¢ I'TO® va AP nocpeactBoM Hykjeosuaaudocdar-
KHHAa3bl H JHLIb 3aTeM noJyueHHhi ATO nognexut o6MeHy Ha UHTO-
niasMatHyeckuii AILD.

910 OTHOCHTCA H K cyb6cTpaTHOMY (OCcHOpPHIHPOBAHHIO MPH OKHC-
JIMTEJIBHOM JeKapOOKCHJIHPOBAHHH @-KEeTOrJyTapaTta, IIpH KOTOPOM 006-
pasyerca I'T®. MurubupoBaHue Hyk/eo3uaanpochaTKHHA3K MATPHK-
ca npenorspamaer HCnoJb3oBaHHe [Tdp, BHEMHTOXOHApPHAJIBHHIMH
norpebHTeNIIMH SHEpPTHH.

YkaszaHue B noJabp3y npucyrcrBust AT®/AJlP-anTunoprepa B MeM-
6paHe 060/I04YKH XxJsioporJiacTa OblJIO HeAaBHO moJsydeHo (XK. Youge-
THOPTHCOM U cOoTpyAHUKaMH. OH OKa3ajcs YyBCTBHTEJIbHHIM K GOHTKpe-
KOBOH KHCJIOTE, HO YCTOHYHB K Kap6OKCHATPAKTHJIATY.

Ocobas cucrema nepeHoca aJeHHHHYKJIEOTHAOB OOHAapy»KeHa B LIH-
TOIIa3MaTHyeckoli MeMb6paHe 6akrepuu Ricketisia prowazekii, BHyTpH-
KJIETOYHOr'0 Mapas3uTa 5yKapHOTOB, KOTOPHIH BHI3BIBAET 3MHAEeMHYECKHH
TH}. Baktepusi pacnonaraer H+-AT®a3oi u ¢ nomompo 3toro ¢ep-

MeHta nopuaepxkuBaet ApH Ha cBoeit MeMOpane. AT®, o6pa3yeMbiii
KJIETKOH XO035IHHa, CJYyXXHT JHepreTHuecKHM pecypcoM anst R. prowa-
zekii. Iloatromy antunopt ATO/AI®, ecnu oH obecrieddBaer IOTOK
AT® B 6akrepuio H notok AJL® B Apyryio cTOpoHy, AOJIXKeH OHTL Opra-
HH30BaH HHaye, YeM B MHTOXOHAPHAX, YTOOH o6eclleuHTh I1POTHBOIO-
JIOXXHYIO HalpaBJIeHHOCThb IIpoliecca TPAHCIOPTAa HYKJIEOTHIOB.

Hmnopr AT® 6min obHapyxkeH Takxke y Bdellovibrio bacteriovo-
rus. Ota Mmenkasi 6aKkTepHss — PEKOPACMEH TO CKOPOCTH IBHKEHHs cpe-
JAu npokapuot. ITnniBs ¢ GoJsbioit ckopocthio, B. bacteriovorus yO6u-
BaeT Jpyrde MHKPOOPTraHH3MH], CTAJKHBAfICb C HUMH H IIPpOOHBAas HX
KJeTOyHylo cTeHKy. OkasaBuiucb BHYTPH KJeTkH, B. bacteriovorus
noryioigaer ATQ cBoel xKepTBH.
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5.2.8. Poabr ApH B TpaHcnopTe maKpomoJeKy.

Onxa u3 HauboJsiee HHTPHUTYIOLIHX Npo6jieM MeMOPAHOJOTHH H GHO-
SHEPreTHKH COCTOHT B TOM, KAKHM 00pas3oM GHOJIOTHUECKHE MaKpoOMo-
JIEKYJbl, 4 HMEHHO O€JIKH, HYKJI€HHOBble KHCJIOTH H IIOJHCAXapUAH
nepeHocATCs1 yepe3 ruApo¢oOHHI Gappep compsiraloliux meMOpaH, He
IIPOHHIIAE€MbIH AJIs1 TAKOH HeOOJIbIIOH YacTHIIB, KaK HoH Ht.

TBepao ycraHOBJIEHO, YTO npoyeccel TPAHCNOPTA MAKPOMOAEKYA
npoucxo0ar 6e3 HapyuwleHus YeaoCTHOCTU MemOpaHsl, NOCKOJIbKY Hai-

JIeHO, 4YTO OHH oOecneunBarorcs sHeprueid AuH unaum onHolt u3 ee cocras-
Jasonux. CKOpOCTh TpaHCIOPTa HEKOTOPHIX MaKPOMOJIEKYJ OYeHb BHI-
coka. Kak sicHO W3 nmpenblaymux pasjiesios, BONPOC O MeXaHH3Me TPaH-
CIIOPTa HH3KOMOJIEKYJISIPHBIX COeJIHHEHHH BCe €ellle OXKHIAeT CBOEro pe-
weHus. OfHaKo B psijle ciyyaeB NIEPEHOCUHKH yKe HIEHTH(HIHPOBAHHI,
BBHII€JIEHB H BCTPOEHH B IIPOTEOJIHIIOCOMEL. I/ HEKOTOPHIX H3 HHX
BhHISICHEHA aMHHOKHCJIOTHAsl MMOCJieloBaTeNbHOCTh. [IpHMeHHTE/NBHO K
TPaHCIIOPTY MaKpPOMOJIEKYJI IIEPEHOCUHKH ellle He HAEHTH(HIHPOBAHHI.

Ecau o6cyxnate TpaHcnopt GesiKoB yepe3 MeMOpaHHl, TO 3/eCh HaH-
Gosnee H3yyeHH JBe MOAEJH: HMIIOPT B MHTOXOHADHH (XJIOpONJacThl)
6enKOB, CHHTe3HPYEMHIX B IHTO30JI€, H IKCIOPT H3 OAKTEPHAJLHOH IH-
TONJIa3Mbl GeJIKOB, MpeAHa3HAYAIOLIHXCA AJIsl [epPHIIa3Mbl H BHeIIHeH
MeMOpaHHI.

C npob6nemoii TpaHcropTa GeNKOB TECHO CBsI3aH BONPOC O MEXaHH3-
Me BCTpauBaHus B MeMOpaHy BHOBb CHHTE3HPOBAHHHIX TpaHcMeMOpaH-
HHIX 6eskoB. UTOOH pacno/ioXkHUTbCS HyXKHBIM o6pa3oM B MmemGpaHe,
onpeneJieHHble AOMEHH 3THX OeJKOB AOJKHH Iepeceyb THAPOGOOHHIH
6apbep.

Tpancnopt mMutoxoHapHasibHbIX GesKoB. buoreHes MHUTOXOHAPHI.
Kak npasusno, 6esku, cuHTEe3HpyeMble B IIHTO30J€ H 3aTeM HMIOPTH-
pyeMble B MHTOXOHApPHH, 00pa3ylorcss B BHAE 6oJjiee KPYIHHIX Ipejlie-
CTBEHHHKOB, cOepxkKamux A06aBOUYHYI0 aMHHOKHCJOTHYIO IIOCJe10Ba-
TeJbHOCTb ¢ N-KOHIIA NMOJHNEeNTHAHOH uend. Takas I10ocjien0oBaTellb-
HOCTb, Ha3hiBaeMmasi audepom, moxer uMets Maccy ot 0,5 no 10 k/la.
JlyinHa Jsupepa He KOppeJHPYeT C THIOM «ajpeca», [0 KOTOPOMYy Ha-
npasisercsi OeJOK B MHTOXOHAPHH: B MATPHKC, BHYTPEHHIOIO HJH
BHeLIHIOI MeMOpaHy, B MexMmeMOpaHHOe IpocTpaHcTBo. Kpome Toro,
pasyiuyHble cyObeHHHIIH OJHOrO H TOro e (pepMeHTHOro KOMILIEKCA
MOTyT HMETb JIHAEPHHIC [I0CJIe/I0BATEbHOCTH PA3HOH AJIHHHI.

B psine cnyuaeB BHIsSICHEHA AMHHOKHCJIOTHAS I10CJI€OBATEIbHOCTD
augepa. Tak, aunep cybbenunuun 9 (npoteosunuaa) ¢akropa Fo H3
MHTOXOHJPHII HeHPOCIOpPH cofepxkHT 66 amuHOKHCAOT. OH ropasno
OocHOBHee H 6GoJsiee ruapodHJEeH, YeM caM IPOTeoJIHNHA. JIHAep IHTO-
XpOM C-IlepOKCHIa3bl JIPOXKKEBHIX MHTOXOHJDHH TaKKe 60Jiee OCHOBEH,
HO B OTJIHYHE OT JIHJiepa NPOTeONHIIHAA COAepKHUT FuApodOoOHyI0 nocie-
JIOBATEJBHOCTb H3 23 aMHHOKHCJOTHHIX ocTaTKOB (10 M3 HUX — OCcTaTKH
alaHuHa), KoTtopasi Moryia O6b o6pa3oBaTb TpaHCMeMOpaHHYIO @-CITH-
PaJIbHYI0 KOJIOHHY. Jlujep OpHHTHHTpaHcKapOaMuJia3bi, KAK H B IBYX
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NpeAbAYIIHX caydYyasnx, Oosee ocHoBeH. OIHAKO NpealIeCTBEHHHK acnap-
TaTaMHHoTpaHcdepasn 6oJiee KHCIHI, yeM 3peJibiii 6eJIoK (0 BO3MOXK-
HOli MPUYHHE 3TOro 06CTOSATENILCTBA CM. HHXKe).

B HekoTOphbIX cnyuasx, Korja JHaep OTCYTCTByeT, IOKa3aHO, 4TO
6eJiOK-MpeAIIeCTBEHHHK HMeeT HHYI0 KOoH(oOpMmallHio, ueM 3pebiii Oe-
JIOK. DTO NIPOJAEMOHCTPHPOBAHO, B YaCTHOCTH, Ayisi AT® /AN P-autunop-
Tepa H OJHOTO H3 0esIKOB BHEIIHeH MHTOXOHAPHAJbHOH MeMOpaHh —
nopuHa (puc. 46, cinyuau I u 3). IlokasaHo, yto uHpopManus, HeoGXo-
AMMasi [Jisi HallpaBJIeHHsI CHHTE3HPYEMBIX MOJIEKYJI ATCD/ALLCD aHTH-

notepa BO BHYTpeHHIOIO MemOpaHy MHTOXOHApPHH, 3aKJjioueHa
rae-T0 B INpejesax nepBuXx 115 aMHHOKHCJIOTHHIX OCTaTKOB 3TOTO
Genka.

IlutoxpoM ¢, Takxe He HMeIOLIHH JIHAEPHOH NOC/EN0BATEJbHOCTH,
DPOXOJHT B MexxMeMOpaHHOEe MPOCTPAHCTBO MHTOXOHADHH B BHAE allo-
(epMeHTa H MOJIYYaeT reM TOJIBKO 1O TPUOBLITHH HAa «MECTO CBOEro Ha-
3HayeHHs1» (puc. 46, cnyuaii 2). O6pasoBaHHe XOJOIHTOXPOMA € COIPO-
BOX/JAa€eTC CHJbHBIM KOHOOPMAIlHOHHHIM H3MEHEHHEM, NeJaIoN[HM He-
BO3MOXKHHIM BO3BpallleHHe 3TOro Gesika B I{HTO30JIb.

Bo MHorux ciyyasix mokasaHo, YTO MHTOXOHApPHAJbHble GeJIKH CHH-
Te3HUPYIOTCS1 Ha CBOGOAHHIX IMoJiHcOMaX. TeM caMbBIM TPaHCIOPT 3THX
6esIKOB, HMEIOLIHI, KaK [IPaBHJIO, 3HePro3aBHCHMBIH XapaKTep, AOJKeH
obecrieyuBaTbcsl HEOOXONHMOH 3Hepruedl Ha KAaKHX-TO NOCTTPaHCHs-
IHOHHBIX 3TalNax.

JlocTuruyB Mecra Ha3HaueHHsi, OesIOK-IpeAlIeCTBEHHHK CTAHOBHTCS
00BbEeKTOM HIeHCcTBUS audep-nenTuda3ssl, crneluUIECKOro NpoTeoNHTHYe-
cKoro ¢epMeHTa, TpeOyrollero HOHOB MeTaJlia AJIs CBOEH aKTHBHOCTH.
JIMUIUBIIKHCD JIHAEpa, NpelllieCTBeHHHK NpeBpaniaercs B 3peastii 6en0K.
H3MepeHo Bpemsi KH3HH Ipe[lIeCTBEHHHKOB; OHO OKAa3aJoCh CpaBHH-
TEJbHO KOPOTKHM (1 MWH uJiH jaxKe MeHbllie).

JIJIsST HeKOTOPBbIX MHUTOXOHIApPHAJNbHbIX 6GEJIKOB NOKAa3aHbl ClelHallb-
Hhle pelenTophl, JOKAJH30BaHHbe BO BHeIIHeH MeMOpaHe MHTOXOHI-
puil. I1y3blppKH, NOJyY€HHBEIC H3 BHEILIHEH MHTOXOHApHAJIbHOH MeMOpa-
HBl, CrelU(pHYeCKH CBS3BIBAIOT Oe/KH-NpeAlleCTBEeHHHKH, IpHYEM 3TOT
npouecc He TpebyeT SHEPTHH.

TpaHcnopt anoyuroxpoma ¢, N0 BceH BEPOATHOCTH, CJYXKHT IIPH-
MepoM IIpocTeiluero cnyyasi, Koria BHyTpHMeMOpaHHbI 6esIOK cHaya-
Jla CBSI3LIBA€TCSI C PelenTopoM, a 3aTeM IE€PeHOCHTCH yepe3 BHEILHIOK
MeM6paHy B MexxMeMOpaHHOE NPOCTPAHCTBO He 3aBUCALIHM OT 3HEP-
THH CllocoOoM.

I'opa3no cnoxHee cuTyallus sl APYroro mMexmeMOpaHHOro 6esnka:
AakTardecudpoezerassl OpoxcHesolx MUTOXOHOpuUll (CHHOHHM — ILUTO-
xpoM b.). IlpeniiecTBeHHHK 3TOro BOAOpPACTBOPHMOro ¢epmeHTa Mac-
coii 68 k/la B Buae anobeska cHayaJia CBSI3LIBAeTCSl C PELENTOPOM, 3a-
T€M JOCTHraeT MHTOXOHAPHAJBLHOr0O MAaTPHKCA 3HEPro3aBHCHMBIM o6pa-
30M H TepsieT TaM YacTb CBOE€H JIHMJEPHOH I0CJe]0BaTeJbHOCTH, TAK YTO
o6pa3syercs 6esok maccoit 65 kIa. Ilocnennnii, o6pa3oBaBlinch, BTO-
PHYHO NepeceKaeT BHYTPEHHIOIO MeMOpaHy (HO yXke B IPOTHBOIOJIOXK-
HOM HanpasJyieHHH), YTOOHl IIONAacTh H3 MaTPHKCa B MexMeMOpaHHOe
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npoctpaHcTBo. 3aech 65 KJla-6eJloK CBA3LHIBA€T reM, aTaKyeTcsl MexX-
MeMOpaHHOH JHAep-NeNTHAa30d H YKOpauuBaeTcss elle pas, IpeBpa-
1asice B 3pennit xojodpepmeHt maccoii 58 kIa (puc. 46, cnyuai 7).

AnanoruuHas uenb coOBITHE Ha6JiIOAaeTcsi IPH TPAHCIOPTE YUTO-
xpoma c¢,, 6enka BHyTpeHHeH MeMOpaHb, 60JplIasi 4acTb KOTOPOIO
pacnojioXxeHa Ha BHeIlIHeH MOBEPXHOCTH 3TOH MemOpanbl. [Ipeniuect-
BEHHHK IIHTOXpoMa ¢; Maccoii 35 klla cHauasia nepeHOCHTCS 4yepe3 [BE
MeMOpaHH B MaTpPHKC, YKOpauHBaeTcsl JIHAep-IeNTHAA30H MaTpHKca ¢
obpasoBaHneM 34 kJla-Geska H TPaHCNOPTHPYETCS uUepe3 BHYTPEHHIOK
MeMOpaHy H3 MaTpHKca B MexXMeMOpaHHOe NpPOCTpaHCTBO. 31ech OH
CBSI3LIBAET T'eM H paclielJisieTcss MECTHOH JuAep-NenTHAa3od, paaBas
3peanii xonopepmeHTt Maccoii 31 kIla. Trepro ycraHOBJEHO, YTO SHEP-
rus TpebyeTcsi 10 MeHbllelt mepe nJis Bxona 35 kJlla-npexniiecTBeHHHUKA
B MaTpHKC.

[IporeccuHr uHTOXpOMA €; NOKAa3aH Ha puc. 46, cayyaii 6. Takoi
CJIOXKHBIH MEXaHH3M CTAHOBUTCSH IIOHSITHBHIM, €CJIH INPEANOJIONKHTb, YTO
5HEpPro3aBHCHMHBIA HMIOPT 6eJKOB B MHTOXOHAPHH IPOHCXORHT 4epes
Te MecTa BHyTpeHHeld MeMmOpaHH], rie OHa CJHBAaeTCs C BHEIIHeH MeM-
O6paHoii. B nopo6HOM ciyuae Jyio6oit OeJIOK, TPAHCIOPTHPYIOLIHHCH B
MHTOXOHADPHH 3HepPro3aBHCHMHIM 00pasoM, Ipexie BCEro Inomnajaer B
Matpukc. [TosTomMy npeainiecTBeHHHKY IPHXOAHTCA ABAXKIhl IIepeceKaThb
BHYTpeHHIOI0 MeMOpaHy, 4TOOH JAOCTHYb MexMeMOpaHHOro IIpOCTpaH-
CTBa.

I'. lllany u ero KoJjieraM yAaJioch NOJYYHTb YAJHHEHHOE NPOH3BOA-
HOe HEMHTOXOHApPHAJbHOro 6Gejika — AHrHiApodosaTpeayKTashl, K KOTO-
poil Oblla npHcoeAHHeHA JUAepHAass I0CJAeN0BaTeJbHOCTh IHTOXpOMa

Puc. 46. TpaHcnopT B MHTOXOHAPHM GeJIKOB, CHHTE3HPOBAHHHX B LHTO30Je (MOKa3a-
HH CEMb OCHOBHHIX CJy4aeB, pa3/jMYAIOIIUXCH N0 MEXaHU3MY TPAHCIIOPTA):

1 — nopHH cHHTe3upyeTcsi 6e3 KakoB-JHGO JIHAEPHOM MNOCNENOBATENLHOCTH M NPAMO BCTPAMBaEeT-
¢ BO BHeLIHIO0 MeMGpaHy MHTOXOHAPHH. BcTpamsamue TpebGyeT chepHanbHOro OenKa-peuern-
TOpa, JIOKaJH30BaHHOTO BO BHellHell MeMO6paHe, H COIpPOBOXKJAaeTcs KOHGOpDMallMOHHBEIM fmepe-
XonoM (nopuH * — nopHH). Ilpollecc He HyKJAaeTcs B 3HepPrHsalHH MeMOGpaHEI;
2 — anoUHTOXPOM C COEAHHAETCS C O0COGrIM pEeLEeNnTopoM, JIOKaJH30BaHHEIM BO BHewHelt mMeMmGpa-
He H INepeHOCHTCA B MexxMeMOpaHHoe MNpOCTpaHCTBO. JHeprHsalHd MeMOpaHn He TpeGyeTtcs.
B MexMeMOGpaHHOM MpOCTPaHCTBE anoOLHTOXPOM € CBA3blBaeT reM c o6Gpa3oBaHHEM XOJOLHTOXPO-
Ma ¢, KOTOphIft yiKe He y3HaeTCs pellelToOpOM H He MoxeT MpofiTH yepe3 MemOpaHy;
3 — ATQ/Al®-antanoptep B KoHdopmanun (TIOA*), oriuyHoRt oT ToRk, KOTOpas XxapaKTepHa
INnsi Hero B MeMOpaHe, MEPEHOCHTCSI B MAaTPHKC 9HEPro3aBHCHMHEIM crnoco6oM. [lo HeuaBecTHOR
NpHYHHE B MaTpHKCE NPOHCXOAHT H3MeHeHHe KoHdopMauun THA* — THA. OG6pazoBanumii TIA
BCTpaHBaeTCs] BO BHYTPEeHHIOIO MeMOpaHy. B 3TOM H BO Bcex NOCHTENYIOIIHX CJAy4Yasix TpaHCMNOp-
THpyeMuft GelloK y3Haercs pellenTopoM BoO BHellHeffi MeMGpaHe H TpaHCNOPT NPOHCXOAHT 6e3
MPOMEXYTOYHOrO BEICBOGOXKJEHHs1 6Geslka B MexmeMOpaHHoe NpPOCTpaHCTBO (Mo-BHAMMOMY, OGe-
JIOK NepeHOCHTCH Yepe3 MecTa CIHSHHS BHelnHeft H BHyTpeHHell MeMmGpaH);
4 — npefinecTBEHHHK aJlKOroJbIErHJporeHaskl COJEPKHT JHAEPHYI0 HoclenoBatelnbHocTs M, KO-
TOpasi CNYXHT aZpecoM MaTpMkca. M-AJKOroJmAerHiporeHasa mnepecekaer IBe MeMOpaHEI 3Hep-
TO3aBHCHMEIM crnioco6oM. B MaTpHKce M otwennsiercsi JaHpep-nentenas3ofl H obpasyeTcs 3penast
aJIKOroJIblerHiporeHasa;
5 — nmpepmectBennk cy6pennEROM IV, nHTOXpOoMOKcHAasw (M-umtToxXpoMokcuzasza IV), cHH-
Te3UpYWMHACA B IHTO30JE, TPAaHCNOPTHPYETCA H MpPOLECCHpYeTCHA, KaK H B clydae 4, HO
NMPOAYKT BCTpauBaeTCsd BO BHYTDEHHIOIO MeMOpaHY;
6 — nMpepInecTBEHHHK aloOIHTOXpOMa ¢€; COJEPXKHT cpa3y JABa anpeca: Matpukca (M) u mex-
MemOpannoro mnpoctpasctea (/M). TIpenIlecTBeHHHK BHavaJle TPAHCJIOLUHUPYETCS H MPOMECCH-
pyeTrcsl, KaK H B cJiyuae 4, HO MocJe OTIMENJeHHss M mepexoIuT H3 MaTpPHKCa B MexMeMOpaHHOe
npoctpancTeo. TpaHcnopt TpeGyer 3Heprun. B MexMmemG6paHHoM TpocTpaHcTBe JM-anousro-
XpOM ¢; CBfI3BIBAaET TeM H paculenasieTcs MexMeMOpaHHON JHIep-nenta3off Ha DHTOXPOM Ot
g IM. TlonyuyeHHHIR UHMTOXPOM ¢; coOpOHpyeTcsi Ha BHellHell IMOBEepXHOCTH BHYTDEHHet MeM-
paHkl;
7 — nponjecc MpoTeKaeT, Kak H B cJyuae 6, HO speiablt Genok He BcTpaHBaeTcss B MemOpaRy
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¢i1. YCTaHOBJIEHO, 4TO 3TOT 0eJIOK, OyAyud no0OaBiieHHBIM K CYCIIEH3HH
JAPOXKKEeBbIX MHTOXOHAPHH, NporeccHpyeTcsi B ABa 3Tama c obpa3oBa-
HHEeM HCXONHOH AUrHApodosaTpenayKTasbl, KOTOpPAs OKa3blBaercss B
Me.kMeMOpPaHHOM NpOCTpaHCTBe. 3aTeM aHaJIOTHYHHHA OnbiT ObIJ I10-
CTaBJieH ¢ XHMepHbIM 6enkoM. ItoT 6esiok cojaepan muruapodosiat-
pelyKTasy H KOHEUHYIO YacThb JHAepa LHTOXPOMA (i, JIHIIEHHYIO IIell-
THAA H3 19 aMUHOKHCJOTHHX OCTAaTKOB, KOTOpHIH, NMO-BHAHMOMY, pac-
noJjiaraercss TpaHcMeMOpaHHO H HeoOXxOonuM 1Jisl mepeHoca 6eska H3
MaTpHKca B MexxmeMOpaHHOe NpoOCTPaHCTBO. B 3TOM ciiyuae mauruppo-
¢onatpenykrasa HalpaBJsijlach B MATPHKC H yXKe He IOKHAaJia ero.

B to#i xxe nabopatopuu OblJIH MoJiyyeHH NMPOH3BOAHBIE HHTHAPOGO-
JaTpelyKTaskl, cofepxaline guaep cybrenunuun IV yuroxpomokcuoa-
3vl (pepmeHT BHYTpeHHeli MeMOpaHB) HJIH QAKO20AbO€2UCPO2EHA3bL
(dbepment maTpukca) (pHc. 46, ciiyuau 5 u 4). B coOTBeTCTBHH ¢ Npe-
CKa3aHHeM paccMaTpHBaeMod cxeMHl AHrHApodoJsiaTpenyKTa3a B 000HX
c/Jyyasix HalpaBJsjacb B MAaTPHKC.

CymecTByer o4eHbp Majio JaHHBIX O BCTPAHBAHHH BO BHYTPEHHIOIO
MeMmOpaHy Tex 6e/JKOB, KOTOPHIE CHHTE3UPYIOTCA B MaTpHKce. K 6eskam
3TOr0 THNA OTHOCHTCS HeOoJbllIOe KOJHYECTBO OUeHb IHAPOGOOHHBIX
NOJIMNIEeNTHA0B, NpHHAAJexallux cienywomumM kommnjekcam: HAJIH-
KoQ-penykrase (HECKOJIbKO IOJIHIIENITHAOB HEH3BECTHOH (PYHKIHH),
KoQH ;-uutoxpoM c-peaykraze (uutoxpoMm b), HIHTOXPOMOKCHIa3e
(cyobenununn [—I11) u Ht-AT®-cuntase (cyb6beAuHHIla 9, HIH NPO-
Teosiunun). Bce onu o6pasylorces cpasy B 3pedoii ¢opme. Borpoc o ToM,
Hy>KHa JIH SHEPTHs /I HX BCTPAHBaHHA B MeMOpaHy, ocTaeTcst OTKPHI-
THIM.

Oco6ulit cnyyait npexncrasiasier co6oii cy6penutuna 9 H+-ATQ-cul-
Tasnl U3 MHUTOXOHAPHH Neurospora crassa. IlokasaHo, uTo faHHH Ge-
JIOK CHHT€3HPYeTCs] B I[MTO30JIe, a He B MaTpHKCeE.

M3yyeHue sHeprooGecriedeHuss uMnopra 6€JKOB B MHTOXOHIDHH MO-
KasaJo, YTO 3Hepeus Heobxoouma autlb HQ CTAOUL TPAHCAOKQYUU AU-
depa. OcranpHas (T. e. 66sbiIas) yactb GesKa-npeallecTBEHHHKA MpO-
XOIHT yepe3 MeMOpaHy 6e3 3aTparth 3Heprud. IIpoteosutuueckoe pac-
LeJieHHe NpeIlIeCTBEHHHKA TAKXK€e He 3aBHCHT OT SHEPrHH.

HMuTtepecen Bompoc, B KakOH (popMe NOJXKHA ObITh HEpPrHs,, YyTOOH
TpaHciouupoBate auaep. Hannuue ATD HenocTaTouHO, NMOCKOJIBKY B

orcyrcTBie ApH uMnopr 6eJKOB HeBO3MOXKEH, Jaxe ecJH ypOBeHb
AT® BricOX KaK BHYTPH, TAK H CHapy>H MHTOXOHApPHHA. BeposiTHee Bce-
ro, B OOJIbLIHHCTBE CJy4aeB 3JIeKTPHUECKHH KOMIIOHEHT IIPOTOHHOrO
norexHnnana (Ay) BH3BIBaeT 3JeKTpPodope3 IOJOKHTEJIbBHO 3apsizKeH-
HOfi JTHAepPHOH INOCJeNOBAaTEeJbHOCTH B HallpaBJIEHHH OTPHIATEJbHO 3a-
PAXKEHHOTO MaTpHKca (CM. HHIXKe).

BaxkHbiii BBIBOJ H3 3THX pPacCyXkJeHHH COCTOHT B TOM, YTO MUTO-
XOHOpUs He MoxceT 06pa308arecs camocbOPKol U3 COCTABAAOWUX €€
KomnonenTos. OHa NMPOHCXOLHT TOJBKO OT APYrOH MHTOXOHJIPHH TIO-
NO06GHO TOMY, KAaK KJIeTKA MMPOHCXOAHT OT KJeTKH. Heob6xodumbimM ycio-
BHEM N5 OHoreHe3a MHUTOXOHAPHH cAYyKHT HaJHuHe Ay Ha ee BHyTpEH-
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Heli MeMOpaHne. IlockosibKy HH ONHH H3 (pepMeHTOB, o6pasyouHux A,
He MoOXeT OHTb CHHTE3HPOBAaH CaMOH MHTOXOHIpHeH, BCS IOMyJsIHSA
3THX opraHeJiyl B KJleTKe of6peyeHa Ha rubejb, KOrjga MHTOXOHIPHH
MOTePSIIOT CBOH IOcHeAHHH Ay-00pasywoluid ¢epMeHT, naxe eciu B
1HTO30J/1e OyAeT H3OKITOK Bcex GesKOB-IpeAlIeCTBeHHHKOB.

Bot nouemy Apoxiku, pactyiiye B aHa3pOOHBIX YCJIOBHSIX, COXpAHS-~
IOT 3aMKHyThle MeMOpaHHble MY3HPbKH («IIPOMHTOXOHAPHH»), KOTOpHIE
He colepxaTr AnXaTeJIbHOH LenH, HO cmocOOHH B reHepaunuu Ay 1o-
cpenctsoM obpamienuss H+-AT®-cuHTa3Hl, MO-BHAHMOMY, MPHUCYTCTBYIO-
IeH TaM, XOTS H B oYeHb MaJIOM KOJIHYECTBE.

Tpauncnopr OGaxtepuajbHbix O6enakoB. Desku O6akrepuH, JOKaJH30-
BaHHbHle B [lepHIJIa3Me MJH BHeliHed MeMOpaHe, NOJIXKHH 1epecedyb
BHYTPEHHIOI0O MeMOpaHy, 4To6H NpHOHTE 0 Ha3zHauyeHU10. Kpome Toro,
H3BECTHO, YTO OAKTEPHH IKCKPETHPYIOT HEKOTOpPHE (pepMEeHTH BO BHeL-
HIOKO cpeny. Bce 3TH npollecchl HAIOMHHAKT UMIOPT OEJIKOB MHTOXOHA-
pusiMH. B o6oux ciyyasix TpaHCIOPTHPYEMBIH MOJHIENTHA COAEPKHT
JIOTIOJIHHTEJIbHYIO JIHAEePHYIO MMOCJIel0BaTebHOCTb, TPAHCIIOPT KOTOPOH
TpeOyeT 3HEepPruu.

Heo6xonuMocTh 3Heprusauid MeMOpaHbl clelHaJbHO HCCJEA0BaJH
IIPUMEHHTEJIbHO K IepHIlJasMaTHYyecKuM OeJjikaM, CBSI3BIBAIOLIHM Jieki-
LHH, H30JIEALIHH H BaJIHH, MaJbTO3y, B-J1aKTaMa3y H HeCKoJIbKO 0eKOB
BHelllHeH MeMOpaHHI.

Ilo HekoTOpHIM naHHHIM, AuH Heo6xoauM He TOJBKO HJis IKCIOPTA
onpejesieHHH X O€JKOB H3 IUTOIJIA3MH, HO H AJIS yIAep3KaHHs LHTO-
niasMatuueckux OesikoB BHyTpH OakrtepuaJsbHOH KJeTKH. [lokasaHo,
uTO B 060JI0YKe YCTOHYHBOro K nporoHodopam mytaHra E.coli, xoro-
pHIii BHIpalleH B MPHUCYTCTBHH NMpOTOHODOpa, ob6HaApyKHUBaAeTCs KaKOH-
TO HOBHIH 6eslok Maccoi 42 k/la. Desiok, HaligeHHHH KaK B LHUTOIJIA3-
MaTHYEeCKOH, TaK H BO BHelllHeli MmemOpaHe KJIeTKH, oka3saJicsi puboco-
ManpHHEM ¢pakTopoM ajnoHrauuu T, (EF-T,).

Poar ApH B Tpancnopre O6eJKOB W MX yKjaaake B MeMGpane.

B HekoTophIx ciyuasix HaigeHo, 4Tto ApH unum Ay HeobxonuMbl Ans
NpaBHJIBHOrO BCTpauBaHusa 6esika B MeMOpaHy. BeposiTHO, pocTeA1IHM
pHMepOM TaKOro pojia siBjJieHHsl MOxeT ObThb AYp-3aBHCHMOe 06pa3oBa-
HHe KaHaJIOB B IJIOCKOH (pocOnunuaHOol MeMOpaHe IpH N00aBJIEHHH
NelTHIHOrO aHTHOHOTHKA ajnameTHlHHA. B 3TOM ciiyuae Ay Heo6GXxonu-
Ma [J151 3JIeKTPO(dOpeTHYeCcKOro nepeMenieHHs: 3apAXeHHbIX Ipynmn aJa-
MEeTHI[HHA B MeMOpaHe.

AcHaJIOrJIHKONIPOTEHHOBHII pelenTop H3 MeYeHH H MEeJHUTTHH, aKTHB-
HO€ HayaJio MYEeJIHHOTO A4, BCTPAHBAIOTCSA B MJOCKYI0 MeMOpaHy, TOJb-
KO ecJIH Ha Hee I0aHO HamnpsikeHHe Oosee 20 MB. MenuTTHH — KOpPOT-
KU nonunentus (26 aMHHOKHCJIOTHHIX OCTATKOB), TaK YTO HETPYAHO
IpPEACTaBHTh MEXaHH3M Anp-3aBHCHMOrO BCTpPaHBaHHs B MeMOpany,
BKJIIOYAIOIHH TpaHCMeMOpaHHH 3jieKTpodopes olpeeseHHbIX yyacT-
KOB 3TOH MOJIEKYJIHL.

CyuiecTByeT IIPAaBHJIO, UTO HOAOHUTEAbHO 3APANCCHHbLL OOMEH MEM-
6pannoeo beaka AOKQAUBYETCS HA BHYTPeEHHeLl CTOPOHE, a OTPpUyaTenb-
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HO 3AQPANCEHHbLL — HQ NPOTUBONONONHOLU (BHEWIHe) CcTOpOHe YUTO-
nAA3ImMaTU4eCcKol membpansbl. TOT NPHHIUN NPHMEHUM TaK¥Xe K Mpo-
Leccy TpaHcnopta GesKOB-pe/liecTBEHHHKOB 4epe3 BHYTPEHHIOI MeM-
6paHy MHTOXOHJADHH B HAaNpaBJIeHHH OTPHUATEJIbHO 3apsKeHHOro Mart-
pHKca. JIugepHas IocjiefoBaTeIbHOCTh MHTOXOHJPHAJBHEIX GENKOB OT-
JIUYAeTCs BHICOKOH OCHOBHOCTBIO, TaK KaK COJIEPIKHT HECKOJIbKO I10JIO-
JKHTEJbHO 3apsAKeHHHX aMHHOKHCJIOT.

ITo naunbim H. Ildaunepa u B. Hofinepta, umnopr muroxorndpuaab-
Holx 6enkoe mosceT nodoepxusaTsvCs UCKYCCTBEHHO CO30AHHOL Ay, HO
He ApH. Jlns o6pasoBaHusi Ay K MHTOXOHADHSIM, HarpyxeHHHM HOHa-
Mu K+ 1 uHKyOupyemulM B GeckaJineBoil cpene, 106aBJsiJii BaJHHOMH-
uuH. Jud¢y3nounnii noreHnuan K+ u mopaepKuBaeMmblii 3THM MOTeH-
LHAJIOM HUMIOPT OEJIKOB JIHLIb YACTHYHO CHHXKAJHCh NMPH AO00OaBJEeHHH
pasobuuTensa-nporoHodopa.

CyMMupyst Bce 3TH HaOJIOfEeHHS], MOXKHO 3aKJIOUYHTb, YTO B GeJKO-
BOM TPaHCIOPTe INOJIOXKHTEJIBHO 3aPsIKEHHBIH auAep NoJO0OHO KapHHTH-
Hy y4YacTByeT B IlepeHOce XHPHHX auujoB. O6a oHH, nuIep H KapHH-
THH, HAllOMHHAKT MO CBOEH (PYHKIHH 3JIeKTPOBO3, HCIIOJIb3YIOLIHH
3JIeKTPHYECKYIO TATY, YTOOH Be3TH XKeJIe3HOAOPOXKHKI COCTaB, KOTOPHIH
MHOro GoJiplile ero 10 pasMepy H caM Mo cebe HernoABHIKEH.

B MHTOXOHApHAX HCKJIIOUEHHE H3 NpPABHJA COCTaBJseT acmaprarT-
aMuHOTpaHcdepasa, KoTopass UMIopTHpyeTcs noj AelictBueM ApH, a
He Avy. [IpeninecTBeHHHK 3TOrO 6enka — GoJiee KHCJBIH, yem caM OeJioK.
Moxer OHITb, B JaHHOM CJlydyae KHCJble aMHHOKHCJIOTH, COflepKalliHecst
B JIHIIEPHOH IOC/eN0BATEIbHOCTH, MPOTOHHPYIOTCS NMPH CBA3BIBAHHH C
BHEIIHEeH MOBEePXHOCTbIO MeMOpaHH W NENPOTOHHPYIOTCA [0CJe TOro,
KakK Ju/lep nepecekaer MeMOpaHy H IOSBJsIeTCS Ha BHYTpEHHeH ee
CTOpOHE.

B psine cnyuaeB anst TpaHCIOPTa MAaKpOMOJIEKYJ HeOO6XOAHMBIMH

oka3biBalTcs He ToabKO ApH, HO Takxke u ATD. HUmenHo Tak 06CTOUT
JeJIO NIPH TPAHCJIOKALHH JIUIIONOJHCAXaPHAOB H3 LHTOIJIA3MBl BO BHELH-
Hiol0 Mem6paHy E. coli. Tpaucnopt dpocatuauisTaHolaMHHA 10 TOMY
XKe MapuipyTy TakK¥Ke sBJSETCH IHEepro3aBHCHMBIM, OJHAKO OCTaeTcs
HesICHBIM NPHPOJa 3HEPreTHYECKOTo pecypca.

Henaguo rpynnamu H. Hofinepra u I'. laua (1987) 6blya npone-
MOHCTPHPOBaHA HE06xo00uUMOCTb He TOAbKO AP, HO u ATDP Oan Tpawc-
nopra muroxouopuaavrolx 6esxos. [1o-eunumMomy, AT® tpebyercs Ans
pasBopauuBanus rio6yanl Geska, noasexaumero tpaHcnopry. Mmmopt

6enkoB B xjopomyiacte Hyxkaaercs B AT®, a ve B AuH. Tlpu sToMm
AT® pacuilensisiercsi Ha BHeLIHeH cTOpoHe MeMOpaHbl OGOJIOUKH XJIOPO-
mjacra.

Tpancnopr 6aktepuaabhoin JHK. Her comuenmii, uro npomxeH
CyLIeCTBOBaTh OcOOBIil MOJIEKYJISIDHRI MEXaHH3M, TPaHCIOPTHPYIOIIHHA
HOHK ucpes Mem6paHy 6GakTepHaJbHOH KJIETKH. DTOT IIPOLECC MOXKET
OHITL HCKIIO4YHTeNbHO ObicTpuiM. Tak, ckopocth mepeHoca JHK npu
HHpHLHpOBaHHH OakTtepun ¢aroM T4 pocturaer 3-10° HyKJI€OTHAHHIX
OCTaTKOB B 1 ¢, T. e. otuH HyKJeoTHA 3a 330 MKC. ITO CPaBHHMO CO
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CKOpPOCTBIO IlepeHoca 3JIeKTPOHa No aAblxarenpHoit nenu. [Tepenoc JJHK
IIPH KOHDBIOTAIlHH H FeHEeTHYeCKOH TpaHC(pOpMallUh INPOHCXOAHT He-
CKOJIbKO MeJlJieHHel: cooTBeTcTBeHHO 600 u 55 HYyKJIEOTHAHBIX OCTATKOB
B 1 ¢, uto GosbLIE, YeM CKOPOCTb NepeHoca HYKJaeoTHaoB ATO/AID-
aHutunoptepoM (25 nykneotunos/c). Tpancnopr JIHK wacro conpoBoxk-
JaeTcs IepeHOCOM O0COObiX «IMHJIOTHBIX» OeJIKOB. 3To O3Hauaert, UTo
MeMOpaHy IepecekaioT OOJibLiHe MOJEKyJsipHble Macch. B HEKOTOpHIX
cnyqyasx JJHK nepenocurcs B Bume QBOHHON ciHpaJH.

Poab ApH u AT® B tpancnopte JHK 6binia usyuena JI. JI. I'punio-
COM H ero cotTpyAHukamu. HaligeHo, B 4yacTHOCTH, UTO HCTOLIeHHE (hOH-
da sHyrpukaserounoeo ATP npu unkybayuu ¢ apceHaTom He TOPMO3UT
HU 2eHeTuyecKoU Tpancgopmayuu, Hu cnocobroctu bakreputi unguyu-
posarscs hacom T4. C Apyroi CTOPOHB,, KOHBIOTALHS TOPMO3HUJIACH

apcenartom. Ilpu 3Tom okasanoce, uto ApH Heobxoduma so scex Tpex
cayuasax tpancnopra /IHK. B uvactHOocTH, 3TO OBIJIO [OKasaHo MAJs
TpaHchopmauuu B. subtilis, unuuupoaunust E. coli parom T4 u KOHD-
IOralHH.

[Toznnee 3Ty HaOJsroneHUs OblH NOATBEpPXKAEHH B ApYyrux Jsabopa-
topusax. Tak, b. bpemMep u coTpyaHHKH HauIH, YTO BbI3BIBAIOIIHH
tpauchopmanuio nepesoc JHK B knerku B. subtilis vnu Haemophi-

lus influenrae 3aBucut ot ApH, npuuem s¢pdextuBHn 1 AP, u ApH.

b. Jlabenan u cotpynHuku noarBepauiay, uto AuH Heob6xonum nns uH-
¢uunpoBanus ¢aroM 74, HO, O HX MHEHHIO, NEHCTBYIOILHM KOMIIOHEH-
TOM cnyXHT Ay, a ApH He 3¢pdektuBen. I'pynne b. Jlabenana He yna-

JIOChb NOKa3aTb HeoOxoaumocTe ApH ans uHbuuupoBanuss ¢arom To.
Tpaucnopt 1HK ¢ara A B E. coli TakKe 0Ka3aJsCsi 3HeproHe3aBHCHMBIM
IPOILECCOM.

CkyaznbiBaeTcst BrieyatjieHue, 4To GAKTEPHH pacroJiaraloT pasJiuy-
HBIMH MexaHH3MaMu nepeHoca ¢aroBoii JJHK uepes mem6pany.

B npoueccax, korna ApH HeobxonuMa, oHa MOXKeET CIyXuTb JHOO
JBHKYILEH CHJIOH TpaHCIOpTa, JHOO ero peryJsiTopoM, onpenessolim,
HanpuMmep, NMPaBHJIbHYIO OopHeHTalulo TpaHcnoptupyemoii JIHK wiu
JIHK-6esk0oBOro KoMmIniekca.

[Toutn Her naHHbIX 00 3HepreTHke TpaHCMeMOpaHHOro MepeHoca
HYKJIEeMHOBHIX KHCJIOT B 3YKapHOTHYECKOH KJieTKe. MHorooGeulaimum
npencrasJasercs usydeHue nepesoca JHK u PHK uepes BHewHiow
MeMOpaHy 3yKapuoTt. [lpyras uHtepecHas npobJyeMa — 3KCnopt uHdop-
maunoHHoit PHK u3 sinpa B uuronsasmy.

5.3. Mexanuyeckass paGora 3a cyer AuH:
JABHXKeHHEe OaKTepui

B TeueHHe NJIUTENIBHOTO BpPeMEHH MOJIEKYJSpHBIH MeXaHU3M Mexa-
HHYECKOi1 pabOThl KHBHIX OPTaHH3MOB ACCOLUUPOBAJIH HCKJIOUHTENbHO
¢ ATdaszaMu aKTOMHO3HHOBOrO THIIA. BHLIO 10Ka3aHO, YTO aKTOMHO-
3uH-IoA06HBe ATPa3H OTBeTCTBEHHH He TOJILKO 32 MHEIIIeYyHOe COKpa-
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HieHHe, HO U 32 NOABHXKHOCTb CIIEPMATO30HI0B, HEKOTOPBIX PAaCTEHHI,
rpuboB H NPOCTEHIIHX, a Tak¥Ke 3a ABHXKEHHE OIpeAeJIeHHbBIX BHYTpPH-
KJ1eTOYHBbIX CTPYKTYp. B uactHocTH, AT®-3aBHCHMBEIH MeXxaHHU3M MPH-
BOAHT B ABHKeHHe (Jaressibl, HWIH XI'YTHKH, 3YKapPHOTHYECKHX KJIETOK.

Korpa craso sicHo, 4yTo ABHKeHHe OakTepHii 0O0yCJIOBJIEHO Bpalle-
HueM ¢Jiaress, NpocTellliass TPAaKTOBKa MexaHu3Ma 3toro 3¢dekra, Ka-
3aJioch, COCToslJ1a B NnpeAnojoxeHun o6 ATd-3aBucHMoM xapakTepe H
3TOro THna MexaHnyeckoH pabornl. OnHAKO Bce NONBITKH OOHAPYXHTh
AT®a3Hyl0 aKTHBHOCTbh NPOKAPHOTHYECKHX (pyiaresi1 ObIJIH THETHHIMH.
Kpome Toro, BHISICHHJIOCH, YTO CTPYKTYpPBl IMpPO- H 3YKapHOTHYECKHX
¢naresn coBepuleHHO pa3JjHuYHbL. IIpHHIMNHAJBHO APYTHM OKa3aJics

MexaHu3M ABuKeHus1 Gakrepuil, ucnosnsyoiuii sMecto AT ApH (B
psine cnydyaeB AuNa —cM. pasn. 7.2.2).

5.3.1. CtpyKtypa aareiaynsipHoro moropa
GakTepuii

Tunnunasn graeesnra 6axrepuu cocrour u3 guramenta 1 6a3046HO-
20 Teaq, 3aKpenyieHHOro B KJIETOYHOH cTeHKe. PUIaMeHT MpeAcTaBJisieT
co0OOH KecTKyI0 JIeBYI0O CIHpPaJib B HECKOJbKO MHKPOMETPOB MAJHHOH
(uHoraa mo 20 Mxm) u 12—20 uM B nuaMerpe. OH MOCTPOEH H3 CTPYK-
TypHoro 6enka (pJiaresiyinHa, MOJIEKyJsipHasi Macca KOTOPOro y pasHhbIX
BUAOB Kosnebsercs oT 25 no 60 k/la. Hukakoli ¢epmMeHTaTHBHO! aKTHB-
HocTH y ¢daarennnHa oOHapyKHTh He yaaJjock. MoJsiekyanl daarenniuna
B ¢HnaMeHTe ylakoBaHbl TaKHM 06pa3oM, 4YTO NOJy4YaeTcss moJias
TpyOKa.

dunameHT 0OBIYHO KpenuTcsl K 6a3aJbHOMY TeJly 0co00it H30THYTOH
CTPYKTYpOH, Ha3kiBaeMoii xprokom. D10 TPyOKa HECKOJILKO 60.Jibiiero
IuaMerpa, ueM ¢unameHt. baszaabroe Teao cocTour u3 CTEPIHCHA, CO-
YNEHEeHHO20 C KPIoKom, u uerobipex (unoela Tpex uau 08Yyx) OUCKOS,
Kak Obl HacaxKeHHHX Ha crepiKeHb. Jluamerp crepxHs oT 8 mo 12 HM,
AuckoB — 18—33 M (puc. 47).

Jucku ob6o3nauarrcss 6ykBamu L, P, S u M, npuuemM nocjaenHuii H3
HHX JIOKaJIH30BaH B LIMTOIJIa3MaTHUYecKOii MeMOpaHe Gakrepuu. B nu-
ckax Salmonella typhimurium oGHapy»eHB cjaeaywoLiHe GeJKH:
27 xIa (L), 38 (P) u 65 xlla (M). BeankoBulit cocTaB S-AHCKa HEH3-
BecreH. KpoMe 3Tux 6esIkOB 6a3ajibHOE TeJO COAEPKHT TaKke GeJKH
¢ Maccoit 60 kla (couneHeHHe uiaMeHTa U Kploka), 42 (Kpwok), 32 u
30 (crepxenn), 16 u 14 klla (nOKanu3auMs HeH3BeCTHA) H, BO3MOXKHO,
HEeKOTophle ApYTHe.

HMHorpa B 6akTepuaJbHOH CTEHKe BHAHBI KOJblia ropasao 6oJbLIEro
Auamerpa, 4yeM AMCKH 6asajbHOro tesja. Mx Het B npenaparax OYHLIEH-
HbIX 6a3anbHBIX TeJl. MOXKHO NpeANnoONIoXKHTh, YTO 3TH OOJBILHE KOJbLA
SIBJSIIOTCS] KOMIIOHEHTaMH «CTaTopa», B TO BpeMsi Kak 6a3ajibHoe TeJso
€CTb «POTOPHAs yacTb» ¢Jare/JIsipHOro MOTOpa.

INokasano, uto ¢uaMeHT coBepllaeT He OueHHe, a HCTHHHOe Bpa-
uratesibHOE [ABHXKEHHEe BAOJb cBOel AJHHHOH ocH. H3-3a Toro, uro ¢u-

170



JaMeHT OGHIYHO NpeAcTaBiaseT co6oi JieBylo cliupasb, ¢Jaresia, pac-
NOJIOXKEHHAas1 C3aJM, TOJIKAeT KJIETKY NpH BPALU€HHH IPOTHB 4aCOBOMH
crpesikd. Bpaluenne nmo yacoBoi cTpeJsike TSIHET KJETKYy B IPOTHBOMNO-

Prnamenr
Kprok
10 1M
SrewHnna vembpana mm
MenTUROTNIOKZHO-  xoexmrr CrepxeHb > BaszanbHoe reno
BbliA CNON
S -
uMTOI'Il'IaZ\MaT.NECKaﬂm konbuo
membpana M - vonbyo
P

Puc. 47. Ctpykrypa 6asaibHOro tesa GaktepHalbHBIX ¢arensn (Ha DpH-
Mmepe E. coli) (no J. Adler, 1975)

JIOXKHYIO CTOPOHY, H OHA ABHXKeTcsl ¢yaresol Bnepel. H3BecTHH 6ak-
TEepHH, HUMEIoLHe MHoro ¢Jarens, Kkak, HanpumMep, E. coli. Bpauienue
¢aareqan E.coli npoTuB 4acoBOH CTpPeJKH MNPHBOAHT K TOMY, 4TO BCE
OHH KakK OBl CIJIETAIOTCS B XTYT, BpalleHHe KOTOporo O06yCJOBJHBAaET
nocrynarejbHoe ABH>KeHHe KJeTkH. [Ipu BpalleHuHn o 4acoBOi cTpei-
Ke XI'yT paciJjeraercs, (pjarejjiol BpallaloTC He3aBHCHMO OoAaHa OT
Lpyroi, U KJeTKa oCTaHaBJHBAETCH.

5.3.2. AEH Bpawaetr porop ¢iaressipHOro
MoOTOpa

Eue B 1956 r. Il. MuTtyes OTMETHJ NMPHHLHUNHAJNBHYIO BO3MOXHOCTb
TOro, YTO HOHHBIH rpaJHeHT MOXKeT BBHI3BATh ABHXKeHHe GakTepHH. DH-
JIO BbICKa3aHO NpeAnoJiokKeHue, utTo OaKTepHaJbHAsA ¢Jaressa urpaer
POJIL THFAHTCKOTO HOHHOTO KaHajna. BnocneacTBHH 3Ta KOHKpeTHast
cxeMa Obljla OCTaBjeHa Ha OCHOBAaHHHM pacueTa, MokKa3aBllero ee Hes(-
dekTHBHOCTL. TeM He MeHee ofulasi Waes JIOKOMOLHH, NOJJEpKHBae-
MOi1 5Heprueil HOHHOIO rpajJiHeHTa, MoJyyHja 3KCcrnepuMeHTalbHoe MOoA-
TBENXKJEHUE.

"B 1974 r. Ix. Aanep u ero KoJuierd HaGJOfaNH JBHXKEHHe MyTaH-
ta E.coli, iuIIeHHOro cnocOGHOCTH K OKHCJHTENbHOMY (hochopHIHpO-
BaHHUIO. MyTaHT 6blJI MOABHKEH B YCJOBHSIX AKTHBHOIO JBIXaHHUS, XOTH
OHO He MOrJio GHITh compsixeHo ¢ cHHTe3oM AT®, ypoBeHb KOTOpPOro
NOAAEePXKHBAJICH TJHMKOJH30M. BoJiee Toro, cHjibHOE yMeHbLIEHHE KOH-
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nentpanud AT® B KiieTke He CHHXKAJNO CKOPOCTH ABHXKEHHsI MyTaHTa.
Knetkn o0e31BHKHBAJNUCL NIPH R06aBJEeHHH Pa300IIuTeIs.

B 1975 r. pa6oraMu aBTOpa H €ro COTPYAHHKOB GbLIO MOATBepKIe-
Ho Habmwonenne J[. Aanepa, XOTs HCCJACAOBAHHS TMPOU3BOAHJIH HA
6aktepun Rhodospirillum rubrum, secbMa orpanaeHHoit ot E.coli no
CBOEMY CHCTEMAaTHYeCKOMY mnoJioxkeHH10. Kak okasasoch, H B 3TOM CJy-
yae CKOPOCTb [ABHXeHHs1 He KoppesHpyeT ¢ ypoBHeM ATD. B To xe Bpe-
Msi Ha6J04aJi XOPOLIYIO KOPPeJAllHIoO ¢ BEJIHUHHOH MeMOpaHHOro Imno-
TeHUHaNa, o6pa3yeMoro (poTocHHTETHYECKOH peaokc-nenno. Ha ocHoBe
3THX AAHHBIX GBUIO CAEeJIaHO 3aKJIoueHHe, yto dsudcerue Rh. rubrum

noddepscusaerca snepeueti ApH, a ne AT®. B manbHeiilieM B rpynime
aBTOpPa W ABYX APYrux jnabopatopHsax ObIJIO MMOKA3aHO, yTo OGaKTEpHH,

HenoABHXKHEIE B YCJOBHSAX, KOraa reHepauuss AuH ecrectBeHHRIM my-
TeM Oblia HeBO3MOXXHA, Ha HECKOJIbKO MHHYT BHOBb MPHOGPETaIoT Io-
IBHXKHOCTb, €CJIH Ha HX MeMOpaHe HCKYCCTBEHHO co3aaercsi AYPp HIH
ApH.

¥ B. subtilis nonBuxxHocTh nosBasanacb npu ApH okono 30 mMB;
CKOpPOCTb IIBH2KEHHS Bo3pacTaJa npH nosbluieHHd AuH 1o 60 MB. Jlanb-

Hefilu# poct ApH He Bauss Ha ckopocthk. ¥ E. coli Takxke 6bi1 oOHA-
pyKeH Mopor, HH¥Ke KOTOPOro GaKTEPHH OCTAaBaJIMCh HENMO[ABHKHBIMH.
OnHako Bo3pacTaHHe CKOPOCTH ABHXKeHHs1 Hab6/0Aaj0oCch BHJIOTH [0

BeauuuH ApH nopsinka 200 mB.

MakcuMasibHble CKOPOCTH ABHIKEHHs Pa3JIHUaIOTCsl Y pa3HbIX BHIOB.
Hau6onvwass BenwuuHa: 140 mgm-c! monyueHa pasi Bdellovibrio
bacteriovorus.

Jpyrue 6axrepuu 06bluro 08uHYTCcA €O ckopocToio 20—30 mrm-c—1,
Ckopoctb BpauieHus ¢aarennn o6bIYHO KoJiebyeTcss B mnpenejnax 5—
50 o6opotos/c, nocrurasa 150 o6oportos/c y E. coli B ycnoBusiXx, KOraa
6a3aJsibHOE TeJO BpallaeTcs NpakTHyecku 0e3 HarpyskH.

BaxxHasi oco6eHHOCTD (pJj1areslsIIpHOrO MOTOpPAa — €ro  CNOCOGHOCTS
spawjats harazesnry KaK no 4Qacos8oli cTpeske, TaK U NPOTUB8 Hee npu

HeusmenHou nanpasasennoctu ApH. TlepekmoyeHue ¢ oaHOro Hampas-
JieHHs BpallleHHs] Ha [pyroe KOHTPOJHPYeTCs CHCTeMOH Takcuca. JJo-
6aByieHHe peresieHTa BhI3LIBA€T CMEHy HanpaBJieHHsl BpalleHusi: ¢Ja-
rejijia, BpaulaBlUasics NMPOTHB 4YacoBoO# CTPEJKH, HAUHHaeT BpaullaThcs
110 YaCOBOH CTpeJIKe.

OaHuM u3 MapaMeTpoB, H3MepSieMBIX CHCTEMOH TaKCHCa, CJAYXKHT
ApH. Takum o6pasoM, AuH okasniBaeTcss He TONbKO ABHXYIIEH CHJIOH,
HO M PeryJigTOpOM HarpaBJieHHs] BpauleHHs poTopa. DTOT (paKT CHIBLHO
OCJIOXKHSAET H3ydyeHHe MexaHu3Ma paborsl paarensspaoro motopa. I1pe-
0J10J1eTh 3aTPyAHEHHEe Y1aJI0Ch ABYMSI PA3JIHUHBIMH MYTAMH.

B pa6orax I'. Bepra u coTpynHHKOB OBl HcCJI€N0BAH MOJABHXHBIH
MyTaHT CTPENTOKOKKAa, Je(deKTHH 1o cucteMe TakcHca. (KasaJgoch,

yto H3MeHeHHe HamnpaBaeHuss ApH, uckyccTBeHHO co3naBaemoii Ha
MeM6paHe MyTaHTa, NIPHBOAMT K H3MEHEHHIO HalpaBJIeHHs BpalleHHs
dnarennnl. 10T 3pGdEKT CAYKHT CHIABHBIM [JOBOJOM B NOJb3y KOH-
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nenuHH, paccMarpuBatomedi ApuH B kayectBe TOH (JOPMH 3HEPrHH, KO-
TOpasi HelmoCpeACTBEHHO noTpebJasieTcst ¢JareansipaelM MoTopoM. Kpaii-

He MaJjoBeposiTHO, 4TOOH o6paTHasd AuH BhI3mBana BpauleHue B Ipo-

THBOIOJIOXKHYIO CTOPOHY, ecnin Mexay AuH u mMoropoM ecrthb Kakoi-
Ju60 HHTepMEJHAT THNA BBICOKOHEPreTHYECKOro CoelHHEeHHS.

I pyroi# moaxon Obln npuMeHen M. Diizen6axom u JIkK. AnsepoM.
Asropnl monyuunu «reHu» knetok E.coli w Salmonella typhimurium,
coxpaHswlHe 0060JOYKY M ¢Jyare/uibl, HO JMINEHHBIE IMTONJAa3MHI.
«TeHU» NPHKPENJSJIM K CTeKNy, NOKPHTOMY aHTHTeJaMH K ¢Jaren-
JIUHy. B pe3yJsibTaTte npukJieeHHasl K CTeKJNy (aareijia BMeCcTe CO CBOUM
POTOpPOM OKasmlBaJjiach IIPOYHO 3aKperyieHHOH. B 3THX ycsoBHAX BKJIO-
YeHHEe MOTOpPa NPHBOAWJIO K BpPAIlEHHIO CTATOPA, a C HUM H «TEHH»
6GakTepHaJbLHON KJIETKH, BHcsilell Ha ¢uaaremne. Hcnonab3ys Takyio
CHCTEMY, JIHIIEHHYIO LIHTOIJIa3MaTHYECKOH CHCTEMBl TaKCHCa, aBTOPH

HallTH, YTO KaK AblXaHHe, TaK H HCKyCCTBeHHO co3nanHas ApH ecre-
CTBEHHOr0 HaNpaBJIEHHS MOJAJEPKHBAIOT BpalleHHe TMPOTHB YacOBOH

crpenky. K coxaneHHio, HCKycCTBeHHO co3fanHas ApH o6parHoro 3Ha-
Ka BpallleHHsl He BHI3bIBaJIa, 4YTO, 10 MHEHHIO aBTOPOB, GBIJIO CJIEICTBH-
eM HeoOpaTHMOro MoBpeXAeHHs MOTopa.

B rpynne I'. Bepra Ouisiu Hccsie0BaHH HHTAKTHbBIE KJIETKH CTPENTO-
KOKKa, NMpHKJeeHHHe ¢aaresnaMu K crekay. HMckycerBennyio Ay cos-
JAanu nepeHocoM Kt no KOHUEHTPAUHOHHOMY FpajHEeHTy B IIPUCYTCTBHH
BaJHHOMHLHHA, a HCKyccTBeHHYI0 ApH — noakuciendHeM uad noaie-
JlayiBaHUeM HHKYOallHOHHOH cpejbl. BaxHeHuil pe3ysawTar, HOJyYeH-
HBIHl aBTOPaMH, COCTOUT B TOM, UTO 8PQU{ATENbLHLLI MOMEHT (haa2ennrap-
HO20 MOTOPA NPAKTUYECKU He 3A8UCUT OT TeMneparypvl 8 UCCAe0o8aH-
Hom uHTepsane or 38 do 4°C.

Ilo Bceit BeposiTHOCTH, pa6oTa MOTOpPa MPOUCXOAHT 6e3 KaKHX-JHOO
KOH(pOpMAallHOHHHIX M3MEeHeHHH 006pa3youiHx ero 6eJKOB HJH APYTHX
COOBITHIi, CONYTCTBYIOLIUX (pepMEHTAaTHBHOMY KaTaJIH3y, KOTOPHIH Bcer-
Ja CHJIbLHO TODMO3HTCA NPH TAaKOM 3HAYHTEJbLHOM CHHXKEHHH TeMIiepa-
TypH. KpoMe TOro, MoXHO 3aKJIOYHTb, YTO POTOP NPSAMO He KOHTAKTH-
pyet ¢ aunuaHoi ¢asoii. H3BecTHo, 4TO TeMmepaTypHEIH CABHI TaKOro
Macwtaba, kak B onutax I'. Bepra, TOpMO3HT naxe cTOJb NPOCTOH
npoiecc, KaxK IposejeHHe NPOTOHOB Yepe3 JHOHAHYI0O MeMOpaHy HH3KO-
MOJIEKYJIIPHBIMH pa3o0uuTenssMH-IpoTroHoopaMu. [lpyroit dbakrt, oT-
JUYAUIHH MOTOp OT ¢epMeHTOB-IIepeHOCYHKOB HOoHOB Ht,— oTcyrcT-
BHe H30TonHOro a¢¢dekra npu 3amene HyO nHa D,0.

5.3.3. Bo3amoxHbiit mexanusm Ht-motopa

B 1978 r. aBTOp M COTPYAHHKH NPEANOKUIH MEXaHU3M YCTPOHCTBa
IIpOTOHHOrO MOTOpa GakTepwii, H306paxeHHblli Ha puc. 48. CorsacHo
3TOi1 cXeMe posib poTopa Hrpaer nochenHuit auck (M), mockosbKy 3TO
€JHHCTBEHHBIiI KOMIIOHEHT 6a3aJbHOro Teja, JIOKaJH30BaHHLIH TaM, rie

ecTh nAﬁH, T. €. B HHUTONJIa3MaTHUYeCKoi MeMmOpaHe.
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M-Ouck npeacraBasier co6ofi MAeaNbHBIA HUIHHAD [AHAMETPOM OT
10 10 30 HM H BBICOTOH MOpsiiKa 5 HM; 110 HEKOTOPKEIM JaHHKIM, OH CO-
craBJieH 3 16 6eNIKOBRIX cyObeHHHLL.

IIpeanosaralor, 4To B TOH Ke MeMGpaHe 3aKpelJieHsl onpeaeseHHble
KOMITOHEHTH cTaTtopa. B cratope HaxoauTcsi ABa MPOTOHHBIX «KOJIOA-
1a», KaxKAKH H3 KOTOPHX IepeceKaeT YacThb TOJUIHHB MeMOpaHbl. Ha
AHE BXOAHOrO «KOJIOAUA» pPacloJioXeHa NPOTOH-aKLUEeNTOpHAas rpymnmna
X, npuHaanexamasi poropy, T. e. M-qucKy (3To MOXKeT 6BITb, HaNpH-

L
N\

Puc, 48. BosmoxHoe yCTpOHCTBO NIPOTOHHOrO MOTOpa GaktepHii (O6bACHeHHS CM. B
TeKCTe)

/_/+
|

HapyxHan cTopoHa

.

Lnronnaama-
THYecKaRn
membpana

M-Ouck

BHyTpeHHAs cTOpoHa

H+

Mep, NHy-rpynna ocratka susuHa Genka, o6pasywouiero M-auck). Ilo-
SIBJIEHHE TOJIOXKHTENBHOrO 3apsiia Ha X NpH ero NpOTOHHPOBAHHWH BbI-
3bIBAE€T KYJIOHOBCKOE MPHUTSAXKEHHE 3TOH TPYNNH K APYrod MNpOTOH-aK-
LeNnTOpHO# rpynne Y~ (HanpuMep, HOHH3HPOBAHHOH KapO6OKCHJIbHOH
rpynne nukapOoHOBOH aMHHOKHCJIOTH, NpHHaAJeXaunled GEJKy CTaTo-

+
pa). IlpuTsixKeHue NpuUBOAUT K BpauleHHI0 M-avcka u c6auxenuio XH
4

u Y~ Ilepenoc npotoHa or XH k Y~ u nanee B nuronnasMmy no BHIXOA-
HOMY «KOJIOALY» 3aBepluaeT LUHKJA. Tenepb Apyroii HoH Ht u3 mepu-
nJa3Mbl MOXKET MPOTOHHPOBATH CJAEAYIOLLylo rpynny X, 3aHsABLIYIO Me-
CTO Ha JHE BXOJHOT'0 «KOJIOALA».

CxeMa npeamnogaraer, utro Ha nepudepun M-mucka pacnosoxKeHa
IJIMHHAs nenb rpynn X, Tak 4To oAHH o6opor M-aucka conpoBoXiaa-
eTcsl mepeHocoM O6OJIbIIOrO0 YHCJIa MPOTOHOB H3 NEpPUINIa3Mbl B I[HTO-
nya3my. Ilo pacuery I'. Bepra, onuH o60opot poTtopa TpebyeT nepeHoca
okoso 200 uonos H+ uepes MeMGpaHy B LUTONJIA3My [0 rpajHeHTy
ApH=200 MB. B pamkax cxeMbl, Moka3aHHO# Ha puc. 48, 3T0 0O3Ha-
yaert, 4To yucyao rpynn X Ha M-nucke gosmxHo G6eiTh nopsaka 200. Io-
CKOJIbKY panuyc M-aucka o6bluHO cocraBasieT okono 10 HM, paccrosi-
HHe MeXXAy ABYMSI COCEAHHMMH rpynnamMu X oKashlBaeTcssi InOpsjKa
0,3 uMm. KoanuuectBo rpynn X OyldeT MEHBIUHM, €CJIH B cTaTope colep-
JKHTCS HE OIHA, a HECKOJIbKO Nap BXOAHHX H BBIXOAHBIX «KOJIONLEBY.

Kak ye orMmeyaJioch BHIe, BO ¢Jare/JJsipHOM MOTOpe NpeaycMoT-

174



peHo MepeKJ/JIoUeHHEe HallpaBJ€HHsA BpallleHHsi pOTOpa IpH HEH3MEHHOM

3Hake AuH. UTto6H OGBACHUTH 3TO CBOHCTBO MOTOpA, HaAO JOMNOJHHTH
cxeMy Ha puc. 48 ycTpOHCTBOM, MEHSIIOIIHM TOJIO}KEHHE MPOTOHHHIX
«KOJIO/IIleB» OTHOCHTENLHO POTOpa TakKUM 06pa3oM, YTO B OJHOM IOJIO-
3KEHHH IMepeHOoC NMPOTOHOB BpalllaeT POTOP IO YacOBOH CTpesKe, a B
JApYroM — IpPOTHB.

JIBH)KeHHe MPOTOHOB IO «KOJOALAM» SABJSAETCS, BHAHMO, YHCTO (PH-
3HYECKHM IIpolLeccoM, cyas N0 ToMy ¢akTy, 4To pabora MOTOopa He 3a-
BHCHT OT TeMIlepatypbl. 310 MOXeT ObITh AuPPy3us uoHoB Ht uau
H3;O0% no o6BoaHeHHOH Mope, HJIH UX MHUTpaunus BAOJb 1leOYKH MOJie-
KyJ CBs3aHHOH BoAHl, MO0 3cTadera no 3akpenyieHHHIM B Oesike Mpo-
TOH-aKUEeNTOpPHHIM rpynnam, He Tpebymromasa KOHGOpMaLHOHHHIX H3Me-
HeHUNl OeNIKOBOi MOJIEKYJIHL.

5.3.4. AuH-3aBucumas MOABHXHOCTL NMPOKAPHUOT,
He cojepxauux ¢yaren, 1 BHYTPUKJIETOUHBIX
OpraHeJiu

JKcrniepHMeHTHI, NpoBeJeHHBe B JaGopaTOpHH, PYKOBOAHMO#H aBTO-
pOM, NOKAa3aJy, YTO CKOAb3AUjee OBUNEHUE TPUXOMOB8 MHOOKACTOUHbLY
yuanobakrepuii Phormidium uncinatum no nosepxHOCTU NOOAOXHCKU

noddepacusaercs snepeueidl AuH, a ne ATD. Takoe 3akioueHHe OBIO
CHeJIaHO Ha OCHOBAHHM HHTHOMTODHOTO aHAJIH3a CKOJIbXKEHHs, KOraa
SHEprusi MocTaB/sANach (POTOLENbIO, JHIXaHHEM HJIH TJIMKOJH30M. B Tex
e onblTax GBHJIO MPOJEMOHCTPHPOBAHO ABHIKEHHE TPHXOMOB IIPH CO3-
JaHUH McKyccTBeHHHX AYp uau ApH B npucyrcrBun JILIK], 6nokupo-

BaBuiero o6pasoBanue AT® 3a cuetr ApH.

Ph. uncinatum e copepxur ¢daarenn. [Ipeanonararor, 4To Ux ABH-
JKeHHe HeKOTOPHIM 06pa3oM CBsA3aHO ¢ ¢UOPHIJIAMH, JIOKAJTH30BaHHH-
MU MOJ BHelllHeii MeM6paHoil Tpuxoma. Eciau 3To melcTBHTENBHO Tak,

TO (PUOPHIIIE NONXKHH OBITh coeguHeHH ¢ Hecyuied AuH uuronnasma-
THYECKOH MeMOpaHoOH KJeTOK, 00pa3yIoluX TPHXOM.
B nutepatype MOXHO HaHTH yKa3aHHe, YTO CKOJIb3sillee ABH:KEHHE

6akrepuun Flexibacter Takxe noanepxusaercsa ApH.
B TO e BpeMmsi cKoJb3silee NBHKEHHE TKAHEBHIX Mapas3uTOB XKH-
BOTHHEIX (MHKOIJIa3M) u pacTeHUH (cmupomiasM), BepOSTHO, He 3aBHCHT

ot ApH. ¥V 3Tux 6akrepuii OTCYTCTBYIOT He TOJBKO (pJjiaresiiel, HO H
KJeTOYHAasl CTeHKa, TaK YTO OHM OTHEJIeHbl OT cpeAbl OJHOH TOJIbKO
LIHTOM/Ia3MaTHYECKOH MeMOpaHOH. JIBHXXeHHe nNapa3dUTOB 0Kasajoch
ycroituuBeIM K npotoHopopy (1 MM  aunutrpodenony). CxosbxkeHHe
Spiroplasma NOJHOCTbIO NMOAABJNAJOCH UHTHOMTOPAMH [JIMKOJH3a H
JLIK/I. Bonnpoc o aBuxyuieii cujie mpouecca CKOJbXEHHS OCTaercs
OTKPHITHIM. FIM Mor 6H 6bITh MH60 AT®P, nu6o AuNa, m1u60 Kakoii-HH-
Oyab Apyroii HOHHBIH rpaiHeHT.

Hurepecnoe HabiaioneHne Obl10 ony6iuKoBaHO HenaBHO XK. Yorep-
6epH H COTPYNHHKaMH, KOTOpble H3y4YaJiH [ABHXKEHHE MEJIKHX ONHOKJIe-
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TOYHBIX LIHaHoOakTepuil poaa Synechococcus, o6HapyXKeHHBIX B ATJaH-
THYECKOM OKeaHe. JTH 6GaKTepHH MJBIBYT CKBO3b 00beM XHAKOCTH CO
CKOpOCTbhIO nopsiika 25 MKM-c~!. [lo naHHBIM CBeTOBO# MHKDOCKOIIHH,
IBHXeHHe KJIeTKH Synechococcus HallOMHHaeT TakoBoe (hJiaresisipHEX
6akrepuii. OnHaKo 3/IeKTPOHHAST MHKPOCKONHS He oOHapyXuJa y HHX
dbanaresn.

Ilono6HBIi MeXaHH3M, BHAHMO, JIEXKHT B OCHOBe 8pauaATensbHo20
Jsudteruss XA0pONAACTO8 xaposbix eodopocael. BpaleHue xqopornaa-
cToB Obljie OTKphTO B 1838 r. hpanuysom JloHHe, KoTOpHIH H3ydaJ
KallJId NPOTOMJa3MHl, BblaBJIeHHO# M3 KJIETKH Bojopocau Chara. 3to
sIBJIEHHE BIOCJEACTBHH OblJIO 3a0LITO U MEPEOTKPHITO HECKOJBKO pas.
HenaBno E. X. MoueHok B rpynne aBTopa MNOBTOpPHJIA 3KCHEPHMEHT
JloHHe, YTOObLl BHISICHUTL HCTOYHHK SHEPrHH AJIs BpaLleHHs XJOpOMNJa-
ctoB. B onHTax ucnosb3oBasu HUTENNYy H3 03. Daitkan. Okasanocs,
4TO XJIOPOIJIACTHl MOryT YacaMH BpamaThCsd B Kalje NPOTONJIa3MBbL.
CkopocTh BpauleHusi KojeGanacs B mpegenax oaud oGopot 3a 2—3 c.
HMHorpa HanpaBiieHHe BpallleHHs] MEHAJOCh Ha NpoTHBomoJsioxkKHoe. [1e-
pHOL BpeMeHH, B TeueHHe KOTOpPOro HanpaBjieHHe BpallleHHsl ocTaBa-
JIOCh HEHU3MEHHBIM, B OTAEJbHBIX caydasax gocturan 1 y. Bpauienue xJio-
ponJsacToB yAanoch HAGJIOAATh TAakK¥e H B HHTAKTHBIX KJIETKax BOJO-
pociH. B HEKOTOPHX cJydasiXx OJHH HJIH HECKOJIbKO XJIOPOIMJIAcTOB OT-
PHBAJIUCh OT HEMOABHXKHOIO MYJBTHCJIOS XJOPOIJIACTOB, PaCIOJIOXKEH-
HOro noj UUTOMJIa3MaTHyeckoii MeMOpaHOii BOIOPOCTH. YHOCHMBIE TO-
KOM IIMTO30JI5l, OHH MeJJIEHHO BpalllaJIuCh C TOH e CKOPOCTBIO, 4YTO H B
BHIZICJIEHHBIX KaIVIIX MPOTONJIa3MHl.

Boein npoBeneH HHrHOMTOPHBIH aHaJUM3 BpalleHHs XJOPOIJIACTOB.
JlJis cpaBHeHHs CMOTpe/u [JelicTBHEe TeX K€ HHFHOHUTOPOB Ha YUKAO3 —
JBHXEHHEe NPOTONJasMbl, noaaepxusaeMoe sHeprueii ATP. ITonyuen-
Hble JaHHbIE MMOKAa3aJid, YTO BpalleHHe XJOPOIJAacTOB Ha CBETY YCTOH-
YuBO, a B TeMHOTe yyBcTBUTeNbHO K JIIIK/l. BkiaoueHne cBera Hemen-
JIEHHO 3aMyCKaJ0 BpalleHHe XJIOPOIIAaCTOB, OCTAHOBJIEHHOE B TEMHOTE
nocpencreoM JILIK/. BpauieHue TopMO3HJIOCh aMMOHHEM, pacceuBalo-

muM ApH —raaBrylo cocrasnsiiomyio ApH B xnopomnacrax. Ecan
KOHLIEHTPAIHS COJIH aMMOHHsI Ghljla He CJHINKOM BEJHKa, TOPMOMKEHHe
yAaBaJIOCh NMPeoAoJeTh, MOBRHICHB HHTEHCHBHOCThL cBeTa. MHruburopamu
BpalleHHs OKasaJHch TakKke pasobuuTenu-nporoHogophl. Iiuroxana-
3uH B, 6aokupylomuit AT®-3aBucUMbBle ABHXKEHHSI B KJETKe, He BJIHAJ
Ha BpallleHHsl XJOPOIJIACTOB, HO MMOJHOCTLIO OCTaHaBJHBAJ IIHKI03. Bee
3TH COOTHOILLIEHHSI MOIJIH OHITb MpeACKa3aHbl, ecJu NPUHATb, 4YTO 8pPa-
ujerue xaoponaacros noddepacusaerca ApH. Kak v B ONHCaHHHX BHI-
e onwltax ¢ Synechococcus, 3neKTPOHHAST MHKPOCKOMHSI He IO3BOJIH-
Jla BhISIBHTb KaKHX-JHOO oOpa3oBaHUil THNa ¢aareiJ, NpHKpPeNnJeHHbIX
K 000Ji04Ke XJIOPOIJIacTa.

IlpuHuMas BO BHHMaHHe BepOSITHOE NMPOHUCXOXKJEHHE XJOPOMJIacToB
OT UHaHOOaKTepHil, MOXKHO NMPEANOJIOXHUTb, YTO BpalleHHe XJOpOmJa-
CTOB MOAJEepPKHBAETCS TEM e HEeH3BEeCTHHIM MOKa MeXaHH3MOM, KOTO-
phIfi JIeXXHT B ocHOBe JBHxKeHusi Synechococcus. T1ockoONBKY XJ0PO-
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nacte u Synechococcus nuineHsl HApYyXHHX (Jjaress, NPHXOAHTCS
AyMaTb O KakKoM-1H00 ApyroM MexaHu3Me ABHKeHHA. M Mmoryo 6H
6bITb BOJIHOOGpa3Hoe KosieGaHue BHeLIHel MeMOpaHbl KJIeTKH WIH opra-
HeJsbl. BooHH, «npo6erampouine» Mo NOBEPXHOCTH XJIOPOIJIACTA, MOLJIH
Obl IPUBOAHTH B JBHXKEHHE LIHTO30JIb B Y3KHX LeJsiX MEXAY XJOopomJjia-
CTaMHd B MYJLTHCJIOE, YCKOPSSl TPAaHCMOPT CHHTE3HPYEMOro B XJIOPO-
njacrax caxapa. MMeHHO B 3TOM W cOCTOHMT, OHITb MOKeT, QYHKIHS
paccmatpuBaeMoro MexaHusMa. LIMk/03 Takke NPHU3BaH BHIOJHATD
3Ty (PyHKLHIO, HO €ro poJib OrpaHHYHBaeTcss CBOGOAHBIM NPOCTPAHCTBOM
LHUTOIJIa3Mbl, HAXOASMIUMCH MeXKAy MYJIbTHCJIOEM XJOPOIJIACTOB M TO-

HOIIJIACTOM.

5.3.5. IMoaBuxKHBIE CHMOMOHTH 3YKAPHOT U NMPOKAPHOT

O630p ApuH-3aBucumoii nogBuKHOCTH GBI Ol HENMOJHBIM Ge3 yro-
MHHaHHs pelKHX, HO BECbMa BIeYaTJAIOIIUX CJy4yaeB, KOrja HernoaBHK-
Hasi 9yKapuOTHYECKasl KJeTKa HCIOJb3yeT NMOABHXHEE OGaKTepHH-CHM-
OHOHTHl NS ueneli JokoMouuH. Tak aBHxKeTcsl, B yacTHOcTH, Mixot-
richa paradoxa, KpynHoe npocTeiiliee U3 Kjaacca ¢Jarennar, o6Hapy-
XKeHHoe B KHLIeuHHKe TepmuTa. Kak mnokasano JI. P. KnuBnengowm,
dsujternue 3T020 npocreliuleeo obecneyusaeTcs KoOPOUHUPOBAHHbIM
B80NHOOOPA3HbBIM OBUNCEHUECM MEMOPAH MHO2UX TblCAY CRUPOXET, NOKPbLL-
saroujux 60abwyro wacte Teaa mukcorpuxu. UHTepecHo, 4YTO MHKCO-
TpHXa HMeeT YeThipe COOGCTBEHHHX (pJarelyibl, KOTOpPhle, OAHAaKO, OHA
HCIIOJb3yeT He IJIs1 ABHXXEHHA, a JJI KaKOH-TO HHOH, MOKa HEeH3BeCT-
HOH LieJiH, MOXKeT ObITh, B KaueCcTBe BOAHMTENS PHTMa, CHHXPOHH3HPYIO-
utero pabory cnupoxer. Takasa cHHXpOHH3alus Morja 6w, Hapumep,
IIPOM3BOAUTLCS NPHKOCHOBEHHEM ¢yiaresiibl K CIHpoOXeTe, BHI3HIBAIO-
muM (4epe3 cUCTEMY BOCHPHATHS TAKTHJBHHIX CHCHAJNOB) PpeEBEPCHIO
ee NpoToHHBIX MOTOpoB. (OG6pasHo roBopsi, MHKCOTPHXA MOrOHsET
CBOMX cnupoxeT (pJjiaresyiodl Kak OHYOM — KpacHBoe, HO loka 6e3n0Ka-
3aTeJIbHOE NPEeAnoyoXeHHe. )

Eme oaux npumep nomo6Horo poaa Obvln onucad C. JI. TamMmmoMm,
H3yYaBLIMM APYrod BUJ NpOCTeHLIero — JAeBeCKOBHHHAY, TaKXe OTHOCH-
miyrocs K ¢JareanaraM 4 OOHTAIOLIYIO B KHIIEYHHKEe TepMHTOB. Kak H
MHUKCOTPHXa, 0egeckosunuda LCcnoab3yer OAs O8uiHeHus He COOCTBeH-
Hole prazeansl, a bakrepuu-cumbuontel. Ha noBepxHOCTH NpocTeHiuero
B crenHaJbHHX BhIEMKax, oOpasyeMblx MeMOpaHOH X03siMHa, pacnoJia-
raloTcs ThICAYH NaJOYKOBUAHKIX IEDHTPHXHANBHEIX GakTepuii. Bece ¢aa-
reJulbl 3THX OakTepuil JIOKanu30BaHbl Ha Toif yacTH O6aKTepHaJbHOMN
KJIeTKH, KoTopasi o6palleHa BO BHEIIHIO cpeay. BpauieHue ¢arenn
XO35iHHA yAaeTcs BHIKJIIOYHThL aM¢OTepHUHHOM B uiu HHcTaTHHOM, AJA
JefCTBHA KOTOPbIX HeOGXOAMM XOJECTEePHH, HMEIOUIHHCA y 3TOro mnpo-
crefilliero, HO OTCYTCTBYIOLUHI Yy 6aKkTepwmii. J)KryTuku 6aKTepHi [1POAOJI-
XKaloT BpallaThCsd B MPUCYTCTBHU 3THX aHTHOHOTHUKOB, YTO obecrneyuBa-
€T NMOJABHXHOCTb NIPOCTeHIero HECMOTPS Ha HENOABHKHOCTB e€ro co0cCT-
BeHHEIX ¢Jaress. B To e BpeMsi pa3o61IUTeNH-NIPOTOHO(OPHI, LWIYHTH-
pyloiine MeM6paHy OaKTepuii, apaJu3ylOT JeBECKOBHHHAY.
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Kak MHKcOTpHXa, TaK U JIE€BEeCKOBHHHJIA COBEpLIAIOT AaKTHBHOE
CKOJIb3silllee IBHKEHHE MO0 MOBEPXHOCTH MOAJIOXKKH. CKOPOCTh CKOJIbXKe-
Hus pgocturaet 150 MKM-c~!, 4TO HAMHOrO NPeBOCXOAHT CKOPOCTb CKOJIb-
JKEHHSl IPOKApHOT, HanpuMep uuaHobGakrepuit (nopsaka 10 MKM-c—1).
CkJaanpiBaeTcs BrnedaTJeHHe, YTO JIOKOMOTOpPHash CHCTeMa 3THX IIPO-
cTeiluuX — BecbMa 3¢(PeKTUBHHIE crnocob ABHKEHHS.

Pa3smep ksieTKM MHKCOTpHXH cocraBJisier nopsinka 0,1 MM, neBecko-
BHHUAB — 0,5 MM. EcTh noaBukHEIE IHAHOGAKTEPHH, TPUXOMBI KOTOPBIX
JOCTHralOT AJIHHBI OKOJIO 1 MM.

He onucano cayyaes, yto6ul ApH ucnonbsoBasace 111 ABHXKEHHs
OpraHuamoB 6oJsiblieii AJuHB. BoJsiee KpynHule XuBbHle 0OBEKTH, YTOGH
JABUraTbcsl, Bcerna npuMeHsilor ATda3Hble CHCTEMhE aKTOMHO3HHOBOIO
TUIA.

TpynHo cebe npencTaBuTbh yCTPOHCTBO, B KOTOPOM OGaKTepHAJbHas
¢danarenna aauHOH He 6oJsiee 20 MKM Hauuta Gbl ceGe NMPHUMEHEHHE, YTO-
6bl mepeMellaTh B NPOCTPAHCTBE OPraHHU3M, IMOCTPOEHHHH H3 MHOXe-
CTBa KPYMHBIX 3yKapHOTHYECKHX KJieTOK. OAHaKo, H3yyass aKTOMHO3H-
HOBRIH MeXaHH3M, KOHEUHO, BaxKHeHIIUi AJs XKHUBOTHRIX H 4eJIOBEKAQ,
Heo6XOAMMO HMeTb B BHAY, YTO MHHHATIOPHHEe (OPMHEL XKH3HH BHIOpanH
coBceM Apyroi crnoco6 obecrneueHnsi noaABHXKHOCTH. C 3TOM 1e/bI0 OHH
HCIIOJIb3YIOT Bpallalolluica AMCK, TAK 4TO NepBoe H3o0peTeHHe KoJeca
He cJjeayeT NPHIHCHBATH YyeJoBeKy. J[UCK — 3jieMeHT OoJiee cJIOXKHOH
KOHCTDPYKIIHH, 6a3aJIbHOTO TeJa, CAYKAalLlero MOJIEKyJAsApHHM TMPOTOTH-
IIOM HAallero 3JeKTPOMOTOpPA, ONSATb-TAKH OKa3HBAeTCs H306peTeHHOro
3anoaro Ao Hac. Ocb MOTopa COeiHHEHa C XKeCTKHM (uJIaMeHTOM, Wr-
paolIUM POJIb BUHTA MOTOPHO#H JIOAKH.

Takoii Hiu HeCKOJIbKO BHAOU3MEHEHHbIIi MEXaHHU3M NPUMEHSIETCs] He
TOJILKO, YTOOH NJBITh, HO H YTOOBl CKOJB3UTh [0 IIOBEPXHOCTH, KakK
IBHKYTCS TPUXOMH HaHOOGAKTepHii U HeKOTophle npocreiiiive. [Tocnen-
HHE Jaxke BCTYyNaJH C 3TOH LeNbI0 B 9KTOCHMOHO3 ¢ OaKTepHSAMH, NHI-
TasiCb KakK OBl «MOCTPOHTb OKEaHCKHH JJaHHep U3 MOTOPHBIX JIOLOK».
HeynusutennHo, 4To Takasi NMOMBITKA OKa3aJiaCh 3BOJIOLHOHHBIM TYIIH-
KOM.

5.4. AuH Kak HCTOYHHMK 3Heprum
nJsi 00pa3oBaHUSl TEMJOTHI

5.4.1. Tpu cnoco6a npeBpauieHuss MetTaboJau4YecKoi
SHEpruM B TEMJOTY

B XuBoOH KJeTKe TemjoTa MOKeT BHIAENATBCS TPeMsi OCHOBHBIMH
cioco6amu: 1) npu rugponuse ATP; 2) npu paccesHuu ApH u 3) npu
OKHMCJIEHHH CyGCTpaTOB CHCTeMaMH, He obpasyromuMuH HH AT®, HH
ApH. B MexanuaMax nepsoro THma yyactByer Oblxarue, CONpANCEHHOE
¢ gpocpopuruposaruem, B To BpeMsi KaKk BO BTOPOM H TPeTheM CJyya-
AX — dblxaHue, cOOTBETCTBEHHO, PA306UEHHOE UL NePBUYHO He COnps-
dHeHnHOe ¢ 3anacaruem IHepeuu. UHTOOGH OTIHYUTD MOCTAENHHE ABa Mexa-
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HH3Ma OT CHCTEeM IIepBOro THMNA, rae NyThb oT cybcrpara HAHXaHHA K
BbII€JIEHHIO TEIVIOTH BeCbMa CJI0XeH H TpebGyerT oOpa3oBaHUsA H yTHJIH-
sauud AT®, yno6Ho HCNOJbL30BaTh MOHSITHE CB0600HOE OKUCAEHUE,
oObeAHHAIOLlEe KaK pa30o0uleHHble, TaK H MEPBHYHO He CONpsIKeHHHe
JBIXaTeJIbHEe CUCTEMHI.

H3yyeHue perysisipHO#i TENJMONPOAYKIHH Y TEMJIOKPOBHBIX XHBOTHRIX
1I0Ka3aJio, 4YTO BCE TPH YNOMAHYyThHIe BHIE MeXaHH3Ma MOryT aKTHBH3H-
poBaThbCsl B OTBET Ha IMOHHXKEHHe OKpyXKamwiled TtemnepaTyph. ToT
(¢ aKT, 4TO phiXxaTesJbHbEe CHCTEMEl KaK-TO BOBJIEUeHH B TepMoperyJs-
LHI0, OBbIJ1 BHISICHEH B PaHHHX (PH3HOJIOTHUECKHX HCCJe0BaHHUAX, [IOKa-
3aBILIHX CHJIbHOE yBeJIHYE€HHEe IMOrJIOLIEHHS] KHCJIOPOAa MJIEKOMHTAaIoLLH-
MH M NTHIAMH, [IOMelleHHBIMH B XOJIOAHHe ycaoBHA. OOBIYHO Takoe
yCHJIEHHE AblXaHusl (ZocTHramollee 2,5 pa3) npoucxoautr G6e3 npomnop-
LIHOHAJBLHOrO yBEJHYEHHsI OCHOBHBIX (pyHKUHE opraHuama. Cospanoch
BIleYyaTJeHHe, YTO Ha xoJsoje (HU3HOJOTHYECKHE QYHKIHH OCYLleCcTBJf-
I0TCA MeHee 3((eKTHBHO: YTOOLl COBEPIUHTL OAHY U Ty Xe paboTy, B XO-
JIOAHBIX YCJIOBHAX He06X0oAUMO noTpebuTh GoJiblie MUILH U KUCJOPOAA,
a 3HA4YHUT, BBIAENUThL OoJiblie TenaoThl. Bo3aMOXHO u apyroe oGbsicHe-
HHE JaHHoro 3¢ ¢eKTa: NpH OXJaxkIAeHHU 3(p(PEeKTUBHOCTL QYHKIHH, KAK
TaKOBHIX, OCTaeTCsl HEM3MEHHOH, a YCHUJHBLIHECHA NbIXaHHe H TEIJolnpo-
AYKIHS 0OycJIOBJIEHH aKTHBallHeH KaKHX-TO clleHaJH3HPOBaHHLIX Me-
XaHHU3MOB 00pa3oBaHus TENJIOTH. BTopoe o6bsiCHEHHe BHIIISAAHT 6oJiee
palHOHaJbHBIM, NOCKOJbLKY OHO COOTBETCTByeT 3ajaue, pellaeMod Tep-
MoperyJsiTopHoii CcHCTeMOH oOpraHu3Ma— caejaTb (QHU3HOJOrHYECKHE
(YHKIIMH HEe3aBHCHMBIMH OT TeMIlepaTyphbl OKpy:Kalollei cpesdl.

5.4.2. TepmoperyJaToOpHass aKTHBAUHUS CBOGOAHOrO
JbIXaHHUSl Y XHBOTHBIX

Ckesernble mbllinpl. Pa6oTel 1o H3yyeHHI0 AeHCTBHSI KPaTKoBpe-
MEHHOTO OXJIaXKJeHHS] JKHBOTHONO Ha MHUTOXOHAPHH OblJIM HAauaTH B
1960 r. aBropom coBmectHo c¢ C. Il. MacnosbiM B JaGopaTopHH
C. E. CeBepuHa. OnHTH NPOBOAMJH Ha roJy6siXx, KOTOPbHIX MpeJBapH-
TEJLHO OCTPHIaJiH, YTOOH HCKIIOUHTb (DH3HYECKYIO TepMOperyJsiiHIO.
KneTky ¢ }KHBOTHHIM NOMeIIaJH B XOJNOAHNbHHK HA —20°C u BKJIOYaJIH
BeHTUJIATOp. ['ony6b, BriepBHle MOMELIEHHEIH B 3TH XKeCTKHE YCJOBHS,
BoiZepxxuBan 15—20 MHH, mocjie yero HacTynaJo pe3Koe CHHXEHHe
TeMneparypn Tesa. OQHAKO NPH MOBTOPHOM OXJaxKJAeHHH, KOTOPOMY
noaBepranu rony6s Ha clelylOLIHil JeHb, XXHBOTHOE JIMIIbL HECKOJbKO
CHHXaJIO TeMIlepaTypy CBOero Tesa, rnocje 4yero oHa cTaGH/IH3HPOBa-
Jlach, ¥ rosiy6b MOT BBIAEPKHBATh OXJaX/eHHe YacaMH.

H3yyeHue MHUTOXOHApPHH, BHAEJNEHHBIX W3 IPYAHOH MBILIIE roJyobs,
OXJIaXK1aBLIErocs. BepBhIe, N0Ka3aJio cHuXeHHe ko3 hunuenta P/O B
1,6 pasa no cpaBHeHHIO C HeOXJaXK[aBIIHMHCH XXHUBOTHRIMH. Bropoe
oxJiaxJeHHe BHI3HIBaso cHuxkeHue P/O B mectp pas, T. e. HacrymnaJo
[I0YTH TMOJIHOE pa3obiieHHe AbIXaHus U ¢GOCHOPHIUPOBAHHS.

JanbHelilnee uccaenoBaHue 3Toro 3gdekra MokKasano, YTo CTENEHb
pasoblieHus [oCTHraeT MakCHMyMa yXxe depes 15 MHH nmocine nomerie-
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HHs1 XKHBOTHOro Ha xoJioA. Pa3obuieHHe B MBIIIEYHBIX MHTOXOHAPHSX
MOrJI0 OBITH IIPOAEMOHCTPHPOBAHO HE TOJIBKO y ITHIL, HO H Y MJIEKOITH-
TaKIIHUX. :

BHJIO 1nOKa3aHO TakXke, YTO KOHIIEHTPAllHsi BRICOKOIHEPTreTHYECKHX
COeHHEHHH BO3pacTaeT NPH NEePBOM OXJaXKAE€HHH H MajgaeT IpH BTO-
poM. IJToT (GaKT CBHAETEJbCTBOBAJ MO0 MEHbLIEH Mepe O TOM, YTO
MHIIIB HEKOTOPHIM 006pa3oM BOBJIEYEHH B HCCJENYEMHH TepMopery-
JIATOPHH#H OTBeT. H3Mepenne AnXaHHs in vivo BHSIBHJIO €ro CTHMYJIs-
IHIO KaK IIPH MEePBOM, TakK H IPH NOBTOPHOM OXJIAXAEHHH KHBOTHOTO.
B nepBoM cayyae CTHMYJSIIHS CMEHSJach IPOrpecCHPYIOIIHM TOPMO-
JeHHEeM [IBbIXaHHf, B TO BpeMsl KAK BO BTOPOM cCJiyiae TOPMOMKEHHsI HE
HacTtynaJso. IMeHHO TaKHX COOTHOLIEHHH MOXKHO OBLJIO OXHAATh, €CJH
JKHBOTHOE, OXJlaX/Jasich BIIepBHE, He yCIeBaJO B HOJKHOH CTEeneHH
pa3o0lHTh AbixaHHe H (ocopuiHpoBaHHe, H H3OHTOYHOE MmOTpebJe-
HHE KHCJIOPOJa NMPHBOAHWJO K H3OKHITOYHOMY cHHTe3dy AT® u topMoxe-
HHIO JBIXaTeJNbHOH LleMH 10 MeXaHH3My I[POTOHHOro KOHTpoJs. [Ipu
BTOPOM AEHCTBHH XOJ0Ja MPOHCXOAMHJO CHJIbHOE pa306lieHHe, MpeaoT-
BpauiaBuree HakomsieHne AT® u ucyepnanue AJL®, Tak 4TO COCTOSIHHE
ABIXaTeJbHOro KOHTPOJIsl He Hacrtynaso. Ho ecnn 3Ta jioruka BepHa,
TO BBeJeHHe XHBOTHOMY HCKYCCTBEHHOro pasobuiuTensi-npoToHodopa
IpH MEPBOM OXJIaXKJAEHHH MOrJjio 6B CIACTH OPraHH3M OT CKOPOMOCTHK-
HO# xos0a0BOH cMepTH. OnuTH, nocraBiaennkie C. [1. MacaoBhM, noa-
TBePAWJIH 3TO NpeAcKa3daHHe. Muwekuus 2,4-guHutpodeHona, SABJSAIO-
1merocss TOKCHYHKRIM [Jis1 JKHBOTHHX, TeM He MeHee 3HAUHTEJbHO YBeJIH-
YyBaJia IPOAOJ/IKHTEJbHOCTb IKH3HH Ha XOJIoJe MHIlleH, BIEpBHE
MOABEPrHYTHIX OXJaXKAEHHIO.

B apyrux onuntax 6HJIO MOKa3aHO, YTO JbIXaHHE HHTAKTHOH MBILI-
I gHa¢parMul KPhICK AaKTHBHPYETCsl IpPH NMOBTODHOM OXJIaXAEeHHH
JKHBOTHHX. ONHOBPEMEHHO CHHXKAeTcsl CTENeHb CTHMYJSILHH ABIXaHHS
TKaHH AHHHTPOdeHOJoM. dd¢eKT, NogoOHHH OXJaxKIeHHIO, MOr GHTh
BHI3BaH HHBEKIHEH XXHBOTHOMY HOPaApeHaJHHA.

JlanpHeliee HccneqoBaHHe NOKA3aJ0, YTO KOHLEHTPAIHS KHPHHIX
KHCJIOT 3HAYHTEJbHO BO3pPACTAeT B MHIINAX KUBOTHHX, MOABEPTHYTHIX
IIOBTOPHOMY BO3JA€HCTBHIO X0Jiona. BH/o no/siyyeHo HeCKOJbKO He3aBH-
CHMKIX CBHAETEJbCTB POJIH CBOOOAHBIX XHPHHEX KHCJIOT B KayecTBe Me-
JHAaTOPOB TEPMOPEryJJasiTOPHOro pa3o6UieHHs B MBILILAX.

1. CBsi3nBaHHe JXHPHBIX KHCJOT IpH NMPOMBIBAHHH MHTOXOHAPHH
PacTBOPOM IMpeJBapUTENbHO 06€3XHPEHHOrO CHIBOPOTOYHOro asibO6yMHu-
Ha noBbanso P/O B MHTOXOHAPHAX H3 MBIIIL OXJa*KAEHHHX XHBOT-
HBIX.

2. Opakius XKHPHHX KHCJOT, BhlI€JI€HHAS] W3 MHIIII OXJIaXKICHHBIX
JKHBOTHBIX H A06aBjieHHAass K MHTOXOHAPHSM KOHTPOJIbHBIX »HBOTHBIX,
BHI3BIBaJsia pa3obiieHue.

3. [ManbMHUTHHOBAs KHCJIOTA B KOHLeHTpauuu Bcero 1-10—° moub/n
3aMETHO CTHMYJIHPYET AblXaHH€ MHIIeYHHX MHTOXOHADHH B COCTOSHHH
JBIXaTeJbHOrO KOHTpOJis, MpuyeM 3TOT 3Pp¢eKT mnopaBasercs
5.10-7 mMonb/n Kap6OKCHATPAKTHJAATOM, CHEeUHPHYECKHM HHIHOHTOPOM
ATO/AND-antunoprepa. AP, no6aBieHHHH KaK C OJHIOMHIIHHOM,
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Tak H 0e3 Hero, Takxe yMeHbUIAaJ CTHMYJSLHIO ABXaHHS MaJdbIMH H0-
3aMH NTaJIbMHUTATA.

BO3MOXHBIEI Mexanusm pasobuenus HUpHbiMU KUCAOTAMU, ONO-
cpedosannozo yuactuem ATDP/ALPD-anTunoprepa, cocTOHT B CJAeAYIO-
HieM.

[IpeanonaraooTr, 4T0 aHTHIOPTEDP NMOCTPOEH H3 «CTATOPAY», HECYILEro
«BOPOTa» [JJifl HYKJEOTHAOB, KOTOpPhle OJIOKHDPYIOTCS KapG6OKcHAT-
PaKTHJIATOM, H «pOTOpPa», OTBETCTBeHHOro 3a o6Men ATD4~ na AI1PD3~.
AHUHOHBI XHDHHX KHCJIOT (A~) AOCTHraloT, MHHYSI «BOpPOTa», HYKJeEO-

+

THA-CBA3BIBAIOLMX LeHTpoB, HanpuMep NHs-rpynn ocratkoB nu3una
aHTHnoprepa. 3ateM A~ nepeHocsATcsl uepe3 MeMOpaHy poTOpoM, Bpa-
LAIOIUUMCH Mo AeHCTBHEM Avp.

O6ueryenne TpaHcMeMGpPaHHOro nepeMelleHHsi aHHOHOB A~ MoOXer
HMeTb NPHHLIHIHAJbHOE 3HAYEHHEe AJis pa300iieHHOro AeHCTBHS KHP-
HHIX KHCJIOT, IIOCKOJIbKY MX aHHOHHHe (JOpPMHl 3aJepIKHBAIOTCS Ha IO-
BEepXHOCTH pasjena MeMmMOpaHa/Bola, OpPHEHTHPYACh KapGOKCHJIbHOH
IPyNnoil B CTOPOHY BOJH, a XHPHHM «XBOCTOM» — B CTOPOHY JIMIHJA.
HMenHo nostroMy MeMOpaHB! IJIOXO NpPOHUL@eMbl [Jisi aHHOHOB XKHP-
HEIX KHCJIOT H XOpOLIO IPOHHUAEMHl AJi HX HeHTpaJbHHX (MPOTOHH-
poBanunix) ¢opm (AH). Ecnu ATO/AIP-anTHnopTep MOXKeT IepeHOo-
CHTb A~, 3TO 06GCTOATENBCTBO AOJIXKHO MOBBICHTH 3()(PEeKTHBHOCTD KUP-
HHIX KHCJIOT KakK pa3cOuiuTesien.

B xopoileM COOTBETCTBHH C 3TOH JIOTHKOH HaXoAATCS HAOJIOIEHHS
JI. M. Llodunoit u T. B. Bruroguno#i, nokasaBuux, 4ro MajbMHTAT He
crioco6eH HH MOBHIIATbL NPOTOHHYIO IIPOBOAHMOCTb MJOCKHX (pocdoiin-
MHAHBIX MeMOpaH, HH TOPMO3HTb reHepalluio Ay B IIHTOXPOMOKCH/AA3-
HHIX NPOTEOJIHIIOCOMaX.

B tex xe ycaoBusax rpamuuuaud 1 XK® cHuMajaH abixaTesbHBIH
KOHTpPOJIb H TOPMO3HJIH 06pa3oBaHHe A KaK B MHTOXOHADHUSIX, TaK H
B IIPOTEOJIHIIOCOMAX, IpHYeM 3TOT 3¢ ¢eKT OKasaJjcsi yCTOHYHBBIM K
KapOOKCHATPAKTUJIATY.

OnnTH, NpoBeAeHHHE B JJa60paTOpPHH aBTOpa, MOKa3aJH, YTO pas-
obwamwniee geicTBHe OOJIBIIHX KOHLUEHTPAUHH NaJbMHTaTa YyXKe He
ynaercsi CHITb KapOoKcuaTpakTuiaaTtoM. MoxHo aymaTh, YTO KaKHe-TO
Jpyrue NepeHOCYHKH aHHOHOB BCTYMAIOT B PeakKUHI0 MpPH NOBHILIEHHH
KOHLEHTPAIlHH }KHPHOH KHCJIOTHI.

Pa3ofblieHue KHUPHBIMH KHCJAOTaMH OBLIO BHepBble  ONHCAHO
B. INpeccmanoMm u I'. Jlapau eme B 1956 r. 3naunTesnbHO No3aHee BH-
SICHHJIOCh, YTO XKHPHas KHCJOTa H XHPHHHA anuia-KoA TopMo3fT
AT®/AN®-antunopt. BourkpekoBass KHC/IOTa, MOLIHBIH HHIHOGHTOP
ATO/AlD-anTunoprepa, npeacrapiser cob6ofi HeHACHIEHHYIO XHP-
HYI0 KHCJOTY C TpeMs KapOOKCHJBHHIMH rpynnamu. IlBe U3 HHX pac-
IOJIOKEHH Ha paccrosiHuu 0,55 HM, paBHOM TaKOBOMY MEKAy HOHH30-
BaHHRIMH aTOMaMH KHCJIOPOAa coCeAHHX (PpocOpPHJIBHBEIX OCTATKOB B
AIl® u AT®. B kap6okcHaTpakTujaTe Takxke eCTb ABE COCEIHHe Kap-
OGOKCHJIbHBIE T'DPYNIBl, pacCTOTHHEe MeXJy  KOTODRIMH COCTaBJsieT
0,55 HM.
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To 06cToATENBCTBO, UTO XKHPHBIE KHCJOTH HE TOJNBKO MOBBILAIOT
H*, HO H KOHKYpHPYIOT ¢ ageHHHHYKJeoTHaaMH 3a ATO/Ald-anTu-
nopTep, AOJIKHO CTPaxOBaTh KJETKY OT HCTOUleHHsI (¢(oHIa BHEMHTO-
xoHapuajabHoro AT® B ycioBusix pasobuieHusi, korga H+-AT®-cuura-
3a HayHHaer JAeiicTBOBaTb B O6paTHOM (TFHAPOJHTHYECKOM) HampabJe-
HuH. Hcromenune AT®, noMuMo Bcero npoyero, MorJio 6ul 6J10KHPOBATD
OKHCJIEHHE XKHPHBIX KHCJIOT, CJyXKaIlHX He TOJbKO pEryjasiTopoM co-
Npsi3KeHUsl, HO H OCHOBHHIM Cy6GCTpPaTOM ABIXaHHS Ha XoJiode. AKTHBa-
LUl KHPHBIX KHCJOT NyTEM HX coeauHeHHs ¢ KoA 3a cuer 3HeEpruH
AT® npoucxoauT Bo BHelIHeH MeMOpaHe MHTOXOHAPHH.

Crenyetr OTMETHTb, UTO TEPMOre€HUH — 6€eJIOK, crel{HaJu3HPOBAHHKI
Ha TpaHcMeMOpaHHOM IpPOBEJEHHH NMPOTOHOB B MHTOXOHAPHSAX 6yporo
JKHpa, BO MHOIrOM nojo0eH N0 aMUHOKHCJOTHOH MOCJeA0BaTeNbHOCTH
H noMéHHoMy cTpoeHHlo AT®O/AJIP-antunoprepy. [lepenoc H* tepmo-
IFeHHHOM TaKKe aKTHBHPYETCS XKHPHBIMH KHCJIOTAMH H TOPMO3HTCSA My-
PHHOBHIMH HyKJeoTHAaMH (cM. HHXKe). [ToaToMy MOXHO moJsaratb, YToO
KaK B MHIIIAX, TAK H B 6ypOM KHp€ KHPHBIE KHCJOTH CJyXKaT MeaHa-
TOPaMH TE€PMOPEryJsiTOPHOro pasoOblieHHsi B MHTOXOHADPHSX, OXHAKO
B IIEPBOM cJiyyae MHIIEHbIO XHPHHX KHCJIOT oKa3nBaercsi ATO/AID-
aHTHIIOPTEP, 8 BO BTOPOM — CII€lIHAJIbHBIH  6€JIOK, IpeACTaBJIsIOUH
coboil, BUAUMO, ocoby1o MOAU(pHKALHIO aHTHIIOpTEpA. '

Jlpyras BecbMa BaXHas XapaKTEPHCTHKA pa300IIE€HHS KHPHBIMH
KHCJIOTAMH COCTOMT B TOM, 4TO 3J€eCh He TpeOyeTcs clenuajJbHOro Me-
XaHH3Ma JJisl NpeKpalleHHs pasobmarwumero s¢pgexra. PasobuieHue
Hcye3aeT camo 1o cebe, KaK TOJBKO CKOPOCTb TMOCTYIJIEHHS XKHPHHX
KHCJIOT B MUTOXOHJPHH CTaHeT MeHblIe CKOPOCTH UX okucjenus. Mmen-
HO TaKHE COOTHOLIEHHSI BO3HHKAIOT MPH TNOBLILIEHHH OKpyXatoueH
TeMIepaTyphl, KOrga OTKJIOUAIOTCH XOJOLOBHIE peLenTOpPbl KOXH, a C
HHMH IIpeKpaulaercs AEHCTBUE peryJjsiTOpHOro Kackazaa, obecrneyusaro-
nero o6pa3oBaHHe JXHPHBIX KHCJAOT W3 TPHIJIHLEPHIOB (CM. HHXKe).
C npekpalnieHueM MOAaYH KHPHBIX KHCJIOT B MHTOXOHAPHIO HX 3alac
6LicTpO HCUYepnbIBaeTCs MOLIHOHW CHCTEMOH f-okucjeHHus. B urore ypo-
BeHb XHPHBIX KHCJOT najgaer W pa3oblleHHe, BbI3BAHHOE XKHPHBIMH
KHCJIOTaMH, Hcue3aer.

$IBneHHs, onHCcaHHHE BbILUE, XapaKTepHbl JJisi OTBeTa MbILUL HAa
IOBTOpHOe oxJaxaeHne. OqHaKo B MBILIAX CYUECTBYET H APYTroH Tep-
MOTeHHBIH MexXaHH3M, BKJIOYAIILHACA y»Ke IPH NEPBOM BO3JEHCTBHH
xoJioga. ATo mblwewHas Opodxcs, MOAAEpKHBaeMas, Kak Jioboe cokpa-
LleHHe MBIIIIB, THAPOJH30M IuTomJaasmaTuyeckoro AT®. Perenepa-
IlHsl TocJeJHero NPOMCXOAHT 3a cueT TpaHcnopra AT® u3 MHTOXOHA-
puii AT®/Ald-antunoprepoM. B Mmutoxonapusix AT® o6pasyercs
H*+-AT®-cuurasoii, koropass norpebaser ApH, renepupyemyro abixa-
TeJbHOH 1lenblo. BeposaTHO, TakOH NyThb — CJHLIKOM IJHHHBIH H MenI-
JIEHHBIH, YTOOK PE3KO YBEJHYHTb MPOAYKLUHIO TEIJIOTH B yCJOBHAX BHE-
3alHOro MOHHXXEHHsI TeMIepaTypH cpeahl. Kpome Toro, oH cBfizan ¢
CHJIBHOH aKTHBallHed MBIIIEYHOTO COKpAllleHHs, T. €. crneuupHYeCKOH
¢yHkuHH maHHOH TKaHu (noTpe6j€HHE KHCJIOPOAA OpPraHH3MOM IIpH
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PE3KOM OXJaXAeHuU NpHOJM>KAeTCsT K TAKOBOMY TIPH TAXKEJOH MbI-
wmeyHoil pabore). Takum 06pa3oM, riaaBHH NPHHUHN TEpMOperyJs-
IHH: caenath (YHKIHH HE3aBHCHMBIMH OT TeMIepaTypbl — B JaHHOM
cjlyyae oCTaeTcss HepeaJH30BAHHHIM [IPHMEHHUTEJBHO K CaMOil «Macco-
BOH» TKaHH OpPraHH3Ma — MBIlLIeYHOH. BoT mouyeMy MulllleyHasi ApPOKb
yMeHbIIaeTcs 110 Mepe adanTallHi K XOJOAY.

Bce naHHble, Kacamomuecss TepMOpPEryJsiTOpHOro pasoflieHus B
MHILIKaX, ObJIH NOoJyYeHH B JlabopaTOpPHHIX OMBITaX Ha roJy6siX, MbI-
wax u Kpoicax. [losanee 3101 ¢peHoMen OHla Bocnpoussepen I'. ['pa-
BOM H A. BiHKcOM Ha CeBepHHIX MOPCKHX KOTHKAaX B HPHPOJHRIX yC-
JIOBUSIX.

bypuifi Xkup. MHOrue Yepthl TEpMOpPEryJsiTopHOro paso6LieHHS
KUPHBIMH KHCJOTaMH, BIepBHle ONHCAHHOIO B MHTOXOHADHSAX CKeJeT-
HBIX MBiLM, GBIJIH 3aTeM MPOCJEXEHH MPHMEHHTENbHO K MUTOXOHOPU-
am b6ypozo stupa, oco60H TKaHH MJIEKONHUTAIOUIHX, CIelHaJu3HpOBaH-
HOH Ha Bbhipa6oTke NO6aBOYHON TEMJIOTH NMPH CHHXKEHHH OKpyxKalouieh
TeMnepaTyphl.

Bypuiii up cocraBasier He 6osee 1—29% wmacce tena. TeM He Mme-
Hee CTUMYJSAUHS 3TOH TKAHH CHMIATHYECKOH HEPBHOH CHCTEMOH INpH
OXJIaXKI€HHH XKHBOTHHIX, NMpeABAPHUTENBHO aJAalTHPOBAHHHX K XOJIOAY,
MOBHILUAET TEIJIONPOAYKUHIO 6yporo Kuvpa B TAKOH CTENEHH, YTO OHAa
MOXeT NOCTUraTh ONHOH TPeTH BCeH AONOJHHTEJbHO 0O6pa30BaHHOH B
opraHu3Me TenJoThl. B 3THX ycioBHAX OypHH KHP CrloCO6EH BHACJATH
Jio 400 Bt tenyiotsl Ha | Kr MacchH, 4TO HA HECKOJBKO MOPAAKOB 60JIb-
1ie OOBIYHOH TEepPMOT€HHOH CHOCOGHOCTH TKaHeH MJEKONHTAIIIHX
(uesnoBeK B cocTOsfiHMH NOKOS o6pa3yer okoJsio 1 Bt tensioth Ha 1 kr
Macchl ).

B opranusMe Oypblfi KHpP COCPeIOTOYEH B BEepPXHEH YacTH CIHUHHI,
6amke K wee, OH OKpyXaeT KPOBEHOCHHE COCY/[H, ITHTAIOIIHE KPOBbLIO
Mo3r. Botr mouemy rtensionpoaykius B OypoM XHPe MOXET HMETb
OrpoMHOE 3HayeHHe [Jis1 Bb2KHBaHHSl OpraHu3Ma Ha XOJIoJe.

IlepBhie HayuHble my6aukanuu o 6ypoM xkupe gatupyrorca XVII se-
KOM, HO JIMIIb HegaBHO OHJa noHATa ero ¢yHkuus. B 1959 r.
b. WMoxaHccon Hanucan nepBoli nogpOGHBI 0630p 0 MeTaGoJiH3Me
6yporo xkupa. OCHOBHBasicb Ha CKyAHOH (paKTHYECKOH HHQPOpMaLHH
TeX JieT W HEKOTOPHIX IpeABapHTEJbHHX NAaHHLIX, OH BBIABHHYJ IHIO-
Te3y, uTO OYpHH XKHP MOXKET HeKOTOphM o0pa3oM yyacTBOBAaTb B Tep-
MOpPETYJISIHH.

Baarogaps nocnenymnonum paboram P. 3. CmHTa H psina APYyrux
HCclleloBaTeJleli CTaJlo SICHO, YTO OCHOBHOH (PH3HOJIOTHYECKOH (YHK-
nueil 6yporo »upa siBjsiercs o6pasoBaHHE NOMOJHHTEJNbHOH TEINJOTH
B YCJOBHSIX, KOT'Ja BO3pacTaeT TEMJaooTaaya opraHu3Ma.

CBouM 1BeTOM 6YypHlii KHp 06513aH MHTOXOHIPHAM, COAEPKAlLIUMCS
B OrPOMHBIX KOJIMYECTBaX B KJe€TKax 3TOH TKaHH. MutoxoHapuu Gypo-
ro »Hpa OKa3aJIHCh XOpPOLIO OCHAUIEHHLIMH HMEHHO [Jis1 06pa3oBaHHs
terotkl. ComepikaHue AbXaTeibHbIX (epMEeHTOB B HHX HAMHOroO mpe-
Buiaer TakoBoe HH-AT®d-cunurasn. Ho, noxany#, BakHee Bcero To,
YTO B HX BHyTpeHHell MeMOpaHe COAEePXKHTCH ONUCAHHKWH BhIllle OCOOBIH
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benox-nporornogop tepmozerur. TepmoreHuH cocraBiasier fo 15% o6-
uiero 6eJlka MUTOXOHApPHH O6yporo xHpa.

MouJaekynsipHasi Macca TepMoreHuHa pasHa 33,2 kJla. HenaBno yna-
JIOCh BBISICHHTh aMHHOKHCJIOTHYIO IOCJA€I0BaTeJbHOCTb TE€PMOreHHHA
3 xoMska. Kak yXe oTMeuasoch, NoclelOBATENbHOCTb TEPMOreHHHA
HanomuHaer TakoByrw AT®/AJI®-antunoprepa. Kak u B cayyae
ATO/AN®-anTHnopTepa MBIUIEYHBIX MHTOXOHIAPHH, MHKPOMOJISpHHE
KOHIEHTPAIHH XHPHBIX KHCJOT aKTHBHPYIOT HNPOTOHOPOPHYIO (yHK-
LIHIO TEPMOTeHHHa, YTO H NPHBOAHUT K Pa30011eHHIO.

IIpuBnekaTtenbHasi BOBMOXHOCTb COCTOHT B TOM, YTO TepMOreHHH
npeacrasiser co60d MOHOQyHKIHOHaJAbHBIH BapuaHit ATO/AILD-an-
THUIIOPTEPA, YTPATHUBLUEIO OCHOBHYIO (HYKJIEOTHA-TPAHCIOPTHYIO) (QYHK-
LIMIO H CIELHaJIH3HDOBAHHOIO Ha JONOJIHHUTEJNbLHOH (YHKUHH: paszobuie-
HHH XKHPHBIMH KHCJIOTaMH.

SKCcrnepHMEHTH, NPOBeJeHHbBIe HA XHUBOTHHX in Uiv0, TKAHH 6YpOro
XHpa in Situ, agUNOLHTAaX H MHTOXOHAPHSX in vitro, NO3BOJIUJIH BHI-
SIBUTb CJEAYIOULYIO LEeNb COOBTHH, BKJIIUYEHHBIX B TePMOreHHbl OTBeT
3TOH TKaHH Ha NOHHXEHHe TeMIIepaTyphl cpeahl.

1. XosionoBble penenTopbl KOXKH AKTHBHDPYIOTCH H IOCHJIAIOT CHI-
HaJ B MO3I, a HMEHHO B T€PMOpEryJsaTOPHbIH LeHTP rurnorajamyca.

2. 13 runorajnaMmyca cHrHaJj mocrynaer B 6ypyl KHpPOBYIO TKaHb
yepe3 CHMIIATHYECKHE HEHPOHH. V13 HepBHbIX OKOHYAHHH B MPOCTpaH-
CTBO MEXJy aJAMNOLUUTAMH BLIAEJISETCS HOpaapeHaJuH.

3. HopanpeHasun cBsi3biBaeTcsi ¢ f-aipeHOpeLENTOpPaMH, JIOKaJH-
30BaHHBIMH Ha BHELIHeH CTOpPOHe IJIa3MaTHYECKOH MeMOpaHBl KJIETOK
6yporo xxHupa (3To U BCe jaJibHelilliHe COOLITHS MPOHJJIIOCTPHPOBAHK
Ha puc. 49).

4. p-AnpeHopenenTopbl, cBsi3aB HOPaApEHAJHMH, AKTHBHPYIOT aje-
HusnaTuukaasy. CHHEpricTOM HOpaJpeHaJiHa CAYXKHT T[JIOKaroH, a
AHTaroHUCTOM — HHCyJHH. KaxXab# ropMoH felcTByeT yepe3 CBOH pe-
LenTop.

5. Anennnatnuknasa o6pasyer tAM® u3 ATO.

6. t1AM® BkJloyaeT NMPOTEHHKHHA3HBLIH Kackal, MPUBOAALIHNA K aK-
THBallMH JIUNA3HL.

7. Jlunasa pacluenJisieT TPUIJIHLEpUIbl, COAepXKalInecs B XKUPOBBIX
KanJjsx, A0 XXHPHBIX KHCJOT H TJIHLIEpPHHA.

8. O6pasoBaHHble TAKHM IIyT€M KHPHBIE KHCJIOTH BHINOJHSIOT JIBE
(YHKLHM: OHH cayxaTr cybcTpaTaMH AbIXaHHSI H OJHOBPEMEeHHO BTO-
PHYHBIMH (BHYTPHKJIETOYHBIMH) MeIHaTOpAMH TOPMOHAJBHOIO CHrHa-
Jga. Kak cy6cTpaThl XKHpPHBIE KHCJIOTH IPETEPNIEBAlOT OOBIYHBIH  LIHKJI
KaTabosuTHuecKux npeBpameHuii. OHH AKTHBUPYIOTCA BO BHeLIHEH
MeMOpaHe MHTOXOHApPHH, napas aiuia-KoA. [TonyueHHble >XHPHBIE allH-
JIkl TPAHCHOPTHPYIOTCH B MHTOXOHJAPHAJBHBIH MATPHKC ITOCPEACTBOM
KapHHTHHOBOH CHCTeMH, rae pacuiemisitorcsi, naass CO; u BocCTaHo-
BHTEJIbHbIe 3KBHBAJIEHTHI, N0J AEHCTBHEM (pepMEeHTOB B-OKHCJIEHHS.

9. BoccraHoBUTeNbHBIE 3KBUBAJIEHTH, NOCTABJsIEMble B AHXaTeJb-
HYIO LleMb IPH B-OKUCJIEHHH XXHPHBIX KHCJIOT H OKHCJIEHHH aleTHJIbHBIX
rpynn B nukje Kpe6ea, nepeHocstcst K O, uTO conpsikeHo ¢ o6paso-
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Puc. 49, HuayuupoBaHHBIH XOJIOLOM TepMOreHe3 B MHTOXOHJAPHAX 6yporo Hpa

BaHHEM IMPOTOHHOrO MOTEHIHaJa AhxateJbHHMH AuH-renepaTopaMu.
B pe3ysnTaTe HOHB BOJOPONA OTKAYMBAIOTCSI H3 MaTPHKCA B MEXMeEM-

6paHHOEe NMPOCTPAHCTBO.
10. Uoun H+* BO3BpamialoTCss B MAaTPHKC CHCTEMOH TepMOre€HHH —

JKHPHBIE KHCJOTH. DTOT 3aBeplUalolUMil 3Tall CONPOBOXIAeTCs Bbiae-
JIEHHEM TEIJIOTHI.
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HntepecHo, 4TO He TOJNBKO OXJaxkK/[AeHHe, HO H MO KpaiHeilt wepe
elie JABA COCTOSIHHSI OpPraHu3Ma, CBsiI3aHHBIE€ C IOBBIIIEHHEM IOIJIOLLE-
HHSl KHCJIOPOAA H BHIJEJIEHHs TeN/a, COMPOBOXKAAIOTCA pa3o0buieHueM
B Oypoi XHPoBOH TKaHH. OJHO H3 TAKHX COCTOSIHHH — npobyscderue
HuUB0THO20 OT 3umnetll cnauku. [lokasano, uto 6yphiii Kup He aTpodH-
pyeTcsi y 3SHMOCHSLHX *KHBOTHBIX, aJJaliTHPOBAHHBLIX K TEPMOHEHTpaJib-
HEIM yCJOBHAM. XOJIONOBAasi aKKJHMAaTH3alus MOBHILAET KOJHYECTBO
TEPMOr€HHHa B MHTOXOHJAPHAX OypOro XHupa 3HMOCHAIIHX XKHBOTHHIX,
HO He B TAKOH CTENEHH, KakK, HallpUMep, Y KpbIC HJAH KpoaHKOB. [1po-
Oy:JeHHe XOMSKOB OT CHAYKH COMPOBOXKAAETCs pasoblieHHeM, KOTO-
poe, Mo-BHAHMOMY, OCOOEHHO BaXXHO AJisl pa3orpeBa KPOBH, MPHTEKAIO-
med K mosry. M3-za sokanusaunuu 6yporo >xupa B 06JilaCTH COCYAOB,
HAYILIHX K TOJIOBE, TENJONPOAYKIHS B 3TOH TKAHH NpeXJe BCEro BhI3bI-
BaeT NOBHILEHHE TeMIepaTypsl MO3ra, KOTOpHI MepexXoAHT B aKTHBHOE
COCTOsIHHE Cpa3y iKe BcJefi 3a pa3orpeBoM 6yporo xupa.

Ilpyrass Mopeab — repmoeeres, 06YCAOBAEHHbLL U36bITOHbIM NO-
rpebreruem nuuju. H. Poryen u M. CTOK IOCTaBHJH CJEAYIOLIHH
onbiT. B3pocabIM KpbicaM CKapMJIHBaJIH «PECTOPAaHHYIO [OHETY», T. €.
pasHoobpasHylo u BKycHylo nHily. IloTpe6aeHHe XKUBOTHBIMH 3TOH ITH-
1IH OKa3saJjoch Ha 809 O60JbiiEM, yeM B KOHTPOJIBHOH rpymie, moJy-
yaBlied OObLIYHBIE KopM. [Ipn 3TOM Macca >KHBOTHBHIX 3a TPH HeIeNH
yBesqununaach ToabkKo Ha 27%. 3MepeHnue rasoo6mMeHa mokasaJo, YTO
XOpOIIO MUTABIIHECH KPBICH noTpebisiau Ha 259, GoJsiblle KHCJIODPOAA,
yeM B KOHTpoJe. Jta HajabaBKa Hcye3asa NOCJe BBEAEHHS XHBOTHHIM
[IpONaHo/0Ja — aHTAaroHHCTa HopaapeHasuHa. Macca 6Gyporo Kupa
3a Te e TPH HeleJH ONbiTa BO3pocsa 6oJiee yeM BTPOE; B MHTOXOH/-
pHSIX YBeJHYHJOCb KoJjuuecTBo TepMoreHuHa. (Oxaszajoch Takxke, 4TO
MyTallusl, BEI3LIBAIOLasi OXXHPEHHe, COMPOBOXK/AAeTCs CHHXEHHEM ypOB-
Hsl TEPMOreHHHA y MEILUel.)

Cornacno mavHbeiM JI. Hukosbca, MUTOXOHAPHH mnepHdepuuecKon
TKaHu Gyporo »Kupa JiloJel B IOHOLIECKOM BO3pacTe MO cTeneHd pas3ob-
LIEHHUS HAXOAATCH B NPOMEXYTOUHOM I[OJIOKEHHH MEXAy MHTOXOH-
PHAMH TOH XKe TKaHHM TEMJIO- H X0J0J03aJaNnTHPOBAHHbBIX MOPCKHX CBH-
HOK. Kak H y »XXHBOTHBIX, MHTOXOHApHH Oyporo xupa JoAed 4yBCTBH-
TEJIbHB K HU3KHM KOHLIEHTPALHUsIM KHPHBIX KHCJOT.

lleuenb. MHUTOXOHAPHH NEUEHH OTJHYAIOTCH OT MHUTOXOHAPHH «OHI-
CTPBEIX» CKeJeTHBIX MBI u 6yporo xupa, B 4aCTHOCTH TeM, YTO 8 UX
BHewuHeli membpaxe cyulecTeyer O4eHb AKTUBHbLLEL NYyTe CB0600H020
okucaenusn: HAIH — yuroxpom bs. Tlpouecc Katanusupyercs ¢JaBH-
HoBoit HAJIH-uutoxpom bs-peaykrazoit (CHHOHMMBI: ()J1aBONPOTEHH-5;
Ips).

dtor nytb 6kl OTKPHT A. JI. Jlenunaxxepom B 1901 r. B Teuenue
JJIUTEJILHOTO BPEMEHH OH OCTABaJICSi 3arafiIkol MHTOXOHIPHOJIOTHH,
TdK KaK, HeCMOTpSl Ha BBICOKYI0 CKOPOCTb I€pEeHOCa 3JIEKTPOHOB OT
HAJIH k uuroxpomy bs, najpHeiuas cyab6a BOCCTAHOBHTEJIbHBIX 3K-
BHBAJIEHTOB OCTaBaJsiacb HesICHOH. B HCNOJB30BaHHBIX YCJIOBHSIX ONLITA
BOCCTAHOBJIEHHBIH IIHTOXPOM b5 NEPEHOCHJ 3JeKTPOHBI Ha J06aBJIeHHbIH
LIHTOXPOM €, HO He Ha SHIOreHHBIH IIUTOXPOM C MHTOXOHApDHH. B pe-
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3yJIbTaTe€ CUHTAJIH, YTO MHTOXOHJADHH He CIIOCOGHBI OKHCJATb BHEUIHHH
HAJIH co ckonbko-HHGYAb 3aMETHOH CKOPOCThIO.

CuryallHsi MeHsJ1ach, €CJIH KHBOTHOE MEpel ONBITOM Ha MHTOXOHI-
pufiX noABeprajiu Bo3xeHCTBHIO Xosona. Kak mokasanu E. H. Moxosa
H COTPYINHHKH, 15-MHHYTHOe sbL0epXHuBaAHUE HA Xx0A00e Kpbic, TIpeaBa-
PHTEJILHO IOJBEPrHYTHIX CEPHH XOJOAOBBIX CTPECCOB, Npusoour K Bbl-
€8000JC0EHUI0 8 MeHMemOPARHOEe NPOCTPAHCTBO YacTH (GOHAA YUTO-
Xpoma ¢, copOHPOBAHHOTO HAa BHELUHEH NMOBEPXHOCTH BHYTpPEHHEH MeM-
6paHH IMEeYEHOYHHX MHTOXOHIAPHH. ITOT 3P (PeKT CONpoOBONKIAETCA akK-
THBalHeH BHelUIHero nyTH okucjaenus HAJIH.

[Tpo6Gnema, oxunawuiasi CBOEro pellleHHsi, — MEXaHH3M BOCCTAHOB-
jgeHnss HAJIH, kortopmiii okucasiercs BHemHHM nyTeM. Cy6cTpaTaMy,
pacuienjieHne KOTOPhIX MOXKeT NMPHBECTH K BOCCTAHOBJIEHHIO IMTOILJIA3-
matHyeckoro HAJIH, Moryt 6biTh: 1) riroko3a u rJiHKOreH, BOCCTaHAB-
auBaoniue HAJIt B peakuHH TJIMKOJHTHUECKOH OKCHAOPENYKIIHH;
2) raunepuH, BhHCBOGOMKAAWINMHACA TPH THAPOJIH3E TPHIJIHIEPHIOB H
OKHCJISIOUIHACA TJIHUEePHHAErHAPOreHa30i ¢ MOCJAeAYIOUHM MOAKJI0Ye-
HHEM K LIeNIH peaKUHWi IJIHKOJH3a; 3) HEKOTOphle aMHHOKHCJIOTH H HX
MeTaboJIHTH, pacuenJsiouidecs ¢ yuactieM HAJI-cBs3aHHBIX neruapo-
reHas B uutosoJse, u 1. 1. Kpome Toro, ¢oHA BHYTPHMHTOXOHADPHAJb-
HbIX BOCCTAHOBHUTEJIbHBIX 3KBHBAaJIEHTOB MOXeT OBITb B NPHHIHIIE HC-
NnoJb30BaH AJas BocctaHoBgeHus HAJLT B 1uTo30J€, €CJIH COOTHOLUEHHE
[HAIH}/[HAIl'] BHe MHTOXOHApPHH OKa3hIBaeTcsl HHIKe, 4eM BHYTPH,

u ecnu ApH Hu3ka. B Taknx ycioBusix Bo3MOXHO obpalleHHe maJjar-
rjyTaMar-acnapTaTHOro YeJHOYHOro MexaHH3Ma, OOBIYHO HCIOJIb3ye-
Moro aJisi okucsaeHus nutonyasmaruieckoro HAJIH MuTtoxoHAapHab-
HeiM HAJT*.

5.4.3. TepmoperyasiTOpHasi aKTHBALMA CBOOOJHOro
OKHCJIEHHs1 Yy pacCTeHHH

CorsiacHO HIHPOKO pacrnpocTpaHEHHOH AOrMe TepMOoperyJsinus npen-
ctaBJjsieT co00i (YHKUHIO, NMPHCYLLYIO TOJbKO BBLICIIHM MJIEKOITHTAlO-
muM u ntunam. OQHako npHpona, He CTOJb AOCMAaTHYHAs, KaK ee uC-
cJieI0BaTe/H, HHOTJAA MpPENnoJHOCHT UM CBOH ciopnpH3H. [Ipo6uema
JIHILIb B TOM, YTO JIIOAH 33YaCTYI0 CKJIOHHBE HTHOPHPOBATH [OAOOHBIE
HOAAPKH.

B 1778 r. )K.-b. Jlamapk o6paTHs BHHMaHHe Ha TO, YTO TeMIepa-
Typa B OCHOBAHHH PAacNnyCTHBLIEroCsl IBETKA JIHJIHU pofa Arum 3amer-
HO BHIIE, YeM B JApPYrux uactax toro e pacreHus. B 1851 r. Taps,
paborasi ¢ TeM e 0OBEKTOM, M0Ka3aJ xopollee COOTBETCTBHE MEXIy
notpebsieHHEM KHCJIOPOAA H NPOAYKLHEH TenJoTel B IBeTaX. BHOXHMH-
geckHe MccienoBaHus Hauanuch B 1932 r., kormpa OKkyHYKH onuHcan
uuauug- 1 CO-ycroitunBoe abixanue B nbliabie Lilium auratum. Cu-
cTeMaTHYeCKoe H3yuyeHHe GHOIHepPreTHYECKHX acCIeKTOB 3TOro (peHome-
Ha OBbLJIO MPEANPUHATO TOJbKO B 70-€ roanl Halllero CTOJETHSI.

BhisicHUJIH, UTO TepMmoreHe3 BbIpaeH OCOOEHHO SIBHO B LBETKaX
ApOHAHBIX JIHJIHH M HEKOTOPHIX APYTHX IBETKOBBIX PAaCTEeHHH.
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T'unepnpodyxkyus Tenaa W BCIOHIIKA JHXaTeJbHOH aKTHBHOCTH
JUISITCST B TeyeHue mpumepHo 12 4, yto Heob6xoguMO Oas ucnaperus
naxywux eeujects (OOHYHO AaMHHOB HJIH HHIOJIOB), IIPHBJIEKAIOLIHX
HaCeKOMBIX-OMblauTeNel. TepmopecysaTOPHbLE MEXAHU3M, OCHOBbLEAIO-
wuiica Ha axkTusayuu Oblxanus, deaqaer npoyecc He 3asucumvim OT
Temneparypel okpyscarouell cpedel. Ilpu 3TOM pasHuUa TeMneparyp,
HalpuMep MeXAy 1IBETKOM BOCTOYHOH KamnyCThl W BO3AyXOM, JOCTHra-
et 35°C (+420° B uBetke npu —15°C B BO3AYyXE).

CHuXeHHe OKpykKamllell TeMrnepaTypbl MPHBOAUT K CHJIbHOH aKTH-
BalliH AhiXaHHs (TPANMIIHOHHO CUHTAJIH, YTO TaKo# 3¢ddeKkTt — npepo-
raTuBa TeIJIOKPOBHBIX KHBOTHHIX). HampuMep, cHH:XeHHe TeMIepary-
pe cpean ¢ +15 no +5°C yckopsiter B 3,5 pasa CKOpOCTb ABIXaHHA
IIBETKOB BOCTOYHOH Kamycthl. MakcuMasibHasi CKOpPOCTb ALIXaHHS 10-
cruraetr 40 mMa-r~'-y~! 4TO CAYXHT HCKJIIOUEHHEM B MHPE DacTeHHH H
OJIH3KO K HaHBHCIIHM CKOPOCTSIM IBIXaHHS 3KHBOTHHIX TKaHeH.

MuTOXOHADHH Nepej IBETEHHEM DPACTEHHS] HMeIOT O6GBIYHOE AHIXa-
HHe, YYBCTBHTEJNbHOE K LHAHHAY H colpsxKeHHOe c¢ ¢ocdopuiupona-
HueM (kKo3doduuuent P/O nas okHc/eHHsI MaJjiaTa COCTaBJsieT NOPSAA-
Ka 2,7). B Oenb yserenusn Oblxarue pasobujaerca u yrpaiusaer 4ye-
CTBUTEAbHOCTS K YUAHUOY.

Kak u y XHBOTHBHIX, pOJib pa3oObliuTesell y pacTeHHH, Mo-BHAHMO-
My, MIpaloT XHPHBIe KHCJOTH. OHH e CTAaHOBATCS OCHOBHHIMU CYO-
CTPAaTaMH B YCJOBHSX BCIBIUIKH AbIXaHHS.

HMHnTepecHHi BOIPOC COCTOHT B TOM, HCIOJB3YIOT JIH PACTEHHS Tep-
MOPEryJISITOPHYI0 aKTHBAaUHIO CBOOOAHOIO OKHCJIEHHS [Jisl 1eJIeH HHHIX,
yeM HCIapeHue aTTPAKTaHTOB? B JaHHOH CBfI3H cJeAyeT OTMEeTHThb
pesyabrath pabor B. K. BofiHHKOBa H COTPYAHHKOB, II0OKa3aBUIHX CHH-
*K€HHe POTOHHOTO KOHTPOJISt H yCHJIEHHE aHTHMHIMH- H IHAHH/-YCTOM-
YHBOrO ABIXaHHS MHTOXOHIDHH, KOTOpHe GblIH BhiJEJEeHH H3 IPOpPOCT-
KOB O3HMHIX XJeOHBIX 3JIaKOB, OXJaXX[IaBUIHXCA B TeueHHe 1 4 mpH
Temnepartype Bo3ayxa —4°C. I[1pu 3ToM coxmep:kaHue cBOGOAHBIX KHP-
HBIX KHCJIOT B MHTOXOHAPHSIX Bo3pactasio B 2—3 pa3sa. HHrepecHo, 4TO
IPOPOCTKH B TEYEHHe IoJyuaca yAep:KHBaJlH TeMiepaTypy Ha 7—
10°C Goaburyro, yeM TemnepaTypa Bo3ayXa. ¥ SIPOBHX 3J1aKOB 1OJ06-
HEIX 3¢¢deKTOB He HabJI0galH.



Peryasnus, TpaHcnopT
M cTadMIM3anusa
IIPOTOHHOI'0 MOTEHI[HAJIA

6.1. Peryasiuus Aux H

®depmenTHl, obpasyoline u norpebasionne AuH, Moryr KOHTpOJIH-
poBaThbCs, NMOAOOHO APYTMM 3H3HMATHYECKHM CHCTeMaM, BceM HaGoOpoM
peryJHpyoIHX BO3NEHCTBHH, KOTOPHM pacnoJararmT KJeTkKa H opra-
HH3M. Psin npuMepoB Takoro poja peryJsiiid OblJ OMHCaH B Npeablay-
LIHX pa3genax 3Toi KHUrH. B nanHoil riaBe 6ynytr ob6cyxkaaTbesi ‘0CO-
Oble MeXaHH3MBI, CIeUHaJbHO H300peTeHHhle 3KHBOH NMPHpPOAOH, YTOOH
peryaupoBatbh ApH.

HekoTophle H3 HHX yXKe pacCMOTPEeHH B NpeAHAyHied TrJjaBe mpH-
MEHHTEJBHO K (PYHKIIHH CBOOOJHOTO OKHCJIEHHSI B TEePMOpETyJsiliHH.
B cnenyronieMm pasnene 6yner mokasaHo, YTO MpOIECCH CBOGOJHOTO
OKHCJIEHHS], YacTO B KOMOHHALlHH C CONpPS?KEHHRIM OKHCJIEHHEM, HMe-
10T ropa3no OoJiee HIHPOKOe 3HAaueHHe, YeM Oo6pa3oBaHHE TeIJIOTHI.

6.1.1. AnbTepHaTHBHble QYHKIHH AbIXaHHS

Korna B 1932 r. OkyHyku omucasn nuanua- 4 CO-ycroitunBoe Abi-
XaHHe IblJIbUB OAHOrO H3 JHJEHHHX, 3TO NPOH3ONLJIO NOYTH OLHOBpe-
MeHHO ¢ oTkphiTHeM B. A. Durensraparom (1930) ¢ocpopurupyrouie-
20 Oblxarus B 3puTpouuTax nTul. [JosToMy HeynuBHTeNbHO, YTO OKY-
HYKH HE YTOYHHJI, CONPSIXKEH JH C (pochopHIHPOBaHHEM OTKPHTHIH UM
HOBHIH MyTh OKHCJIEHHS.

OrpoMHHI}i ycnex HampaBJieHHs HCCJIeAOBaHHH, HayaJjo KOTOPhIM
nojoxusa B. A. DHreaprapar, npHBesio, Kak 3TO yacto GhiBaeT, K Io-
SIBJIEHHIO NOTMBI, NepeoleHHBaBlleil poJib (HocOPHIIHPYIOLIErO OKHC-
Jenusi. CTajlo MPHHATO CYHTATL GHOJIOFHYECKH TOJIe3HBIM TOJBKO TO
IBIXaHHe, KOTOopoe compsixkeHo ¢ o6pasoBanneM AT®. Ecau kro-nu6o
o6Hapy»KuBaJl AbIXaHHe, He cBsi3aHHoe ¢ PocopuINpOBaHHEM, TO ITO
Ha6JI0oeHHe CNHCHBAaJH Ha cyeT apredakra in vilro HJIH NMAaTOJOrHH
in vivo.
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B 1958 r. sToii morMe O6bljla NMPOTHBONOCTaBJieHA MPOTHBOMNOJIOXK-
Hasi TOYKa 3peHHs, YTO KJIETOYHOE JBIXaHHE in Uiv0 B HOPME MPOHCXO-
IHUT HE TOJIbKO CONPSAXKEHHO C 3anmacaHHeM 3HEprud, Ho H 6€3 Takoro
conpsixKeHHsi (3TOT BTOPOE THN [bIXaHHs GBI Ha3BaH CBOGOLHBIM).
BhLI0 BBICKa3aHO NPEANOJONKEHHE, 4To c80000HOe Obixarue y4acrsy-
er 8 TepmopecyraTopnom obpa3osanuu Tenaorsl, 8 00pa3osanuu UL
paspyuieruy meTaboautos, 0eTOKCUKayuu KcenHobuoTukos u dadjxce
(Koceenno) 8 3anacenuu anepeuu.

YUTo6Bb nOATBEPAHTH 3Ty IHIIOTE3y, HCCJIEAOBaJH O6pa3OBaHHE Tel-
JOTBl B OpraHH3Me TeIJIOKPOBHBIX, NOABEPTHYTHIX BO3IEHCTBHIO XO-
gona. Kak yxe oTMeyasnoch Bhille, cBOOOJHOE OKHCJIEHHE NEHCTBH-
TeJIbHO aKTHBHPYETCsi B MHIIIAX H nedYeHH. BrnocneAacTBHH NOJOOGHBIR
3(pPexr OGbl1 ONKHCAH APYTHMH HCCJENOBATE/sIMH B GYPOM ¥XKHpE U IIBe-
TaX HEKOTODHIX paCTEHHH.

Yro kacaeTcsi HeIHepreTHYECKHX (DYHKIHiI CBOGOJHOrO OKHCJICHHS,
TO HX HauOoJiee HarJsilHBIM NPHMEPOM MOTYT CJYXKHTb CHCTEMHI, o0e-
clieyHBalolHe pa3pylieHHe KOHEeYHHBIX NMPOAYKTOB MeTabosn3Ma H TOK-
CHYHBIX BelleCTB-KCEHOOHOTHKOB.

B 1962 r. aBTOp H COTPYAHHKH OOHApYyXHJH, YTO KO3(h(HIHEHT
P/O npn OkuC/eHHH JaKTaTa KHCJIOPOJOM B MHIINAX OKa3bIBAETCS
3HAYHTEJbHO HHXKE, YeM TPH HCIOJb30BAHHH APYrHX cy6CTpaToB Jhl-
XaHHs, oKHcasolluxcs yepes HAJIT.

IloagHee GBIJIO MOKa3aHO, YTO OKHCJIEHHE JIAKTAaTa B MHTOXOHAPHSX
JPOXKeH uaeT B o6Xox HavyaJbHBIX M CPEJHHX Y4Y4acTKOB (pOC(HOpHJIH-
pylolleH AhXaTeJbHOH uenH. B 06xXxonHOM myTH CBOGOLHOIrO OKHCJEHHS
ydyacTByeT LHTOXpPOM b, 3aKJIOUEeHHH#l B MexXMeMGpaHHOM MpOCTpaH-
CTBe, a TaKxke LHTOXpoMoKcHznaza. HAJl He HyxXeH AJisSi OKHCJIeHHS
JlakTaTa ApOXKeBHMH MHTOXOHApusiMH. [lo panubim A. ©. Bpoau u
COTPYLHHKOB, KJaeTkKH Mycobacterium phlei oKHCJASIIOT JlaKTaT OBICT-
pee, ueM apyrue cybcrpatel, HO Ge3 (hocHOpUHIHPOBAHHS.

Breyatasioniuit nporpecc Oblii JOCTHTHYT IIPH H3YYEHHH CHCTEM
CcBOOOJIHOTO OKHCJIEHHS], OTBETCTBEHHBIX 3a OeTOoKcuKayuro KceHobuo-
TuKos. B MeMOpaHe 3HAONJIAa3MAaTHUYECKOrO PETHKYJyMa KJeTOK meye-
Hy Oblyin OOHapyxXeHbl 0coOble NbiXaTeJbHbl€ ILEIH, BKJKOYAIOUIHE YU-
T0Xpom P-450 B kauectBe KOHeuHOH okcupasw u HAJPH-yuroxpom
P-450-pedyxrasy vin HAIIH-yuroxpom bs-pedyxra3y u uUMTOXpOM bs.
OTH LeNH yuyacTBYIOT B OKHCJIEHHH MHOXecTBa KCeHOOHOTHKOB. O6-
pasyiolllHe HX (PepMEHTBH HAXOASATCS B KJeTKe B 6OJbLIOM KOJHYECT-
Be. HanpuMmep, KoHLeHTpauus nuToxpoma P-450 B onpejeyieHHBIX yc-
JIOBHSIX MOXET IpPEeBbIlIaTh TAaKOBYIO JIOOOrO npyroro IUTOXpoMa B
TIEYCHH.

CpobosHoe nbixaHHe, KaTa/H3HpyeMoe IHHUTOXpoMOoM P-450, yuacr-
BYeT He TOJIbKO B JE€CTPYKTHBHBIX, HO TaKXe H B HEKOTOPHIX KOHCT-
PYKTHBHHIX mpoieccax, KOTopble OGBIYHO JIOKA/jH30BaHbBl B 3HOONJa3-
MaTHYeckoM peTukyayMme, OnHako, moxaJnyi, Hau6oJiee aeMOHCTpa-
THBHBI NpHMEP — 3TO MHTOXOHAPHH KOpPbl HaamnoueuyHuka. [lokasaHo,
YTO HadaJ/IbHHH M KOHEYHBI 3Tanbl 06pa30BaHHS CTEPOHAHBIX FOPMO-
HOB (KOPTH30Ha H aJbJOCTEPOHA) OCYLIECTBJISIOTCH ABYMS BHAaMH
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nuroxpoma P-450, HaxooAUIMMHCA BO BHYTpEeHHeli MeMOpaHe 3THX MH-
ToxoHApu#. Tam e cyuiectByeT ocobasi peloOKc-llenb, BOCCTaHaBJIH-
Bawouiass UHTOXpoM P-450. OHa OKHCJSieT BHYTPHUMHTOXOHJApPHAJIbHBIN
HAO®H nocpeacrsom HAJI®H-anpeHonokcuH-peaykTassl — (Jiaso-
nporeuHa, cofepxamero ®AJl. [locnenHuii BocCcTaHaB/IHBaeT aJpeHO-
JOKCHH — HEreMOBBIfi 1K€JIe30NPOTEeHH, CJYXKaUlHii JOHOPOM 3JIEKTPO-
HOB Ans1 uuroxpoma P-450. Bce 3TH OKHCJHTeNbHblE peaKLHH He CO-

npsixkeHsl ¢ reHepauuneit ApH, koropasi o6pasyercsi o6uuHOl (ocdo-
PHJHpYIOLIEH AbIXaTeJNbHOH LeNblo, JOKAaJH30OBAaHHOH B TOH e CaMOH
MembpaHe.

HHrepecHBll npuMep MOLIHOH aKTHBAaUMH CBOOONHOrO JbIXaHHSA
ONHCaH B JelKkoyurax, aTakyloOLIHX OakTepHaJsbHYI0O KJeTKy. B 3ToM
caydyae ocoOble BHYTPHKJIETOUHBHIE MY3BIPbKH CJIMBAlOTCSl C BHEIIHEH
KJIeTOYHOit MeMOpaHO# JelkouHTa, Takoi 3(pPekr HMeer cJjeacTBHEM
BCNBILIKY CBOOOAHOrO AHIXaHHSl, B KOTODOM YYacTBYeT LENb OKHCJe-
Hus HAIIH u HAII®H, Bkuatouatouiasi ¢pJ1aBOIPOTEHHE H CaMOOKHC-
Jaomuiics uutToxpoM tHia b. LluToxpom b KaTasJH3HPYyeT OJHO3JIEKT-
pOHHOe BoccTaHOBJieHHe Oy [0 CyNmepOKCHAHOrO pajukaJa, KOTOpHIH
pearupyer ¢ Cl- nox melicTBHEM MHeJONEPOKCHAA3H C 06pa3oBaHHEM
panHKaJabHOi (opMu xJsopa. IlocnenHnsisi, 6yayuyn 4upe3BbYAaHHO TOK-
CHYHOH, ybuBaer OakTtepud. OnHcaHHas LeNb PeaKUHH NPepuHBaeTCH
ackop6aToM, BOCCTaHABJIHBAIOLIHM CYNEPOKCHIHBIA pajHKaJl.

Herpyano 06bsicHHTb, nOUeMy nepeducyeHHble BHIILE MPOLECCH MO-

IJIOLUIEHHsi KHCJ0pPOJAa He compsixeHbl ¢ reHepauueéi ApH. Dneprern-
YecKoe COMNpsixkeHHe HeH30eXKHO YCJ0XKHHJIO Ob BHINOJHEHHE AeCcTpPYK-
THBHBIX HJIH KOHCTPYKTHBHBIX (PYHKUHH BCEMH 3THMH (p€PMEHTHHIMH
CHCTEMaMH, KOTOpDHle HMEIOT XKHM3HEHHO BaXHOe 3HayeHHe [AJs opra-
HH3Ma.

Hrak, MBl paccMOTpeJIH 4eTolpe 24aB8HbLE (PYHKYUU OKUCAUTENbHBIX

npoyeccos: 1) 3amaceHue 3HeprHH B yTuausupyemoit ¢opme (ApH),
2) paccesiHHe 3HeprHH B BHJE TemJOTh, 3) o6pa3OBaHHE IIOJIE3HBIX
COeiHHEHHH u 4) paclienJieHHe BpeAHBIX BeulecTB. MoXHO G6blJIO GHI
AyMaTh, YTO mnepBasi W3 MNepEeYHCJEHHBIX (YHKIHiI HENoCpeaCTBEHHO
obecrieunBaeTcsi CONPSXKEHHHIM, a TPH JApyrHe — cBOOOAHBIM JbIXa-
HHeM. OJHaKo Takoii B3IJIfA CJHLIKOM YIPOLIAeT peasibHYyl0 CHTYya-
LHIO.

ComnpsikeHHOe [BIXaHHE yYacTBYeT B HEKOTOPHIX CJyyasix B OCY-
umiecTBneHun GyHKuHi (2)— (4). Tak, MblllledHasi APOXKb NPH NEPBOM
OXJIaXKJ€HHH »XHBOTHOrO B KayecTBe MeXaHH3Ma CPOYHOH TEmJONpo-

nykuun Tpebyer obpasoBanus ApH, a 3areMm u AT®, ucnosszyemoro
aKTOMH3HHOM B KayecTBe cy6ceTpara.

flcHO TakXKe, YTO GOJBLIHHCTBO KOHCTPYKTHBHBIX INPOLECCOB HYX-
naercss B sHeprun AT®, o6pasyemoro conpsixKeHHbIM JAblxaHHeM. HUTto
KacaeTcss JeCTPYKTHBHBIX peakluil, TO OHH, KaK IpaBuJio, 06X0oAsTCA
6e3 AT®, xoTa u 3[echb €CTb PsAA BaXKHBIX HCKaoueHHH. JlocraTouHo
BCIIOMHUTL IHKJ CHHTe3a MOYEBHHR H3 aMMHaKa, HCNOJb3YIOIIHA
sHepruio ATO.
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Ha nepsBril B3r/siJ, cBOOOAHOE ABIXaHHe, MO ONpeleseHHI0, He MO-
JKeT y4acTBOBaTb B 3alacaHuH 3Hepruu. [lapanakcaJjibHO, 4TO cyuiecT-

BYIOT C/ydYaH, KOTfla 3TO He Tak.
H3BeCTHO, YTO HAYAAbHBLI Y4ACTOK CONPAICEHHOU OblXaTeAbHOL

yenu — camolii meOnennsli u Hauboree ysadsumsil. lllupokuit Kpyr
rugpoo6HEIX KCeHOOHOTHKOB GJIOKHPYeT [hkiXaHHe HMEHHO B 3TOM
nyHkre uend. LIyHTHpOBaB 3aTOPMOXKEHHOE MECTO I€NH CBOGOIHBIM
OKHCJIEHHEM, MOXHO BHOBb aKTHBHPOBaTb JAbixaTesbHbill cuHTe3 AT®,
xoTs1, KoHeuHO, co cHHXXeHHbBIM KIII. Taxkoii adpdekr ocob6eHHO ak-
TYaJleH JIJisi MHTOXOHIPDHH B I€UEHH — OpraHe, CrelHaJH3HPOBaHHOM
Ha aKKyMYJSUHH TrHIPO(QOOGHBIX KCEHOOHOTHKOB C LEJbI0 HX MocJje-
JYIOlIero paspylleHHsi IPH NOMOIIH LHTOXpoMma P-450.

IIyutupoBanne 3aropmoxkeHHo HAIH-KoQ-peaykTasm MoxKer
JOCTHraTbcsi gecopbuHeil LHTOXpOMa ¢ B MexXMeMOpaHHOe IpPOCTpaH-
cTBO WM Jo6aBjeHueM BHTaMHHa K; (MeHanvoHa) JsH60 BHKacosia,
KOTOpble aKTHBHDPYIOT AHKyMapoJ-uyBcTBHTe bHYIO I T-nuacdopasy. He
SICHO, OIHAaKO, CTHMYJIHDYETCs JIH 3Ta CHCTeMa, ONHCaHHas in vitro,
rugpo¢o6HHIMH KCEHOOHOTHKAMH IIPH HHTOKCHKAaUMH in vivo. B 1O
XKe BpeMsi NOKa3aHO, YTO HCKYCCTBEHHO€ Be€Jl€eHHEe MEHaJHOHAa OKa3hl-
BaeT BhIpaXKeHHBI 6JaronpHATHHIH TepameBTHUECKHH 3(Q@ekT npH
HacJIeICTBEHHOM HapYIIEHHH CpeJHEero ydyacTka AbIXaTeJbHOH 1eMH
(nonpobuee cMm. pasa. 8.2.1).

6.1.2. Peryasinus noTOKOB BOCCTAaHOBHTEJbHBIX
SKBHBAJIEHTOB MEXKJY LMTO30Je€M H MUTOXOHJAPHUSMH

Ecnu nBa nyTu okucneHHsi: cBOGOAHBIH H 3HEPreTHUECKH COMNpPsi-
JKEHHbIH — COCYLIEeCTBYIOT B OJHOH H TOH Xe KJleTKe, BOSHHKAaeT NpoG6-
JieMa, KaK IpeJOoTBpPaTHTb YTHJH3AIHIO BCE€X BOCCTAHOBHUTEJIbHBIX 3K-
BHBAaJIGHTOB [0 TOMY H3 HHX, KOTOPHIHi TepMOAHWHaMHYecKH 6oJiee BhI-
roneH. be3s COMHeHHSsi, NPOCTPaHCTBEHHOe pasrpaHHyeHHe (KOMIapT-
MEHTaJIH3allusi) MeTabOoJHUYECKHX NMPOLECCOB HrpaeT BEAYLIYIO POJb B
pelteHHu 3Tod npobJsieMul., Tak, HanpuMep, meruaporeHasbl OCHOBHBHIX
cyOCcTpaToB JIOKaJH30BaHbH B MaTPHKCE, TaK YTO BOCCTAHOBHTEJILHBIE
3KBHBAJIEHTHI, MMHTAIOUIHE IBIXaTeJbHYIO lienb, 06pa3yloTcsi Henocpen-
CTBEHHO BHYTPH MHTOXOHADHH H MOTOMYy caMH no ce6e HeJOCTYIHHI
JJisi BHELIHHX CHcTeM cBOOOAHOro OKHcCJieHHs. Kpome TOro, BO BHYT-

peHHell MHTOXOHJApHaJbHON MeMOpaHe cOAepKHTCs Heckoabko ApH-
3aBHCHMBIX NEPEHOCYHKOB, OTBETCTBEHHBIX 3a aKKYMYJSHIO B Mar-
pHKce Tex cyO6CTpaTOB, UbH JAErHiporeHasbl HMEIOTCs] HE TOJBLKO B MH-
TOXOHJPHSAX, HO H B LHTO30Jse. Ecnu e peruaporeHasa gaHHOro cyo6-
CTpaTa JIOKaJH30BaHa HCKJIOUHTEJbHO B IIUTO30Ji€, TO HCNOJb3YIOTCSH
ocobnle YeJHOUHble MeXaHH3Mbl, MePEeHOCsIIHe BOCCTaHOBHTE/bHbIE K-
BHBAJIEHTHl H3 LHTO30Ji B MaTPHKC.

Ha puc. 50 nokasan mazsar-acnaprar-zayramatuelli weanox. Jlei-
CTBHE 3TOH CHCTEMBbl NPHBOAHT K OKHCJIEHHI0O BHEMHTOXOHJPHAJbHOrO
HAIIH mnocpesctBom HAJI*-marprkca. B mpouecce yuacTBYOT nBa
¢epMeHTa, JOKaH30BaHHEE Mo 06e CTOPOHE BHYTpeHHeHd MeMGpaHH
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MHUTOXOHIDHH, a HMEHHO MaJiaTAerujporeHasa M acoapTar: rjayrama-
TaMHHOTpaHcdepasa. Kpome Toro, Heo6xoauMul [Ba NEepeHOCYHKA: aH-
THIOpPTEpP IHKAapOOHOBHIX KHCJOT H TJyTaMmart/acnapTaT-aHTHIODPTEp.
INocaennuit ucnoansyer sHepruio ApH, Tak kak OH KaTaJHsHpyeT O6-
MeH acnaprar?—/(rayramar®—-}+H?*). B pesysasTaTe mepeHoc rHApPHA-
HoHa oT HAlH+gap k HAl*5s OKa3HBaeTCsi CONPANKEHHHM C nepeMe-
HieHHeM OAHOro uoHa Ht H3 1uTO3011 B MaTPHKC NOJ AeHCTBHEM

ApH.

BHyTpeHHARA
meMbpaHa
MATOXOHAPWA
Umro3ons Matpwyc
H,0
0- ~
G:’U f——
& GIU HA QA H
& Asp “i’j-[\ASP
=
HALH UIYHK o - Herornv&ar)(:gd Herornytapart
¥\
HADAManar 2 Manar
=
=
=
=
/

—=

Puc. 50. YeanoyHasi CHCTeMa AJiA OKHCJIEHHsA UMTO30JbHOrO HAJL MHTOXOHJAPHAJIb-
Hoil puxatenbHOfl nensio (no D. Nicholls, 1982):

HAJIHHap BOCCTAaHABJHBAGT OKcaJloalleTaT NoCpeAcTBOM oOOpalleHHsT peaKUHH, KaTaJlH3HpyeMof

IHTO30JbHOR ManataermaporeHasofi (/). OO6pasoBamHHE TaKHM DOyYTeM MAaJIJaT TEPEHOCHTCA B
MaTPHKC B OOMeH Ha Q-KeTOrAyTApPaT NPH YY&CTHH AHTHOOPTepa AHKapGokcmaaToB (2). B mart-
pHKce ManaT BoccTaHaBaHBaeT HAJ(+ MATOXORApDHanbHOR Manataermaporemasofi (3). IMTonyuen-
HHE oOKcasoaueTaT NEepeaMHHHpYeTrcs ¢ TIJyTaMaToM, MAaBaf aclapTaT H Q-kerorayrapat (4).
BuyTpeHHHH acnapTaT oOMEHHBaeTcsl Ha BHeluHMe raytaMar H H+ npr momomm acnaprat?—-Ke

(rayTaMat?— + H+)-2aHTHDOPTEPA € HCNOJb3OBAHHEM SEEPTHH AuH (5). BremmHA acnapTaT me-

peaMHHADYeTC ¢ BHEITHHM (-KETOTJNYTAPaTOM, DereBepHpys BHEIODHHf oOKcanoanmerat (6). AuH
notpebisemaa B peaknum (5), BOSOGHOBJAfETCH AHXAaTeNbHON Henbio (7)

Jlpyroii yenHOYHBLII MeXaHH3M HCHOJIb3yeT ABe rauuepodocdartie-
THAPOI€Hasbl: IIHTO30JbHYI0, 3aBucAlLyo ot HAJI, u MHTOXOHApHAMD-
Hy10, BOoccTaHaB uBawonyw KoQ 6e3 yuyactus HAJL. Uennounwe cu-
cTeMbl TKaHecneuH@uyHe. Hanpumep, ManaTHBHI 4yeTHOK OYEHb AKTH-
BeH B MeYeHH, HO OTCYTCTBYeT B Cepjille, Ille MHTOXOHADHH JIHIUEHHI
IHKapOoKCH1aTHOro aHTHNoOpTepa. I auyepogocharnsili weanox pesKo
aKTHBM3HPYeTCS] THPEOHAHBIMH FODMOHAMH.

JIpyruM npHMEpOM NpOCTPAHCTBEHHOrO pa3jeJieHHS OKHCJHTEJb-
HOoro o6MeHa MOryT OHITb NEPOKCUCOMbL. DTH OpPraHeJyikl OKPYKeHH
MeMOpaHoi, HaNOMHHaIOWe# MO NPOHHILAEMOCTH BHEIIHIOIO MHTOXOH/-
pHanbHyro MmMeMOpaHy. OHa He mNpoHHLaeMa [Js1 GeJKOB, HO JIErKO
IponycKaer HH3KOMOJIEKYJisipHHle BellecTBa. [lorsonieHne KHCJIOpPOZA
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nepokcHcoMaMHu O6YCJIOBJIEHO AeHCTBHEM ypaTOKCHAa3bl, OKCHAashl D-
aMHHOKHCJIOT H OKCHIa3bl -OKCHKHCJOT. OKCcHAAa3bl NMEePOKCHCOM He
KOHKYPDHPYIOT ¢ (PepMEHTaMH CONPSKEHHOro AblXaHHs MHTOXOHJPHH,
NOCKOABKY Ccy6CcTpaThl 3THX OKCHAA3 OKHCIAIOTCs 6e3 yuacTus
HAL(®) u nweixaTesbHOH LenH. TOKCHYECKHH MPOAYKT PpeakLHH —
NEepOKCH BOLOpPOJa — HEMEeIJIEHHO pa3Jiaraercsi BHYTPH NEPOKCHCOM
KaTaJa30H, CaMBIM MacCOBHIM O€JIKOM 3THX OpraHeJi.

6.1.3. Bzaumonpespauenue Ap u ApH

Be3 comuenusi, s3aumonpespauwjenuns Ay u ApH moeyr umers pe-
eyararoproe 3navenue. Takoro tTuna 3¢ QPekT HOJIXKEH BJIHATH Ha COOT-
HouleHHe Ay- u ApH-3aBHCHMBIX TPaHCNOPTHBIX CHCTEM, KOJIHYECTBO
3HepruHM, 3anaceHHoii mMmeMGpaHoii, ¥ 3HaueHsHe pH mo kpaiHeit Mepe
C OJIHOH CTOPOHB MeMOpaHHI.

Yrobur npesparure Ay 8 ApH, docraroyno 3aekTpogoperutecku
nepenectu uepe3s membpany 060l uon, kpome H+. B MUTOXOHADHSX
eCTb TOJbKO OJHH KpynHOMacIITaGHBIA Ipouecc TakKoro poja:
ATO% gu/ANDP3—pap-antunopr, nuraromuit H+-AT®-cuntasy onHum u3
ee cy6crpatoB. OfHAKO B YC/IOBHSX, KOTJa MHTOXOHJIDHH CHHTE3HDY-
10T AT®, ator aHTHNOpPT Bcerja conpoBoxiaercs ApH-zaBHCHMBIM
crexuoMerpuyeckuM cuMmnoptom HePO,~ u H*, kotopmiii nocrasJsieT
B MHTOXOHApHIO (ochaT — BTOpOit cy6cTpaT peakuud 0OpasOBaHH:A

AT®. B pesysbrare, Kak npaBHJIO, MHTOXOHAPHs noafepxuBaer ApH
B ocHOBHOM B (popme Ayp. Tem He MeHee nHorga Avyp CHHXKaeTcs, a
ApH Bospacraer. Takoil a¢pdekr Habaonan, B uactHoctd, P. Kaynnu-
HeH, uaMepsaBuiHit AY u ApH B MHTOXOHApHsIX mnepdy3HPOBaHHOIO
cepaua in Situ.

JI. B. UeH ¥ COTPYIHHMKH OKpalIHBaJH METHJPONaMHHOM MHTO-
XOHJIDHH KJETOK B KyJsbType TKaHH. Kak ormeuajyocy B pasf. 2.1.3,
KaTHOH METHJIDOLAaMHHa 3JIeKTPOpOpEeTHYECKH HaKaIllJHBaeTCss B MH-
TOXOHJIPHSIX H IOTOMY INpPOKpPalIHBAaeT TOJbKO T€ H3 HHX, KOTOpHE
umelor Ay, Ho He ApH. Brnin onmucan cayyaii, Koraa M3 IBYyX cocel-
HHX KJIETOK, He OTJHYAIOU[HXCs MO MOP(OJOrHH, TOJbKO B OJHOH MH-
TOXOHIPHH HaKallJHBaJud MeTHJponaMHH. Jlo6aBseHHe HHrepHUHHA,
npespamawpmero ApH B Ay nyrem o6Mena Ht na K+*, BRI3BIBasO
OKpalliBaHHe MHTOXOHIPHIi TaKxke H BO BTOPOH KJIETKe.

CyulecTByeT psii AaHHBIX, YTO MHTOXOHADHH pacrnosaramT cob-
crBeHHHIM Kt/Ht-antunoprepoM, KOTOpHIi OGBIYHO HAXOAHTCA B Ja-
JIEHTHOH (opmMe.

OpuuM H3 (pakTOpOB, BHI3BIBamollux nepexoxm AP B ApH, moxer
OblTe yHUnopT Ca?t B MuroxoHapuH. OJHAaKO 3TOT npouecc, KaK npa-
BHJIO, HMeeT OrpaHHYeHHOe 3HaueHHe H3-3a oveHb HH3Koro (10~7—
10-¢ Monb/n) ypoBHs Ca?t B uurosone. HUro kacaercs K+, KOHIeHT-
pauusi KOTOPOro B IIHTO30Je cocTaBJjsieT okoso 0,1 Mosb/a, ero mac-
COBbIfi YHHNOPT B MHTOXOHIDHH HOJKE€H OHTL 3amnpellleH, Tak Kak
pacnpesnesnenne K+ mo Ay mpuseso 66 K Hakomsennio KOH B mart-
puKce.
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Hmnopr K+ caysmur, no-sucumomy, 2A08HbIM MEXAHUSMOM npe-
epaujenus Ay 8 ApH y 6axrepud, cyluleCTByOILHX NpH ropasno 6o.iee
HH3KOH KOHLEeHTpainuH Kt cHapyxH, yeM MHTOXOHIIDHH.

B xnaoponnacrax ApH Haxomutcss B ocHoBHOM B (dopme ApH

H3-3a BBICOKOI MNpOHHLIAaeMOCTH MeMOpaHn THJakouaoB pisa Cl-, K+
H Mg?+,

6.1.4. OTHOweHHe cHcTeMBbl KOHTpoas ApH
K OCHOBHbIM PEeryJiiTOPHbIM MEXaHH3MaM 3YKAPHOT

B opraHusMax 3yKapHOT HaJKJeTOYHBE peryasiTopbl, HalmpHMep
FOPMOHBI, TepefalT CBOH KOMAaHIhl NPH NOMOILIH BHYTPHKJETOYHAIX
MeqHaTOPOB, Ha3blBae€MBIX BTOpudHbIMU nocpednukamu. Cpein HHX
Hanb6oJsiee yacto Hcmoab3dywoTcess Ca?t, nHK/IHYECKHE HYKJEOTHIbl H
NPOAYKTHl pacluensyieHuss ¢ochpaTuauauHosuTaudocoara: Ttpudbocho-
MHO3UT H AHAUUJIIHLEPHH. B nocsiesHee BpeMs GHOXHMHKH Bce 60Jib-
lllee BHHMaHHE Y/EJISIIOT TaKOMV PEryJisiTOpy ¢ MHOXECTBEHHbIM Aefi-
cTBHEM, Kak HOoHy H™.

HHorga B KayecTBe BTOPHYHBIX TMOCPEAHHKOB JEHCTBYIOT MeTaGo-
JIMTHl, pEryJHpylolHe IYyTH CBOEro CcOGCTBEHHOrO IpeBpalleHHsi B
KJIeTKeE. .

[lono6uasi cuTyauus Oblja ONHCaHAa MPH pacCMOTPEHHH TepMope-
ryJsiTopHoro pas3o6uieHusi (cMm. pasa. 5.4.2). )KupHble KHCJOTHI BBI-
CTYIIAIOT He TOJBKO Kak Cy6CTpPaTh OKMCJIeHHSsl, HO H Kak pa3obiiu-
TEJH 3TOr0 OKHcJaeHuss U HHrHOuTOpH AT®/AIl®-anTHnOprepa. He-
JaBHO OHIJT OIHCAaH elle ONHH perynsiTopHbid 3(¢eKT KHPHBIX KHC-
Jgor. OKasanoch, UTO OHH BHI3BIBAIOT 0ecOpbYUI0 2eKCOKUHA3bL, CBSl-
3aHHOH ¢ BHellHeii MeEMOpPaHOH MHTOXOHAPHH. ITO MONXKET O00JIerYHTh
WUPHBIM KHCJIOTaM KOHKYPEHUHIO ¢ TJoK030it 3a AT® B peakuusx 06-
pasoBaHus anuja-KoA u ruwoko3o-6-docthara. O6a 3TH mpoiecca Mo-
T'YT NPOHCXOLHTH HA TOBEPXHOCTH BHEUIHEH MHUTOXOHIPHAJbHOH MEM-
6panbl. )KupHbHE KHCJIOTHl, cOpbHpysick Ha MeMOpaHe, MOBHIIAIOT OT-
pHLaTeJ bHBIH 3apsijl, YTO NPHBOIHT K Pa3pylleHHIO KOMILJieKca reKco-
KHHa3bl ¢ ee peuentopoM. Poiib nocsneiHero BHIIOJIHAET MOPHH.

UTo KacaeTcsi «KJlaCCHUECKHX» BTOPHUYHBIX [OCPENHWUKOB, TO TNpPH-
MEHHTEJIbHO K MHTOXOHIDHSIM OCOOEHHO TUIaTeJbHO H3YUYEHbl WOHbL
Ca?*t., HakanauBasicb B MHUTOXOHIDHsIX, OHH mpeBpamaior Ay B ApH.
Kpome Toro, oHu akTHBHPYIOT (pocosunasy Ag. [locnennsis obpa3sy-
€T XXHPHble KHCJOTHI, BbI3blBaloiHe Bce Te 3(pPEeKTh, 0 KOTOPhIX 11Ja
peup Bbille. JIpyroii nmponykr nefictBust ¢ocdonunass — mnuzodocdo-
JIMITUAB — TaKXe BJIHSIET Ha HEKOTOpble NapaMeTpPbl MHTOXOHIPHH.

yAM@D wmoxer, 10-BUIHMOMY, BJHATH Ha (PYHKIHH MHTOXOHIPHI
He TOJIbKO 4Yepe3 XHPHBble KHCJOTH, HO U 6oJiee mpsiMo. Ha BHeliHe#
CTOPOHEe BHYTPeHHeii MeMOpaHbl MHTOXOHADHH APOXKEH HaXoouTCs
6esiok Maccoét 45 kJla ¢ oueHb BHICOKHM cpoACTBOM K HAMO® (Kg=
=10—° M). MoOXHO NpeANoOJIOXHTb, YTO 3TOT O€JIOK CJYXKHT CHElH-
(bunueckHM peuenTopoM, OTBETCTBEHHHIM 3a OINHCaHHOE paHee MaeHCT-
Bie HAM®, no6GaB/ieHHOrO K KJIETKaM APOMKIKEH — CTHMYJSAIHIO CHH-
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Te3a MHTOXOHIPHAMH CyObenuHHL [—II] HHTOXPOMOKCHAA3H H YCKO-
peHHe IBIXaHHs.

Her comuenuii, uto non Ht Takxe Moxer GBITb HCNOJIb30BaH B
KayecTBe BTOPHYHOro nocpeanuka. CoseplleHHO o4yeBHAHO, yTO0 pH-pe-
ryJsliiss o4eHb BaxKHa npu pa6ore Ht-AT®aszm BHeuiHeli MmeMOpaHH
KJeTOK pacrteHHii H rpubosB. Kak G6wljio mokaszaHo B pasn. 4.3, 3T1OT
(bepMeHT HauyHHAaeT AaKTHBHO OTKayuWBaTb HOHbH HT H3 nHTOMJIasMu
BO BHENIHIOIO Cpely, €CJIH BO3pacTaeT BHYTPHKJIETOYHAasi KOHIEHTpa-
nuss Ht. [leficTBHe pacTHTeNbHBIX MOPMOHOB ayKCHHOB 1O BCeH Be-
POATHOCTH CBA3aHO € 3aKHCJEHHEM I[HTONJa3Mhl, BBI3BIBAIOIIHM akK-
tuBauuio HH-AT®asb u, Kak cjiencTBHe, MOBHILIEHHe AYp Ha BHeLIHel
MeM6paHe KJIeTKH.

6.1.5. Koutpoab ApH y Gakrepuii

Kaxk yxe oTMeuasnoch, MHOTHe GaKTEDHH PacloJiaraloT Mapasielib-
HBIMH 3JIEKTPOH-TPAHCIIOPTHHIMH NYTSAMH, OLHH H3 KOTODBIX CONpsiKe-
Hbl C HaKOIJIeHHeM SHeprud, a gpyrue — Her. Kpome Toro, cBoGofiHOE
H CONpsiKeHHOe OKMCJIEHHss MOTyT GHTb IOC/JEA0BAaTENbHO BKJIIOYEHH!
B O[Hy H Ty Xe JHXaTejbHyio uenb, [Ipo6ieMy <«mose3Horo pasoG6-
IleHHS» HHKOrJa He HCCJIEf0BAJH NPHMEHHTEJILHO K GaKTepHSIM.

HinTepecHHt npuMep MexaHH3Ma, NOAAEPIKHBAIOLIETO BBICOKYIO

ApH no npunuuny camoperyasuud, GuJs BHSABJEH B ONBITax ¢ mo-
JBHXHEIMH OakTepHaMH. [lokaszaHO, YTO HCKYCCTBEHHO BLI3BaHHHIE H3-

MeHeHuss ApH BocupuHuMaloTca 6akTepHeii KaK CHrHaJI, peryJHpyio-
WU ee aBHxKeHHe, Tak, no6aBKa pa3oOlIHTENS HJIH HCUEpPNaHHE KHC-
JIOpOZa CJyKaT peleJIeHTHHM CHTCHAJIOM, BH3BIBAIOLIHM H3MeHEHHE
HanpasJyieHuss ABHMEHHS Gakrepuu. CoorBercTBeHHO aobOamiseHue Og
OKa3LIBaeTCsi aTTPAKTAaHTHBIM CTHMYJIOM, GJIarONpHATHHM [Jisi JIHHEH-
HOro ABHXeHHusi. OTMe4YeHO, UYTO BJIHSIHHE KHCJOpoja Ha MNOBeleHHE
Gakrepuit (23pPOTaKCHC) MPOSBJASIETCS JHIIL B TeX CJHydasiX, KOraa
xoHueHTpanusa O B cpene Bauser Ha ApH.

[Ipocrefiuee 0ObsiCHeHHE 3THX NAHHHX COCTOMT B TOM, YTO GaK-
Tepus pacnoasazaer Ycrpolicreéom, xoropoe usmepser ApH u noceira-
er COOTBeTCTB8YoOWUll CUusHaA (hAa2eANAPHOMY MOTOPY, PEryianpys Ta-
KHM crnoco6oM HampaBjieHHe BpalleHHs XKIyTHKa: HanpaBJ/ieHHe Hs-
MeHsieTcsl Ha NMPOTHBOMOJIOXKHOe, ecai ApH cHHXkaeTcs, H coxpaHsiercs
HEH3MeHHHIM, eCJIH OHa pacTeT. B pesyJsibTaTe KieTka ABHMKETCA Ty.a,
rie OHa MOXeT NoaaepxuBath GoJsiee BHCokyww ApH. 'umorernue-
CKHli MeXaHH3M mnoAOCHOro THIa, Ha3BaHHLIA aBTOPOM MNPOTOMETPOM,
NO3BOJISIET HHTErPHPOBATL MHOXECTBO 6JIaronmpUATHHX B HebJaronps-
ATHRIX BO3IefiCTBHI, OTPaXKalOIIUXCH Ha DHEPreTHYECKOM COCTOSIHHH
McMG6paH.

Onucan mMexaHusM, corsacyouuii paory aAByX ¢pOTOCHCTEM B XJIO-
pomJjiacTax H TeM CaMbM ONTHMH3HWPYOIIMH mnpoaykuuio ApH =
HAI®H. Ecan ¢orocucrema I1 paboTtaer cauumkom GHCTPO, 3TO NPH-
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BOIHT K BOCCTAHOBJIEHHIO pEIOKC-TIePEHOCYHKa (MpPennoJIOKHTETbHO
PQ), BkioyeHHOrO Mexny nByMs ¢oTocucTeMaMH. Tako# sddekT He-
KOTOPHIM CIIOCOGOM aKTHBHPYET NPOTEHHKHHa3y, (OChHOPHIHDPYIOILYIO
6eJIOK, KOTODHIH HeceT Ha cebe xJopodu,aa aHTeHHH. Ha3BaHHmE 6e-
JIOK B ero He(OoC(hOpHIHPOBAHHOM COCTOSIHHM JIOKAJIH3yeTCsi B OCHOB-
HOM B THJIaKOHJaX, YIaKoBaHHEIX B rpaHe. ®ocopHiHpOBaHHE yBe-
- JINYHBAET OTPHIlaTeJbHHH 3apsn OeJKOB aHTEHHHI, KOTOpble nupdyH-
JHDYIOT H3 THJAKOHJA0OB B MeMOpaHbl CTPOMBI, rZle, KaK NpPaBHJIO, JIO-
Kaju3oBaHa (Qorocucrema 1. B nrore Qorocucrema I noayuaer 60.ip-
e xJopoduJyia aHTEHHB, a CJeJoBaTeJibHO, H 60Jbule (DOTOHOB, YyeM
¢dorocucrema II. AxkruBauusi ¢porocHcTeMul | BHI3HIBa€T OKHCJIEHHE
PQH,, a 3HauyuT, H TOpMOXKeHHe MPOTeHHKHHazhl. HenpepriBHO peicT-
Bylollas nporenHpocharasa pedochopunupyer 6ejoK AHTEHHB H
NpeKpauaer ero JAajpbHeHIyI0 yTeYKy H3 THJAaKOHAOB B JiaMeJJiH
CTPOMBI.

6.2. TpaHcnoOpT 3HepPruH BAOJb MeMOpaH
B ¢opme AnH

‘6.2.1. OO0uHe MoJIOXEeHUs

O6biuHO MeMOpaHBl pacCMaTPHBAIOT KaK CTPYKTYpPHI, OTIEJSIONIHE
LHTONJIa3My OT OKpyXauled cpeldbl HJIH OAHH OTCEK KJETKH OT
apyroro. be3s coMHeHHs1, TaKkoe CBOHCTBO mpucylle Jo60it 6HOJOrHYe-
ckoit MeM6paHe. OIHaKO TakKe siCHO, UYTO pasJesHTeNbHasi (PyHKIHSA
Bcerja HMeeT CJIeACTBHEM H OllpejesieHHbie HHTerpaTHBHbIE 3¢ (EeKTHI.
Hanpumep, uuronsasmMatuyeckass MeM6paHa He TOJbKO OTrPaHHYHBAaeT
IHTONJIa3My OT BHEKJIETOYHOH cpeabl, HO H o6bedHHseT pa3Hoobpas-
Hble BHYTPHKJIETOYHBIE KOMIIOHEHTH B €HHYIO CHCTEMY.

Kak nosxHO GBITH SCHO M3 BCEro mpeasiaymiero usjoxenus, ApH,
nogo6Ho AT®, cnyXHT KOHBEPTHPYEMO#l 3HEPreTHYeCKOH «BaJIOTOH»
MHorux OakTepuil, pacTeHuil, rpu60B, MHTOXOHIPHI H XJIOPONJIACTOB.
B rn. 7 6Gyaer mokasaHO, YyTO poJib MeMOpaHHOH (pOpPMHI HEPTHH B
IHTONJIa3MaTHYECKOli MeMmOGpaHe psina GakKTepHii H BO BHellHell MeM-

OpaHe XHMBOTHOH kJyieTkH Hrpaer ApuNa.
O6si3aTenibHOE CBOMCTBO J1060i «BaJsIOTHI» — ee TpaHcrnoprabeJib-

Hoctb. Kak ApH, tak u ApNa oreuaror 3tomy Tpe6oBaHul0. B Yact-
HOCTH, NPEIACTABJSETCs BIOJHE OYEBHAHBIM, 4TO0 H Ay-, H ApH-co-
CTaBJISIOIIHE IPOTOHHOTO MOTEHLHaJJa, BO3HHKHYB Ha TOH HJH HHOH
MeMGpaHHOH CTPYKType, HeMe[JIEeHHO paclpOoCcTpaHsTcs no MembOpa-
He BO Bce cTOpOHH. Tak kKak cpenbl no o6e cTOpOHB MeMOpaHH
IpeacTaBsioT co60ii BOAHBIE PacTBOPH 3JIEKTPOJIHTOB, 3JIEKTPOIPO-
BOIHOCTh HX OY€Hb BBICOKa. B TO ke Bpems 3JE€KTPONPOBOAHOCTH Ca-
Moji MeM6paHB OYeHb HH3Ka, DTO O3HauaeT, 4To Ay, oOpa3oBaHHas
nanHbiM ApH-reHepatopoMm, He MoxeTr H36exKaTb OBICTPOH HppajiHa-
IHH o Bcefl mosBepxHocTH Mem6paHe. To ke oTHocHTcsi H K ApH B
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CBSI3H C BHICOKOH cKopocthio pudpdysun H+ B Bome u Gosbluoi KOH-
uentpauuu pH-Gydepos, eme Gosee yBeJHYHBAIOIIHX 3Ty CKOPOCTD.
91 ¢akTe o3Havawr, 4yTo ApH, o6pasoBaHHass ApH-reHepaTopom
B -onpezneseHHon o6JsiacTu MeMOpaHBl, MOXeT [epenaBaThCs BHOJb
MeMOpaHbl H NpeBpallaThCsi B paboTy B Apyroi 06JiacTH TOM Xe MeM-
6paHul. OCHOBHIBasicb Ha NpPHBEJEHHBIX BHILIE COOGpaXKeHHsiX, aBTOP
BbIABHHYJ1 (1969) KOHLeEMIHIO, COrJIacCHO KOTOPOH COnpsearoujue mem-
b6paHel moeyT uU2paTe poab 3AEKTpuieckozo kabeas, delicTsyrouiezo 8
npedeaax xieTku Uau 0axe Ha HAOKaeTouHOm YyposHe. Huxe GymyT
pacCMOTpPEHbl 3Ta H PsJ APYTHX HHTErpHPYIOLIHX (YHKIHH GHOJOTH-
yecKHXx MmemOpaH.

6.2.2. Tlepenoc A—p,H, o6pa3yeMoH CBETO3aBHCHMBIMH

AnH-reHepaTopamu, B1OsIb MeMOpaH rajobakrepun
H XJIOPOMJIacToB

Kak 6bi10 nokasaHo B pasfn. 3.5, nepeHoc ApH Bposp mMeM6GpaHu
N00/1K€eH ObITb 06s13aTeNbHbIM 3TANOM YTHJIH3aLHH CBETOBOHW 3HEpPrHH
6axrepusmu H. halobium. Y 3tHx MHKpoopraHuaMmoB GoJiee 509% nJio-
1jany LUTOIJIa3MaTHYECKOll MeMOpaHb MoOXeT OBITb 3aHATO Nypnyp-

HbIMH OasimikaMu auamerpoM o 0,5 MKM. A-uH, obpa3yemasn 6akre-

puopodoncunom, 00aNHa ucnoas308atscs norpebureaamu AnH 8 o6-
AQCTAx MemOpansl, unblx, 4em nypnyphoie 6AsWKY, TIOCKOJIbKY 1PYTHX
6eNKOB, KpoMe 6aKTEepHOPOAONCHHA, B OJIILIKAX HET.

Ilo Menbliell Mepe aBa Ipolecca TPaHCIOPTa HEPrHH BAOJbL MEM-
OpaH cyulecTByeT B XJOPOMJACTaX H IHaHOGaKTepHsAX. XOpPOIIO H3-
BECTHO, YTO (POTOHHI B OCHOBHOM MOIJIOUIAIOTCS XJOPO(HJJIOM aHTEH-
Hol. 3aTeM 3HEpPrHsi 3JEKTPOHHOrO BO36GYIKIEHHsi MHUIPHPYET B IJIOC-
KOCTH MeMOpaHbl MeXXIy MOJIEKyJlaMH XJIOPO(GHJJIa aHTEHHH, N10Ka He
NOCTHIHET XJIOpo(HJljla peaKIHOHHOro HEHTpa.

ITeperoc snepeuu 60onb membpansl xA0pONAACTA, HO YXKe B (popMme
ApH, dorxen umere mecro, koeda ApH, nocrasasemas ¢orocucrte-
moii I (KoTopasi JIOKa/jH30BaHa B THJIAKOHIAX), UCNOAL3YETCs 0Af
cunresa AT® H+-ATP-cunrasoli, cocpeJOTOUEHHOH B JaMesjax CTpo-
MBI XJIOpOMmJiacTa.

6.2.3. TpaHCK/IETOYHbIH NEPEHOC IHEPTHH
B TPHXOMaXx LHaHOOaKTepHH

B ranob6akrepusix H XJIOpPOIJiacTax nepeiaya 3HEPrHH OCYLIECTBJISA-
eTca Ha paccrosHus He 6oJiee 1 MKM. B TO Xe BpeMsi TpaHcnopT At
MoXeT ObiTh 3((EKTHBHBIM Ha paccTosHHE nopsinka 1 MM, Kak 3TO
[I0Ka3aJl pacueT MOTepb, COMPOBOXKAIOUIHX TaKylo nepenady 3HEprHH
(moTepu paccyMTHIBasIH MO yPaBHEHHIO 3jeKTpHYecKoro kabejs).
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IlepBnii npumep nepenaun ApH Ha crosnp 6oJblioe paccrosiHHE
6nls onucaH B rpynmne aBTOpa IPH H3YYEHHH TPHXOMOB HHTYATHIX
uHaHo6akrepuit Phormidium uncinatum.

Tpuxom uHaHOGakTepHii NpeicTaB/sieT NJHHHYIO LENOYKY COEJIH-
HEeHHBIX APYr ¢ APYroM KJeTOK. UHCJIO KJIETOK MOXKeT AOCTHTaTh Thi-
CAYH, a [JIHHA TPHXOMa — HEeCKOJbKHX MHJJIHMETpoB. CyilecTBYIOT
NaHHble, YTO KJeTKH, OObelHHEeHHbe B TPHXOM, MOTYT GBHITh CBsi3aHH
APDYr ¢ JOpyroM mukxponaia3madecmamu — TOHYaHIUUMH TPYGOYKaMH,
TnepecekallHMH MeXKJeTOYHoe npocTpaHcTBo. Ecaum Mukponsasma-
JEeCMbl HMEIOT BBICOKYIO 3JIEKTpPONpPOBOAHOCTBL, TO Ay, obpa3oBaHHas,
HanpuMmep, BOMH3HW OLHOrO KOHIla TpHXOMa, MOXKET I[epeaaBaThCs
BIOJIb TPHXOMa BILJIOTb IO €r0 NPOTHBOMOJIOXKHOrO KOHI@a H TaM CO-
Bepuiath noJsiesnyio pa6ory. HaiigeHo, uto ocsewenue okoro 5% rpu-
xXoma choKYycuposaHHbIM NYLKOM CBETA 8bL3bleaeT zenepayuto Ay, pac-
RPOCTPAHAIOWYIOC no Bceil Oaune Tpuxoma. AMILIATYa H KHHETHKA
pacrnpocTpaHeHHsi Ay COOTBETCTBOBaJ/li TAaKOBHIM, pPacCYHTAHHHIM Ha
OCHOBaHHH NPEANOJIOXKEHHss O Kabe/bHHX CBOHCTBax TPHXOMa.

BuiBon 0 kabesibHBIX CBOACTBaX TPHXOMOB IIHaHOGaKTEPHiH MOKHO
SKCTPaNoJHPOBaTh Ha TKaHH pACTEHHH, B KOTODHIX KJETKH COeIHHe-
Hbl Mexnay €o6oil nJja3MajecMaMH, XOpOLIO NPOHHI@eMHMH JJisi HO-
HOB, B TOM uHcJie aJjsi HY. Bo3aMoxkHoe 3HaueHHe TPaHCKJETOYHOH Ie-

penauun ApH nas pacTuTesbHbX OpraHH3MOB — HHTEPECHBIH npeaMmeT
OyAyLIHX HCCJIeJOBaHHU.

6.2.4. CTpyKTypa H CBOHCTBA HHTYATBIX MHTOXOHIPHI
H MHTOXOHJPHAJBHOIO PeTHKYJIyMa

Jlorma o MeJaKHX MHTOXOHApHUsIX. B mepeBoje ¢ rpeyeckoro
MUTOXOHOpUA 03HAYAET HUTb-3epHO. DTO Ha3zBaHHe GbLJIO MPeJIOKeHO
LMTOJIOTaMH, HCIIOJb30BAaBUIHMH CBETOBOH MHKpPOCKON. IlepBrie Hccue-
JloBaTesJli MHTOXOHIPHH Bcerja nojyepKHBaJi¥, YTO JaHHHIE OpraHej-
JIBl CYLIECTBYIOT B JABYX OCHOBHHIX (opmax: HHTYATO# H cdepHye-
CKO¥ HJIH 3JIJIUHIICOHIHOM.

C BBeleHHEM 3JIEKTPOHHOH MHKPOCKONHH H TEXHHKH TOHKHX cpe-
30B noao0HOe MHEHHe H3MEHHJOCh TakKHM 006pa3oM, 4YTO HHTYaTHe
MHTOXOHJPHH CTalH pacCMaTpPHBaTb KaK BeCbMa peJKoe HCKJIOYEHHE,
B TO BpeMsi Kak cdepuyeckas ¢opma Ghijia npHHATA KAHOHHYECKOH.
Ilono6Hoe H3MeHeHHe B3rJyisijla Ha MHTOXOHIDHH OKas3aJiOCh CJIEJCT-
BHEM TOro oOCTOAITENbCTBA, YTO MHKPOCKOMHCT, paccMaTpHBAIOIIHMH
OLHHOYHYIO 3JIEKTPOHHYIO MHKpPO(OTOrpa(uio, no Cyumecrsy HMeeT fe-
JO ¢ JAByMepHHM H3o0OpaxkeHHeM KJueTkH. Ha opuHOuHOM cpese H
KJYOOK HHTOK MOKHO OLIHOOYHO NMPHHATH 32 POCCHIIL MEJKHX 3epeH.
HctHHHasi kapTHHa BO3HHKaeT TOJBKO IPH PEKOHCTPYKUHH CTPYKTY-
Pl 10 MHOTHM CEPHHHBIM pe3aM, NpOLIEAUIHM CTPOro IapaJlijiesbHO
ApYT Lpyry.

Horma o pasmepe u ¢opMe MHTOXOHIPHI nprobGpesa oco6yio mo-
MYJSIPHOCTb CPELH MOJIOAOrO MOKOJIEHHsT GHOXHMHKOB, HHKOrJla He BH-
JE€BIIHX TOJIKOM MHTOXOHJPHH B CBeTOBOH MHKpockon. Uro6H Hab.io-
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JaTh MHTOXOHAPHU STHM CTaphiM Crnoco60M, Hy>XHa H3BecTHas CHO-
POBKa, MOCKOJbKY MHTOXOHIDHH HaXOASITCA Ha rpaHH paspeliaoulei
CIIOCOOHOCTH CBETOBOH MHKpPOCKONHH. IIpomie 6rijio noBepuTh Ha CJlO-
BO 3JIEKTPOHHHM MHKPOCKONaM, pPa3sBHBUIHM HOBHIX (QH3HUECKHiH Me-
TOJ C HecPaBHHMO OOJIbIIHM paspelleHHeM.

$IcHo, uto mepenava ApH, orpaHHueHHas OTAENBHOH MEJKOHR MH-
TOXOHJIpDHeH c¢pepHUecKOl (OPMH, He MOXKET CJYXKHTb MEXaHH3MOM
TpaHCNOpPTa 3HePrHH B MacwTtabax kaetkd. Ho ecan Bce ke crapHe
MOp(oJIOrHH OHIIM TPaBh, NMOMEIlAss <«MUTOC» Ha IepBOe MecTo B
Ha3BaHHM 3THX OPraHesJ, H MHTOXOHJAPHH OOGHIYHO (HJAH XO0Ts1 OH
HHOI'Zla) HMEIOT BHJ AJHHHBIX HHTEH, TO HX (QYHKIHA B KayecTBe BHY-
TPHKJIETOYHOro IMPOTOHHOro kabeJssi MNpeACcTaBJsE€TCs BHOJIHE peaJib-
HOH.

Maranrckne MuTOXOHAPHH H Reticulum mitochondriale. Tpu mero-
JHYECKHX TOoaxola mokKoJsebaNH JOrMy O MEJKHX MHTOXOHapHaX: 1)
PEeKOHCTDYKLHSI TPEXMEPHOH CTPYKTYPH KJETKH [0 CEPHAM TOHKHX
Cpe30B; 2) BHICOKOBOJIbTHas 3JEeKTPOHHasi MHKPOCKOIIHSI, TO3BOJIHB-
11as YBEJIHYHTL TOJIUHHY HCCJIefyeMoro mpenapara, H 3) OKpaulHBa-
HHEe MHTOXOHAPHHA (JyopecUHPYIOINHMH HPOHHKAIOIHMH KaTHOHaMH,
YTO CJeJiaJio BOSMOXKHHIM BOSBPAT K NPHXH3HEHHOMY H3YYEHHIO KJET-
KH N0JI CBETOBHIM MHKPOCKOIIOM. '

Merton cepuiiHBIX cpe3oB 6bl1 mpHMEHeH mpexje Bcero B paborax
Ha OAHOKJIETOYHHIX 3YKapHOTaX. ¥YiKe caMhble mepBble HCCAENOBaHHSA
3THX OOBEKTOB BHIABHJIM OYe€Hb KPYNHHIE pa3Mep H CJIOKHOEe cTpoe-
HHue MHTOXOHApHH. Hampumep, M. Bepron u k. Myp, paboras c
Polytomella agilis, o6HapyXHuiu B KJeTK€ 3TOrO0 MNpOCTeHINero H3
rPYNINH XTYTHKOBBIX BCero ofHY (!) MHTOXOHAPHIO, BHITVIAAEBIUYIO KaK
nepdopHpoBaHHas cepa, pacnoJaraioliascs cpasy noj BHeLIHeHd KJje-
TOYHOH MeMOpaHoi. IluTonnasma u A4po snexaan BHYTPH 3TOi chephl
«KaK B aBOCbKe» (pHc. 51).

OnnHouHasg THraHTCKash MHTOXOHJpHs Obljla omHcaHa B KJeTKax
HEKOTOPHIX APOXKKEH, XJOpeJJb H APYrHX OAHOKJETOYHHIX BOJAOPOC-
Jgeil. Hecko/bKO o4ueHb KPYMHBIX CETYATHIX MUTOXOHAPHH, HHOrjga 065-
eI HHSIIOLIHXCA B OAHY, ObIJIO OGHApyXeHO y XJAaMHJIOMOHAaN, 3BrJeHH,
TPHIIAHOCOM H HEKOTOPHIX rpHOOB. HuTEBHAHBIE MHTOXOHJAPHH IJHHOH
okoJio 10 MKM HaiileHBl B 3K30KPHUHHBHIX KJ€TKaX IMOJXKEJNyJO04YHOH Ke-
Jge3bl. CnepMaTo30MAB COAEpPKAaT LeNb JJHHHRIX MHTOXOHADHH, CO-
CTHIKOBaHHBIX KOHel[ B KoHell. B meuyeHH BHISIBJIEHH [Ba THIA MHTO-
XOHApHi: MeJakHe cepHuecKHe H KpynHble pasperBJjeHHHe. [Tono6uas
KapTHHa Ha6JiojaeTcsi B KJeTKax aCUUTHONO pakKa H y BOAOPOCIH
Polytoma papillarum. B nocsaenHem caydae GulJIO NPOaHaJIH3HPOBAHO
228 napaaJennHBIX Cpe30B 4Yepe3 KJeTky BopopocsH. OkasaJoch, 4TO
KJ€TKa COlNepXKHT 246 OTAeJbHBIX MENKHX chepHYECKHMX MHTOXOHADHH,
JIBE KpyNHble ¥ Pa3BeTBJIEHHBIE H ellle OfHy O4eHb GoJbllylo, o6pa3y-
IOLIyI0 NoJBli nepOpHpOBaHHLIN Luap.

OnHum H3 Haunbosee HHTEpeCHBIX OOBEKTOB [1Jisi H3Y4YEHHA BO3-
MOXXHBIX MEXaHH3MOB IepeJadyH 3HEPTrHH SABJSAIOTCH KJIETKH MBIIIEYHOH
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TKaHH. MHorosjepHble KJETKH MulL (MBILIeYHHIE BOJIOKHA) IOCTH-
raloT OrpoMHux pa3MepoB. Hx 3HepreTnHuyeckHe mOTPeGHOCTH Ype3BHI-
yailHO BBICOKH. B Tsixkeso paboramwluleii MBILILE JOJXKHE BO3HHKAaTb
rpajHeHTHl KHCJaopoaa H cyb6cTpatoB Mmexay nepHdepHelt H cepalie-
BHHO# KJeTKH, YTO OrpaHH4YHBaeT o0beM BHINOJHsAeMoO# paboTH. Ile-
penaya ApH or kpaeB MBILIEYHOH KJIETKH K €e LEeHTPy Morjaa 6H pe-
WHTh npobJaeMy. Ho asisg 3TOro MbllieYHble MHTOXOHJPHH JOJIXKHEI
ObITb OYeHb BEJHKH IO pa3Mepy.

B JerarespHBIX MBILILAX HACEKOMBIX OGHapy»KeHH MHTOXOHJPHH,
HMEIOII[HEe BHJ MJACTHH, KOTOpPHEe TSHYTCS OT Kpasi K LEHTPY KJIETKH.
Hx nnuHa okoso 10 MKM, T. e. TOro Ke NOpPAAKa, YTO H PagHyC MHI-
IIEYHOrO BOJIOKHA.

[TepBrie yka3aHHsi Ha TO, YTO B MBILIIAX BBICUIHX XXHBOTHBIX MH-
TOXOHAPHH MOTYT JOCTHIATh 3HAUYHTEJbHBIX Pa3MepoB, ObJIH MOJYYEHE
B 60-e roanl I'. JI. By6GeHiilepoM H COTPYJHHKAaMH MPH HCCJENOBaHHHU
OJHHOYHEIX CPE3OB.

JI. E. Bakeera u 0. C. UeHIl0B npeanpuHAIH CHCTEMaTHYeCKOe
HCcoieloBaHHe CepHHHBIX CPe30B mbluiysl ouagpasmel Kpblcbl W yCTa-
HOBHWJIH, YTO MUTOXOHOpUU B 3TOH TKAHH HMEIOT BHJ CETH, MPOHHU3HI-
Balollleii MBILIEYHOE BOJIOKHO B H3OTPONHOH 06sacTH: BOGJH3H Z-IHUC-
KoB. CeTH cBsi3aHBl MexJy co60il KOJOHHAMH, PacHOJOXKEHHBIMH Ia-
pannenpHo MHo¢puOpuanam. Kpome Toro, HMelOTCsi BETBH, CBSI3BIBAIO-
liHe CETH C MHTOXOHAPHAJBHBHIMH KJACTEPAMH MO KPasiM MBILIEYHOTO
BOJIOKHA. Besi 3Ta cucreMa, Ha3BaHHAsy aBTOPOM H COTPYAHUKaMH MU-
TOXOHOpUanrehbim perukysymom (Reticulum mitochondriale), xapax-
TepHa ajsi aHadparMel B3pOCJHIX KHBOTHHIX. Ee Her B nuadparme
KPBICHHBIX 3MOPHOHOB H HOBOPOXJEHHBIX KPBHICST.

HMHorpa cocraBJsliOlINe PETHKYJYM MHTOXOHAPHAaJbHBIE (hHIaMeEH-
Tel 00pasyloT, CONPHKACcasiCh, 0COOble KOHTAKTHBIE 30HBL. 3Ta CTPYK-
Typa, otkphitas JI. E. BakeeBoit H COTPyAHHKAMH HNPH HCCJIEIOBaHHH
MBILILBI AHadparmel, 3ateM Obllla geTajbHO H3yY€Ha B TOH Ke rpyi-
1e Ha NPHMEPE CepAeYHOH MBILILB, T1€ MUTOXOHOPUAAbHbIE KOKTAKTHbL
ocobeHHO MHoroyucseHHb, OKa3anoch, YTO MHTOXOHADHH B 3TOH TKa-
HH Takxe o0pa3ylOT TPeXMEpPHyIl0 CHCTEMY, HO BMECTO CE€TH H3 TOH-
KHX BETBSILIUXCH TPyOuaTbiX MHTOXOHIADPHAJBHBIX TSXKEH, ONMHCAHHBIX
B MbllIne AHa¢parMbl U CKEJETHBIX MBIIIIAX, B CEPALE COAEPNKHTCS
MHOXECTBO TOJICTBIX 3JIJIHITHYECKOH (POpPMBI MHTOXOHADHH C MaJjblM
KOJIHYECTBOM OTPOCTKOB; BCE OHH CBSI3aHBl APyr C APYrOM KOHTaK-
TaMH.

30Ha KOHTaKTa mnpeacTaBisieT cob6oi auck auamerpom ot 0,1 o
1 MgM. B 3Toit 30He Kak MeMOpaHB, TaK H MeXMeMOpaHHOe TIpO-
CTPAHCTBO XapaKTEPHU3YIOTCS MNOBBLILIEHHOH 3JIEKTPOHHOH MNJOTHOCTBIO.
JIBe BHelIHHe MeMOpaHB KOHTaKTHPYIOIIMX MHTOXOHJAPHH MAaKCHMaJlb-
HO cOJIMXKEeHBl IpYr C APYroM HOAOGHO TOMY, KaK 3TO MPOHCXOAMT IPH
IJIOTHBIX KOHTAKTax BHEUIHUX KJeTOYHbIX mMeMmOpaH. Kaxnpas Muro-
XOH/IpHsI CBfI3aHA C COCEAHUMH HECKOJBbKHMH TaKHMH KOHTaKTaMH
(KOHTaKTH OTCYTCTBYIOT B CEpAlle TPEXJIHEBHOrO KPHICEHKA).

202



Eme 6osee cnokHasi KOHTAKTHasi CTPYKTypa o6HapyeHa B 30HE
Hekcyca (MeXKJeTOYHOro IeJieBoro KOHTakTa). MHorma MOXHO BH-
JAeThb, YTO MHTOXOH]PHH, JIOKAJH3OBaHHHIE B NBYX COCEIHHX MHOKap-
JHOLHTaX, [IJIOTHO NMPHJIEralOT K BHEIIHEH KJeTOYHOH mMeMmGpaHe B 06-
JIacTH 1IIeJIEBOrO KOHTakKTa. B pe3yabrate o6pasyercs mecTuMeMOpaH-
HBIH KOHTaKT, COCTaBJIEHHHIl H3 JBYX KJIETOUYHBIX H YEThIpeX MHOXOH[-
pHaJIbHBEIX MeMOpaH.

Hutuathie Mutoxouapun. Eciii H3yuaeMblii OOBEKT HMEET HE CTOJIb
BBICOKYIO 3JE€KTPOHHYIO HJIOTHOCTh, KaK MBIIIEYHOE BOJIOKHO, HCTHH-
Hble dopMa M pasMep MHTOXOHAPHH MOTYT GBITh HECJIOXKHO BhIsIBJIE-
HEl [OCPEACTBOM BBLICOKOBOJIbTHOH 3JIEKTPOHHOH - MHKpOCKonHH. Ta-
KOro poja HccjaeJOBaHHA OOHApYyXHJH [AJHHHBIE HHTEBHUIHBIE MHTO-
XOHJIDHH B KJIETKaX CaMBIX pa3JIHYHBIX THIIOB.

OnHako ykasaHHBIfi METOL HMeeT [Ba CYLIECTBEHHBIX OrpaHHue-
Husi. Bo-nepBbiX, OH He no3BoJsisieT Ha6G,l0gaThb MHTOXOHAPHAJbHBIE
KOHTaKTH. II03TOMy He yJaercsi OTBETHTh Ha BOINPOC, 4TO SIBJISAETCA
006beKkToM HabJoneHHsi — OHA NPOTsXKeHHasr MUTOXOHADPHS HJH MHO-
JKeCcTBO OpraHeJJi, COCTHIKOBAaHHBIX IPYyr ¢ ApyroM. Bo-BTOpHIX, n0n06-
HO s1060# APYro MeTOAHKe, HCIOJb3YIOLlell 3JIEKTPOHHHIH MHKPO-
CKOIl, TPH BBICOKOBOJIbTHOH MHKPOCKOIIHH HCCJE€AOBaTe/bh HMeeT [eJ0
¢ (DHKCHPOBaHHHIM MaTepPHaJIOM, YTO He MO3BOJIsieT HPSIMO CJEAHThL 34
(¢ YHKIIHOHHDOBaHHEM MHTOXOHAPHiH. YUTOOH - mpeonoJsierr IMoCJEeLHEe
3aTpyZLHeHue, OBIJIO pelleHO BPeMEHHO BEPHYThCSI K CBETOBOMY MHKPO-
CKONy. DTHM METOAOM B IPHHLHNE MOXHO YBHIETh MHTOXOHIADHH B
JKHBOH KJIeTKe, HO TOHKHE MHTOXOHIpHaJbHblE (PUJIAMEHTHl H CETH
YaCTO YCKOJb3alOT OT Hab6JIIONEHHSI H3-32 HH3KOrO paspelleHds] MH-
KPOCKONIHH B npoxoasiimieM cBeTe. Takoro poga orpaHHueHHe CHHMa-
eTcsi, ecin paboTaTh, He C NOrJOIeHHeM, a ¢ 3MuccHedt cBeta. Korzaa
3MHCCHs] AOCTATOYHO WHTEHCHBHA, HCTOYHHK CBETa MOXHO YyBHIETh B
TEMHOTe, aXe €CJH ero He yaaeTcs HabJI0faTh KakK TeJO, 3aJepKH-
Baoliee cper.

HUccnenoBaunusi, npoeneHubie JI. b. UeHom u coTpyAHHKaMH B
CIIIA u JI. B. 30opoBuiM B 1a60OpaTopHH aBTOpa, MOKa3aJiM, YTO NPo-
u3800Kble (hayopecyupyoujezco NPOHUKAIOWL20 KATUOHA POOAMURA
cneyuuueckuy HaKanAusarorcs 8 muroxonopusx. Takxke OblJIO ycCTa-
HOBJIEHO, YTO MHTOXOHAPHH B XKHBOH KJIETKE NOCTAaTOYHO 4acTO Nnpeln-
CTaBJSIOT co60# GuiaMeHTH AJHHOH B JECATKH MHKpoMmerpoB. MHor-
Ja MHTOXOHIApHAJbHHE (HIAMEHTH HMEIOT Takyl OOJBIIYIO NPOTH-
XKEHHOCTh, UTO MOTYT CBSI3bIBaTh nepu¢epuio U LEHTP KJETKH HJH na-
Ke nepecekaTh KJETKy OT Kpasi 10 Kpasi. B psize THNOB KJIeTOK Obla
BHISIBJIEH MHTOXOHAPHAJBHBIH pPeTHKYJayM. 10BOJIbBHO THNHYHBIA BapH-
QHT COCTOHT B TOM, UYTO B KJIETKE COCYLIECTBYIOT 08€ nonyAiayuu mu-
TOXOHOPUL — OAUHHBLE HUTHATHLE U MEAKUE 0BAAbHBLE.

IIpHMeHeHHe TPHKHU3HEHHOH (JyOpHMETPHH MHUTOXOHIAPDHH nOn-
TBEPJIHJIO OTPHIBOYHBIE HabJIOJIEHHS, KOTOpble OLIJIH CHEJaHH paHee
TpaJHIMOHHBIMH METONaMH, CBHIETeJbCTBOBABUIUMH, YTO 06paTHMBI#H
TIepexoj; HHTb — 3€PHO eCTh YHHBEPCAJbHOE CBOHCTBO 3THX OPraHeJ.
JeMoHCTpaTHBHBIN NMpHMep TakKoro poja 6bla onucaH u JI. QoiccHe-
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pOM, KOTODHIHi NOKa3aJs mnpeBpalleHHe MHTOXOHAPHi HHTeJNJH B ¢H-
JIJAMEHTH AJHHOH 10 30 MKM NPH TOPMOXXEHHH (OTOCHHTE3a JHYPOHOM
HJH CHHXXEeHHeM HHTEHCHBHOCTH CBeTa, a TakXe€ TIPH GJIOKHPOBaHHH
AhIXaTeJbHOH LENH B CpeJHeM HJH KOHEUHOM cerMeHtax. B 1o xe
BpeMsi TopmoxeHHe HAJIH-KoQ-peaiyKTasu POTEHOHOM HJIH CHSATHE

ApH IHHHTPOdEHOJIOM He BJIHSIH Ha pasMep MHTOXOHADHH. ¥ JuHe-
HHe MHTOXOHADHH NpeJOoTBPAllaJioCh NPH TOPMOXEHHH CHHTe3a 6eJi-
Ka. IIpHMeuaTesibHO, YTO TONBKO HEKOTOPHIE MUTOXOHIADHH (He GoJiee

209% ot ux obuiero yucja) npeBpallajJHCh B HHTH, KaK €CJH Obl OHH
HECJIH KaKyIO-TO JAONOJHHTENbHYI0 (QYHKIHMIO, OTIHYHYIO OT TOH, KOTO-
past MoxxeT ObITb BBHINOJIHEHA -MEJKHMH MUTOXOHADHSMH.

Cayuait npyroro pona 6un onucadH K. TaHako#l u COTPpYIAHHKaMH,
3aMETHBLUMMH, YTO HPH BXOXKJIEHHH KJeTok apoxxkeid Candida albi-
cans B CTajiHI0O MOYKOBAaHHsI OT/EJbHble MHTOXOHADHH OGbeNUHSIIOTCS
B OJHy FHTFaHTCKYIO, KoTopasi ¢parMeHTHPYeTCsi mPH MHTO3e. 3aTeM
(nepen uHTOKHHE30M) BHOBbL OOpa3yeTcsl THFaHTCKasi MHTOXOHIPHS,
BIOCJIEICTBHH Pa3gensiollascs Ha JBe YacTH.

OGpasosanne MHTOXOH/IPHA/IbHBIX (unaMeHTOB B KJIETKax IPOXK-
xeit Endomyces magnusii, BbpalllHBaeMbIX B FHIIOKCHYECKHX YCJOBH-
AX, 6el0 oTMeyueno M. H. MeificeneM u corpynHHKamu eule B 1964 r.

MHuToXOHApPHA KaK BHYTPHKJETOYHLIH npoToHHblA Kabeab. Pesyib-
TaThl, H3JIOXKEHHble B MpeAnAylleM pasjese, CBHAETEJbCTBYIOT O TOM,
YTO MHOTHe KJIETKH 3YKapHOT pachnoJiaraloT O4YeHb NJHHHBIMH MHTO-
XOHAPHUSMH, HHOrAa oObeIHHAIUHMHCH B ceTb. I[IpoTskeHHBIE MHUTO-
XOHJPHH 4YacTO COCYLIECTBYIOT C MONyJsILHEH MeNKHX MHTOXOHIpHH,
TPAAHLHOHHO CYHTAIOIIMXCHA THIHYHBIM INPHMEPOM MHTOXOHApPHAJb-
HBIX CTPYKTYD.

Ecsau HuTYaTass MUTOXOHIDHSA mpencTaBJjisieT co60i KOHTHHYYM Kak

BHeIUHeH, Tak W BHyTpeHHeii memOpaHn,, To ApH pacnpoctpausercs
no Bceil ee asuHe. EcsM ke 3Ta HHTh COCTaBJIeHA H3 MHOTHX MEJIKHX
MHUTOXOHAPHIA HJH MHTOIJIACTOB, COCTHIKOBAHHBIX KOHell B KOHell, TO
BO3MOXHH! JIBA BapHaHTa: 1) MHTOXOHApHANBHBLIH ¢usaMeHT nonobGeH
TPHUXOMy NHaHOOGAKTEPHii, y KOTOPBHIX BCE €ro COCTaBJsIOIHE (KJeT-
KH) COeJHHEHH [APYyr c¢ APYroM MHKPOMJa3MaleCMaMH, HMEIOIIHMH
BLICOKYIO 3JIEKTPONPOBOJHOCTL (CM. pasA. 6.2.3); 2) mexny AByMs cO-
CeIHHIMH MHUTOXOHIAPHSIMH HeT 3JIeKTPHYECKOIO KOHTAaKTa.

B npenbinyuieM paspaesie yxe Oblj1 OMHCAH MEXMHTOXOHAPHAJBHBIA
KOHTaKT — ocobas CTPYKTypa, JIOKaJH30BaHHas Ha CTbIKax ABYX MH-
toxoHapHui. IIpo6aema cocTOMT B TOM, 4YTOOH YCTaHOBHTbL — IPOBOJSA-
LU JIH 3TO KOHTAKT, MOJOOHO MHKpONJa3MajnecMaM LHaHOGaKTepHH
au60 11eseBBIM KOHTAKTaM BHELIHHX MeMOpaH »HBOTHHIX KJETOK, HJIH
2Ke, HalpoOTHB, €r0 CONPOTHBJIEHHE TaK K€ BHICOKO, KaK H B NPYTHX
yyacTKax BHYTpeHHell MeM6paHbl MHTOXOHADHH. C TOUKH 3peHHs Mpel-
nmoJiaraeMux KabeJsbHbIX CBOHCTB JAJIMHHBIX MHTOXOHIPHH, NEePBHH CJay-
Yaii WIEHTHYEeH MHUTOXOHJPHAJLHOMY KOHTHHYyMy. Bo BTOpOM ciyuae
NMPUXOAHTCS NpeanoJsaraTh, 4To OOMEH 3HeprHei MexJy COCEeIHHMH
MHTOXOHApPHsAMH obecrneuHBaeTcs He nupGy3nedi nporoHos, a aHbDY-
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sueii AT®, nepemelnamoulerocsi 9épes 06sacTb KOHTAKTOB HJH TJ€-TO
PAIOM C HHM.

OueBuHOE NpefCKa3aHHe THOOTE3hl, pacCMaTPHBAIOLIEH HHTEBHI-
HYI0O MHTOXOHJPHIO B Kayecrpe Kabensi, COCTOHT B TOM, YTO JIOKaJb-
HOe MOBpPEXJEHHE TAKOH MHTOXOHAPHH B JIO60I TOUKE AOJIKHO BhI3HI-
BaTh Je3HeprusalHio nmo Bceh ee AauHe., DTO mpencKa3aHHe HeJaBHO
NMOJIYYHJIO CBOE NPAMOe noarBepxkaeHHe: B rpynne aBtopa B. A. Ilpa-
4YeBHIM OHJ CKOHCTPYHPOBaH ChnelHaJsbHHH NMPUOGOP, COCTOALIHH H3 Jia-
3epa H (QayopecueHTHoro Mukpockona. Hcnoab3dys 3to ycTpoficTBo,
Jl. B. 3opoB 06ayuns OAHHOYHBI MHTOXOHAPHAJbHHIT (DHJIAMEHT B
KJIETKe KYJbTypH (pHO6p0o6sacTOB yeJOBEKa, NPOKpalleHHON 3THJpoaa-
MuHHOM. O6JiydyeH#e MPOH3BOAHJH CHOKYCHPOBAHHHIM NYYKOM Jia3epa,
TakK 4YTO JHaMeTP CBETOBOrO MATHAa ObiJ1 COH3MEPHM C MONEPEeYHHKOM
¢unamenta. Ob6aysenue npusoOUT K LCYE3HOBEHUIO C8eYerUn POoOamU-
Ha no scell Jaune (40 mxm) pusramenra; cyllecCTBEHHO, YTO NPH 3TOM
JApyrHe MHTOXOHJpHaJbHBle (HJIAMEHTH COXPaHAJH CBOIO (ayopec-
neHuHio, CuaenoBartedbHO, Habaopnaembiit 3G ekt HeJb3s OOBACHUTH
HecnieuH(PHUYECKHM MOBpeXJeHHeM Bceil KJIeTKH Ja3epoM. Pa3oso-
KOHTpacTHasl ¥ 3JeKTPOHHAsl MHKPOCKONHS He BBHISIBHJIA 3aMETHBIX I1O-
BpEeXIEHHH B CTPYKTYpe 06JydeHHOH J1a3epoM H NPEKPATHBIIEH CBe-
THTHCS MHTOXOHIPHH.

AnaJsiornyHoe HccieoBaHue OblIO MPOBEJEHO Ha mMUOKApPOUOYUTAX.
OG6JayyeHne OZHHOYHOH MHTOXOHADHH BHI3BIBAJIO TYUIEHHE KJacTepa,
COCTOSILLIETO0 H3 MHOTHX MHTOXOHAPHH. JJIEKTPOHHOE MHKPOCKOMHPO-
BaHHe OOHAPYXKHJO, YTO NMOraciidie MHTOXOHJADHH CBfi3aHbl C OG6JIy4eH-
HOH MEXMHTOXOHIpPHANBHEIMH KOHTaKTaMH. UTO KacaeTcs MHTOXOHJ-
pHIi, COXpaHHBIWIHX (JyOpecleHLHIO, TO 3/1eCb KOHTaKTOB C OO0JyyeH-
HOH OpraHeJ1Jof HaHTH He yJaJioCh.

IIpocreiiiiee 06bsiCHEHHE BCEX 3THX JAaHHBIX COCTOHT B CJENYIOIIEM.
B MHOKapIMOUHTE CONEPKHTCSH HECKOJbKO HE3aBHCHMBIX MHTOXOHI-
pHaJbHBIX KJacTepoB, 06pa3oBaHHBIX MHOTHMH MHUTOXOHJApUSIMH (2po3-
du muroxondpuii, unu Streptio mitochondriale). Mutoxouapuu, dop-
MHpYIOLHE T'DPO3/lb, COENHHEHH JPYr C APYTOM MHTOXOHIPHAJBHBIMH
KOHTAKTaMH. JDTH KOHTQKTbL XAPAKTEPU3YIOTCA BbLCOKOL 3AEKTpOonpo-
B800HOCTbIO, HAaNlOMHHAasi B [JAaHHOM OTHOUIEHHH MHKPOMJa3MajaecMbl
IIHaHOOaKTepHH.

THraHTCKHe MHTOXOHAPHH KakK NYTH TpaHcnopta Beulects. He
TOJIbKO H*, HO u ApyrHe HOHBI, MeTaBOJHTH H T. M. MOrJiH Ghl TpaHC-
NMOPTHPOBATLCST MO HUTYATHIM MUTOXOHApPHsM. Hampumep, so6oe Be-
ILECTBO, KOHUEHTPHpYyOLEecs B MaTpHKce, 6yleT [EPEHOCHTHCH [0
MHTOXOHIpHANBLHOMY (HJIaMeHTy, KaK o TpybonpoBoay. B uactHocTH,
uonot Ca*t, monaBiIiHe M3 MEXKJIETOYHOrO MPOCTPAHCTBAa B IpPHrpa-
HHYHBIA CJIOH LHTO30Jis1, 6YAYT AKKYMYJIHPOBAaTbCH MOCPENCTBOM Av-
3aBucumoro Ca*t-yHunoprepa B OKOHYAaHHSIX MHTOXOHAPHAJBHHIX (H-
JJaMEHTOB H AHGPYHAHPOBATH MO MATPHKCY K MNPOTHBONOJIOXKHBIM
KOHLaM 3THX (pHJIaMEHTOB, PAaCHOJIOKEHHbBIM B IEHTPAJbHHX y4acT-
Kax Knetkd. Ecian npeanosoXuTe, YTO B 3THX MOCJEJIHHX aKTHBHPOBAH
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Ca?t/2H*-anTHnOpTEp, TO HUTEBHAHhHlE MHTOXOHIPHH OAHHM CBOHM
KOHLOM MorJH Owl mnorsowate HOHH Ca2?t Ha nepHdepHH KJETKH, a
JPYIHM — BBIIEJISAITL HX B IYOHHHHIX €e yacTax.

Ilono6Hyio JIOTHKY MOXHO NPHMEHHTH K JIIO6OMY APYroMy KOMHO-
HEHTY, cOoCOOHOMY OOPaTHMO aKKyMYJHPOBaTbC B MHTOXOHJPHAJIb~
HOM MaTpHKCE.

Jlpyroit BapHaHT NpPEANONOXKeHHH — 3T0 MeMGpaHa Kak TPaHCIOPT-
Hasi apTepHs KJETKH, HCIIOJb3yeMass AJis nepeHoca XKHPOPacTBOPHMBIX
BeulecTs. Ha nepBwiii B3rssiji, TPAaHCOOPT BeLIECTB no MeM6paHam 10JI-
JKEeH MPOHCXOAHTh MENJIeHHee, YeM IO BOAHOH (ase KJeTKH. DBbiTyeT
MHEHHE, YTO BSI3KOCTb MeMOpaHnl ropasjo BHIIe, YeM BA3KOCTb I[HTO-
IJ1a3MBl, a CJ€J0BaTeNbHO, aJis JoOOro BelllecTBa, paCTBOPHMOro H B
BOJE, H B JIMNIHJE, BOAHBIA NyTh NPEANOYTHTELHEE.

OnHako 1IMTO30/1b H MHTOXOHADHAJBHEIH MaTPUKC — 3TO He BOI-
Hble PacTBOPbHl HH3KOMOJEKYJISIPHBIX BELIECTB, a, CKOpee, KOJJIOHJHHE
pacTBOPHI, K TOMY. XK€ nepeceyeHHble HePaCTBOPUMBIMH CTPYKTYpaMH —
MeMOpaHaMH H KOMIIOHEHTaMu HuTOcKesnera. Kak mokasan onbiT, B
KOTOPOM H3MepsiJii ABHXKE€HHE HH3KOMOJIEKYJ/ISIPHOTO CIUWH-MeYyeHOro
COeHHEHHS ¢ KO3 (PHIHEeHTOM pacnpeleseHHsl B cHCTeMe JIKnua/Boaa,
61H3KkUM K 1, B KJeTKax CcaMbiX Pa3JIHYHBIX THIIOB 3TO COEIHHEHHEe
NPEANOYTHTEJLHO [ABHXKETCs He no BOAe, a no JHnuay. Takoe mpen-
NOYTEHHe JOJI2KHO OblTh emie 6oJiee BHIpaXE€HO, €CJIH KO3(pHUHEHT
pacnpefiejieHHs1 BelleCTBA — B IOJB3Y JHNHAA, KAK 3TO HMEET MECTO,
HanpuMep, NJsl HUPHbLX KUCAOT K uX 3¢GHPOB ¢ KapHUTHHOM HJH KoA.
B yactHocTH, MeMOpaHHBIE myTh GBI NMOCTYAMPOBaH agas ayus-KoA
M. Camnepom u Hx. Tpoitbne. AyusrkapHurur, no-BHAMMOMY, MNPH-
criocob/eH A5 BBINOJHEHHs 3TOH (PYHKIHH [axe Jydlle, 4eMm aluJ-
KoA, Tak kak no Macce OH 3HAUHTEJbHO MeHbIlE,

HutepecHas npobaema — TpancnopT MOAEKYASPHO2O KUCAOPOOA no
membparam, MoxHo ykasaTb MO KpaHHel Mepe yeThipe 0OCTOsITEJNb-
CTBa, 6JaronpHsTcTBylonlne TpaHcnopTy Og 10 BHYyTpeHHeil MeM6paHe
MHTOXOHJIPHH.

1. PactBopumocty Og B JiMnuie nNpHMepHO B NsiTh Pa3 BHILIE, UEM
B BOJe€.

2. LiluToxpoMoKcH1a3a — [JIaBHHIA (epMEHT, MOTrJIOIAOIIHE KHCIIO-
pon, JOKaaH30BaHa BO BHYTpeHHeii MeMOpaHe. OHa MMeeT OYeHb BHI-
COKOe CPOACTBO K Kucjopony (Km» UHTOXPOMOKCHIA3bI TOPa3fo HHUXKE
KoHIeHTpauuH Oz B Boje), YTO MOXKET CHOCOGCTBOBAThH 06pa30BaHHIO
JIOKaJIbHHIX O6JacTeii HU3KOH KOHUeHTpauun Oy BO BHYTpPeHHEl MHTO-
XOHJpHaNbHOH MeMOpaHe.

3. Ckopocts auddysun Og B yraesogoponax B 10—100 pas Bmiie,
YeM 3TO cJefyeT H3 AAHHBIX N0 MaKpOBSI3KOCTH; €€ BeJHYHHa OKashl-
BaeTcsi TOrO XK€ MOpsAKa, YyTO H BeJHYHMHa CKOpocTH aupdysuu O B
Boge. OHa pe3KO 3aMenssieTCsi XOJIECTEPHHOM, KOTOPOrO, KaK H3BecT-
HO, HeT BO BHYTpeHHell MeM6paHe MHUTOXOHJPHH.

4. B TakHX TKaHsiX, KaKk MblLIeYHasi, BHYTPEHHSS] MUTOXOHIpHAJb-
Hass MeM6paHa cocTaBJjsieT GOJbIIYI0O YacTh MEMOpPaHHOro Martepuana
KJIETKH.
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OnHako paxke B cepJeyHOi MHBILILE, TJe MHTOXOHAPHH OCOOEHHO
MHOro, MHTOXOHJpHanbHHe MeMOpaHel 1o o6beMy 3aHHMAKT MaJyio
qacTp kJeTkH. [1o3ToMy Heo6XOnHUMH naJjibHelilne HCCJeA0BaHHs, 4TO-
Obl peLInTb, KAaKOil MyTh TPAHCIOPTAa KHCJIOPOAA SIBJISIETCHA TJIaBHBIM:
no MeM6paHaM HJIH Yyepe3 LHTO30Jb.

HUnTtepecHas mpobJyiema — neperoc 3AeKTporo8 80046 membpaH.
ITOT mpouecc JOKAaJH30BaH, MO-BHAHMOMY, B 3HJOMJa3MaTHYECKOM
peTHKyJlyMe U BHeIUHe#i MHTOXOHApHANbHOK MemOpaHe, rje OH oGe-
cneydBaercs HAZH-yuroxpom bs-pedyxrasoii (pnaBonporenHoM Pms)
H yuroxpomom bs. HazBaHHas cHcTema HaiijleHa B mneYeHH, MOYKaX,
MO3re H HEKOTOPBIX ApYyrux TKaHsaXx. Kak ®mns, Tak U nutoxpom bs co-
CTOSIT U3 JABYX HepaBHHIX uacTeil: 6oJibllledi rHAPOPHILHOM, coaepxa-
wei $naBuH HJAHM TeM, H MeHbUeld ruapodobHoii, Tpebywouleiics s
3askopuBaHHus Geska B MeMmOpaHe. ITogo6HO uesHOKYy, ®mns H IHTO-
XpoMm bs MOryT mepeMemaTbCsi MO MOBEPXHOCTH MeMOpaHhBl, BCTpeyas
CpaBHHTEJbHO HE6ONblIOE CONPOTHBJIEHHE,

ITockonbky penokc-noteHuHan ®ns 6JH30K K PeJOKC-MOTEHLHANy
BoccraHoButens (HAJH), stor ¢naBonpoTenH, ABHrasich BAOJL MEM-
6paH, MOXET BbIpaBHHBaTh I'PAJHEHTH DPEJOKC-MOTeHLHasJ 0B B obJia-
ctu —0,3 B B pasnuuHbX yacTsix KJaeTKH. Llutoxpom bs crocoben
BHIIIOJIHATH Ty Ke (QYHKLUHIO, HO Ha YypOBHe peJIOKC-NOTeHIHaJOB,
6JH3KUX K HYJIO.

Eume oana ¢yHKuHs uutoxpoMa bs Guinia o6HapyKeHa aBTOPOM
coBMecTHO ¢ A. M. ApuakoBHIM. YCTaHOBJIEHO, YTO Ny3LIPbKH 3HJIO-
NJa3MaTHYECKOTO pETHKYJyMa HJIH MHTOXOHAPHH II€YeHH CHOCOGHH
BOCCTaHaBJIHBAThL LHTOXPOM b5 NMPOTEOJHNOCOM, HE COAEPIKALIHX APY-
rux 6eJKoB, KpOMe 3TOro IHMTOXpPOMa. B kauyecTBe BOCCTaHOBHTEJS
Hcnosb3oBann HAJLH. ITockosbky 3ddekT He CHHXKAJACH MHOrOKpaT-
HBIMH TIPOMBIBAHHSIMH 3HJOIJa3MaTHYECKOrO PETHKYJyMa, GHJ clenaH
BLIBOJ, 4T0 Prs UM UHTOXpOM bs, UK OHH 06a MOTYT KaTaJH3HPO-
BaTb Mmewmemobparrolii neperHoc IAeKTporHoe 6e3 HOMOIIH KaKHX-JHOO0
BOJLOPaCTBOPHMBIX MOCPEIHHKOB.

JlanpHelinine ONBITH MNOKa3aJH, 4YTO JaHHOE CBOHCTBO MNpPHCYLIE
TOJIbKO LHTOXPOMY bs. I1y3bIpbKH 3HAON/Ia3MaTHYECKOrO PETHKYJIyMa
ofpabatbiBasu NPOHa30it npu 4°C, YTO NPUBOAHNO K pa3pylIEHHIO
uutoxpoma bs. Ilpu stom akTHBHOCTL Pns coxpaHsjach Ha BIIOJIHE
H3MepHMOM ypoBHe, TakHve mNy3BIPbKH MOJHOCTHIO yTPayuBaJH CHO-
cOOHOCTh K MeXMeMOPaHHOMY IEPEHOCY 3JIEKTPOHOB.

Hurepecnoe HabaoaeHue 6bi10 cienaHo C. I'punrat u M. Poy3ms-
HOM, HCCJIe[OBaBIIHMH KOJIHYECTBO IHTOXpoMa bs B HPOTEOJIHIOCO-
Max, IHaMeTp KOTOpHX BapbupoBas B 1,5 pasa (ot 21 po 35 HM).
BuisicHHJI0Ch, YTO coLepkaHHe IUTOXpoMma bs Onijsia Mo KpardHeil Mepe
B 20 pas Goablle B My3bipbKaM MeEHbIUEro JHamMeTrpa. 3TO O3Hauaer,
YTO LHTOXPOM bs MOXKeT HaKamJHBaThCS B H30THYTHIX y4acTKax MeM-
OpaHbl, HanpHMep B KOHLAaX MHUTOXOHJAPHAJBHBHIX (hHIaMEHTOB.

Ha puc. 52 npencraBieH BO3MOXKHHIH MeXaHH3M NepPeHOCa 3JIEKT-
pOHOB 4Yepe3 LIeJp MEXAY JABYMS COCEJHHMH MHTOXOHIpHAJBLHBIMH
¢uaamenramu. Ilpeanonaraor, yTo MOJEKyJH LHTOXpoMa bs mud-
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®YHAHPYIOT B NJIOCKOCTH MEMGDaHH BAOJb (DHIAMEHTOB NMOCPEICTBOM
6POYHOBCKOro [BHXKEHHSI, CKAHHDYsi MeMOpaHy B NOHCKAaX OKHCJIHTe-
Jgs. B obaactH, rie nBa coceHHX MeMOpDaHHHX TAXA HAaXOASTCS Ha
paccTosiHHi He 6oJjiee YABOEHHOrO AHaMeTpa THAPOMHJIBLHOH TOJOBKH

)

TN T
L)

&

Puc. 52, Tlepenoc 3/eKTPOHOB ¢ KOHUA OAHOr0 MeMGPaHHOroO TH-
33 Ha HAYaJIo APYroro THKA NOCPEACTBOM LMTOXPOMA bg:

CTPEJKaMH MoKa3aH MeXMeMOpaHHBIR 3J€KTPOHHLIA TPaHCNOPT

[HTOXpOMa bs, UMTOXpOM GoJiee BOCCTAHOBJIEHHOTO (DHIAMEHTA nepe-
JaeT 3JIEKTPOH LIHTOXpOMy GoJiee OKHCJIEHHOro ¢HiameHTa. JTa pe-
aKiHs 06Jieryaercss BCJEICTBHE KOHLEHTPUPOBAHHS LHTOXPOMOB bs B
H3OTHYTHIX OKOHYaHHSX (HJIAMEHTOB, YTO MOXET OHITh 4aCTHHIM CJY-
Yaem C(OPMYJHPOBAHHOrO aBTOPOM GoJiee OOLIEr0 NMPHHUANA O «TaK-
cHce» MeMGpaHHLIX (ePMEHTOB K HX cyGeTpaTaM.

6.3. Au H-bydepu

6.3.1. F'panguentl Na+ u K+ Kak Apﬁ-ﬁyq)ep
y 6aktepnit

Ecnu npoToHHbifi MOTeHunas aeficTBUTENLHO HrpaeT PoJb KOHBep-
THPYEMOH «BaJIIOTBI», TO KOJHYECTBO 3HEPreTHYECKHX 3KBHBAJEHTOB,

HaKOIJIeHHBIX B BHAe ApuH, MOmXHO 6HTH AOCTaTOYHO BeJIHKO, YTOBHI
CTaGHIH3UPOBaTh, 3a0ydepuBaTy KoJie6aHHS CKOpOCTEl ApH-o6pa-

syowHx 4 ApH-norpebasiomnx nmpoueccos.

3Hasi 3JIEKTPUYECKYI0 €MKOCTb M MJOIIAfb MeMGpaHBl, HanpHMep
GaKTepHAJIbHOH KJIETKH, MOXHO PaCCUHTAThb, CKOJNLKO HOHOB BOJOpPO-
Za Oyner OTKaueHO H3 LHMTOMJA3MH GakTepuH npH o6paszoBaHuu ApH
nopsaaka 250 MB (Bepxuuit npenen ApH, nonnepxkusaemoii B 3HePrH-
30BaHHHX ycJOBHAX). Ecin npuusaTe emxocts 3a 1 MKd-cM~2, TO mo-
Jydaercst kosnnyectBo H*, paBHoe Bcero 1 MMousb-r Gesnka—!, yto co-

H3MEPHMO C colepxkaHHueM MeMG6paHHbIX (epMeHTOB. UTO6H 3anactH

5HeprHio ApH B «Cy6CcTpaTHBIX» KOJIHYeCTBax, HEOGXOLHMO paspsiiuTh
MeMGpaHy NOTOKOM JI06BIX HOHOB, 3a HCKJIOYeHHem H+, Ilpu stoM
CHHXKeHHe Ay OyleT CONpOBOXKIaTbC NEPEHOCOM HOBHIX IOPLHH HO-
HoB H* no Tex mop, noka ApH ue Bo3spacrer no BEeJHYHHBI, 3KBHBa-
JeHTHOH 250 MB. pH-Bydepnas eMkocTh LHTOMIAa3MHb NpHMEpHO Ha
ABa MOpsilKa NPEBBHILAET 3JEKTPHYECKYI0O €MKOCTh I[HTONJAa3MaTHYe-
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CKOii MeMOpaHbl, TaK 4TO MOPIHA 3HEpruH, HakonJeHHod B ApH, oka-

3bIBaeTCH ropasno Gonasblieii, ueM B Avy.

JaJnbHelllee yBeJHYEHHE KOJMHYECTBa «MeMOpaHHOH» 3HEPrHH MO-
})eT ObITh JOCTHTHYTO, eciii o6pa3oBaHHasi TakuM crnoco6om ApH 3a-

TeM HCHOJb3YyeTcsl, HampuMep, KaTHOH/
Ht-antunmoprepoM, 3amensiouiim ApH
Ha Ap (katnoH). BkJloueHne Takoro aH-
THNOpTepa, OOMEHHBAIOLLEro, HanpHMED,
BHyTpeHHHHt Nat Ha pHewHuit HY, mno
CYLIECTBY PAaBHOCHJBHO  YBEJHYEHHIO
KoHleHTpauuu pH-6ydepa, kak 3To
BrnepBole 6bI0 oTMeuyeHo I1. MuTuenom
eme B 1968 r. IIpu sTtom MHuTuen urHo-
pPHpOBaJl poJib APYrOoro OJHOBAJEHTHOTO
KatHoHa — K*. Tlo ero MHeHHIO, Ha-
KonsneHHe K+ nox pedictBueM Ay ecThb
HeXxeJaTeJbHHH, XOTs H HeH30eXXHHIH,
no6oYHbIH 3¢ PeKT.

B 1978 r. aBTOp 3TO#i KHHTH mpen-
MOJIOXKHKJI, YTO 8x00 K+ Hcnoss3yercs
6aKTepHaJbHOH KJETKOH C LeJbio npe-
apaujerus AP 8 ApH u ApK. O6pasye-
mas ApK s3abydepuBaer Ayp. Uto Kaca-
erca ApH, to oHa yrunuzupyercs Nat/
Ht+-autunoprepom nns  o6pasoBaHus
ApNa. B pesynrrate ApNa OkaswiBaet-
cs 6ydepom ApH. CorsnacHo 3T0#t KOH-
uenuuu, 6axrepus axkymyaupyer K+ u
gvibpaceisaer Nat e ycarosuax usbelTka
dHepeeTuuecKux pecypcos. DHepreTuye-
CKHH Ne(pHIIUT MEHsIET HanpaBJieHHE HOH-
HbIX MOTOKOB: CHHXkaeTcs Ay, u Kt Ha-
YHHAET BHIXOAHTh H3 KJIETKH, IBHTasiCh
10 TrpanHeHTy CBOeil KOHUEHTPAIHH; CO-
OTBETCTBEHHO CcHHxkeHHe ApH npusBoaut
K Bxoay Nat (puc. 53).

I'mnoreza ApH-6ydepa mnosBosuna
O6bSICHUTL psig  HabJlogeHuiH, OTHOCSH-
IIuXcsi K 3HepreTuke 6akrepuit. B yacT-

H fe—

N

BakTepnansHan
UMTONN33MATHHECKAR
MeMbpaHa

K+
K+

JHepreTuieckue
pecypcbt

H+

[:2'4

7
\N

a+

g

a

Puc. 63. ApH-3aBucumoe o6pa-
30BaHHEe rpafAiHeHTOB HOHOB Nat
# Kt Ha KHTONNa3MaTHYECKOH
MeMm6GpaHe GakTepHi:

H+ orkaynBaeTcs H3 kJeTKH AuH-re-
HepatopaMH (/). OGpasoBaHHas NpH
3TOM AY Bmi3niBaer 3JekTpodopernH-
yeckkfl Bxox HoHoB K+ (2), Korophft
paapsixxaet Ay, npeBpamas ee B ApH.
Na-+/H+-auTunoprep oTkayHpaet Na+
H3 KJeTKH 3a cyet ApH (3). CHEiKe-
HHe AY H ApH ofpamjaer HOHHBIE
MOTOKH, KOTOphle MOALEPIKHBAIOT He-
Kotopoe BpeMsi AY H ApH B otcyTcT-
BHe BHEUIHHX 3HepreTHYecKHX pecyp-
coB LB

HOCTH, OBIJIO H3BeCTHO, 4yTo K+ moxer 3snekTpodopeTHuecKH HaKarJiu-
BaThCsy B OakTepHaJbHBIX KJjeTKax. Uro ke kacaercs Nat/H+-antn-
nopra, T0 oH 6wna onucan B 1974 r. K. ¥Yacrom u II. Muruesom y
E. coli. BrocnenctBuu ero HaJju4yde GBUJIO APOAEMOHCTPHPOBAHO Yy

MHOTMX BHIOB GaKTepHi.

BsaumopeiictBue Avy-zaBucumoro umnopta K+ u ApH-3aBuchHmoro
skcnopra Nat B npHHUKIE yAOBAETBOPSIeT TpeGOBaHHSIM, MpPELbsB/Ise-
mbiM Kk ApH-6ybepy. Nat — Haunbonee maccosblii kaTuoH. Ero koH-
LEeHTpaluss B MOPCKoii Boae okoso 0,5 M. Iloatomy kieTka, oTKayH-

8—1346
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Bass Nat u3 LHMTONJa3Mbl, MOXET JIETKO CO3[aTh OO0JbIIOH I'pajHeHT
uoHoB Nat. Konuenrpauuss [K*]map OOHYHO Tropa3no HHXKe, 4YeM
[Nat]uap, Tak utO GOsbliasi BesnunHa ApK Moxker GbITh moJiyueHa 3a
cuer akkymyJasiuuH Kt BHyTpu KieTkH. B 10 xe BpeMs [Kt+]gzap He
CTOJIb MaJja, 4ToObl 3aTPYAHHTh MNOHCK 3TOro KaTHOHa BO BHeUIHeH
cpene. Benp K*— BTOpo#i nmo MaccoBocTH KaTHOH B MOPCKOH BOJE.

3aMeHa BHyTpuKkJeTouHoro Nat Ha K+ u Hao6opor Bpsn JiU HOJIK-
Ha CHJbHO CKa3aTbCsi Ha MeTaboJsiu3Me H CTPYKTYpe KJIe€TKH, IIOCKOJib-
Ky CBOHCTBa 3THX HOHOB BO MHorom nopo0Hnl, Tem 6GoJsiee yTo Hu KT,
Hu Nat npsiMo He y4yacTBYIOT B GMOXHMHYECKHX peaknusx. OObTH N0

npoBepke runote3nl o ApH-6ydepe nokasanu, uto baxrepuu deiicTou-
TenvHo obpasyror Nat/Kt-epaduentsr npu u3buiTke 3Hepauu u uc-
NOABL3YIOT UX OAfl COBEpULeHuss NOAE3HOT paboTel npu HexearKe sHep-
eeTuveckux pecypcos. HauboJiee cylleCTBEHHH cJeAylollHe HabJo/e-
HHUS.

1. ITIpeno6pasoBaHuble rpagueHTHl HOHOB Nat u K+ MoryTt nomnep-
XKuBatb Takylo ApH-zaBucuMylo (QyHKHHIO, Kak J[ABHXEHHE ralo-
¢unvHo#t Halobacterium halobium, mopckoro Vibrio harveyi, a Tak-
)e E. coli, nocne ucyepnaHusi 3HEPreTHUYECKHX pecypcoOB. ¥ mpecHo-
BonHoil Phormidium uncinatum 6bla1 3¢¢exkTuBeH rpagueHT K+, Ho
He Nat, !

2. I'paguentst Nat u K+ crabuausupyior ypoBeHs Ay u ATO B
YCJIOBHSIX 3HepreTHdeckoro ie¢uuura.

3. Emkocte Nat/K+-6ydpepa npsiMo nponopLnuoHajbHa KOHLEHTpa-
IIHH CoJiH B cpene oOMTaHWsi GakTepHil, CHHXasick B psiny H. halo-
bium > V. harveyi > E. coli > Ph. uncinatum. I'paguedtsl Nat u K+
y H. halobium, npenblHKy6HPOBaHHOH Ha CBeTy, Bce elle MOAAEPKH-
BalOT JiBHXKeHHe crycTs 6osee ueM 8 y mocje NpekpallleHHs OcBelle-
HUs M ucuepnauus Q,. 3TO O3HauaeT, yTO raJjobGaKTepHUsi B TeueHHE
IHs1 crioco6Ha BJOXHUTh B Nat/K+-rpagueHTt cto.ib 3HaUHTEJNbHYIO NOP-
LHI0 SHEPTHH, YTO ee NPaKTHUYECKH XBaTaeT HAa BCIO HOUb.

B3aumoneiictBue Kt-ywunopra u Nat/H*-antunopra — npocreii-
LKA, HO He e€QHHCTBEHHO BO3MOXKHBIH MexaHH3M cTabuanzauuun ApH
rpajiieHTaMH OJIHOBAJIGHTHHIX KAaTHOHOB. ¥ HEKOTOPHIX GakTepHH, IO
KpaiiHe#l Mepe B ILEJOYHOH cpele, HMeeT MECTO 3/LEKTPO2EHHbLL
(Na*/nH%)-antunopr. Kpome Ttoro, HakomjseHHne K+ Moxer KaTaJju-
aupoBatbess K+, Ht-cumnoprepom. B nonobumix cayyasx ApNa crabu-
JH3upyer He ToJsibKO ApH, HO W (B MeHnuieli cteneHn) Ay. CooTBer-
ctBeHHo ApK cra6uausupyer u Ay, v ApH, npnuem addexkr Gosee
BbIpaxKeH B OTHOILUEHHH A.

BeposTHo, crabunusauus Apl Heo6xonmma mpexpae Bcero B MeM-
6paHax, pacnoJsiaraloniux cpady MHOTHMH NyTsIMH O6pa3OBaHHs H HC-

nosn3oBaHusi AnH. TakoBa, HanpuMmep, nUTONJIasMaTHyecKasi MeMOpa-
Ha [bIIAlMX HJAH (HOTOCHHTE3HDPYIOLIUX OGakTepHi, rie HMeIOTCs Abl-

xatenpHble (¢porocuHTeTnueckne) ApH-reneparops, H*-AT®-cunTa3a,
ApH-3aBucuMble nepeHocunku H Ht-MoTopbl.
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B 10 e Bpemsi y aHa’poOHBIX HENOABHIKHBIX GaKTEPHH, MHUBYLIHX
IJIAKOJU30M, npobaeMa ctabuausauud ApH moxer u He ctosaTh. B ux

LUTONJIa3MaTHYeCKOH MeMOpaHe COLEPHKHTCS TOJbKO OXHWH THm ApH-
reHepatopoB (H+-AT®a3za, ucnospsywoulas rankoautuueckuii ATO)

H onuH Tun norpebureneit ApH (H*, MmeTa6oant-cumnopreprl). B aToi
rpymnine MHKPOOPTaHH3MOB MOXXHO HalWTH NpeAcTaBHTeJseH, y KOTOPLIX
corepkanve Nat BHYTPH KJIETKH OKasblBaeTcCs BHILE, YeM CHapyXH.
Ta xe joruka cnpaBeisMBa NPHMEHHTEJBHO K BHYTPHKJIETOUHBIM IIy-

3BIpbKaM H OpraHesJiaM, clenHajH3HpoBaHHBIM Ha ApH-zaBucumoM
cuHTese AT® (xpomaroopmn 6GakTepHil-QOTOCHHTETHKOB, MHTOXOHI-
puu u xJqopomnsacTel). OHH HCIOJB3YIOT YIPOLIEHHBIe BapHaHTH Me-

XaHu3Ma ctabunusanuun ApH.

6.3.2. JIpyrue cuctembl CTabHIH3ALHH A;IH

O6blyHO OGHoONIOrHYecKasi MeMOpaHa NeJIHT HeKHH oObeM Ha jaBe He-
paBHble yacTH. IlosToMy akTHBHBII TpaHcnopT HoHOB Ht yepes mem-
Opany usMeHsier pH ryasHbIM 06pa3oM (MJIH Ja)Ke HCKJIOYHTEJBHO)
B MeHbllieM OTceKke. EcsH B 3TOM OTCeke HeT (€PMEHTOB, TO MEXaHH3M

crabuansanun ApH Moxer 6HITH ynpolleH Takum o6pa3oM, 4TO €ro
HaTpHeBHII KOMIIOHEHT MNOINPOCTy oTcyTcTByeT. HamboJsee nemoHcTpa-
THBHBIH NPUMeED — TUAAKOUCbL XAOPONAACTOB.

31ecr noHB H+, TpaHcnopTHpyeMmble yepe3 mMeMOpaHYy, BRICBOOOXK-
JlaloTCs BO BHYTPHTHJAKOHJHOE NPOCTPAHCTBO, NpeACTaBJISAIOIIEE CO-
60l OueHb Y3KyIO 1leJib, pa3Mepbl NoONepeYHHKa KOTOPOH HMeEKT TOT
e MOpANOK, 4YTO M ToJIIlHHAa MeMm6paHbl. B 3TO# uienu nmpakTHYECKH
HeT (epMEeHTOB, MO3TOMY HeT PHCKa, YTO 3aKHCJeHHe BHYTPHUTHJAKO-
HIHOrO NPOCTPAHCTBA HHAKTHBHpPYET KaKoH-H60 (epMeHTaTHBHBIH
npouecc. Kak 6blJ10 nMoka3aHo Bhiiie (cM. pa3n. 3.3.5), crabuau3anus

ApH npoucxonut 3a cuer nepexoga Ay—ApH, conposoxkaaloniero ne-
peHoc K+, Mg?+ u Cl- yepes Mem6pany TuJaakouLoB. Ilockojbky
BHYTPHTHJIaKOH/IHOE NPOCTPAHCTBO OYE€Hb MAJIO MO CPaBHEHHIO C OOB-
eMOM CTPOMH XJjopomnaacta, ApH o6pasyeTcs mouTH HCKJIIOYHTEJIBHO
3a CcyeT 3aKHCJIEHHsi Cpelbl BHYTPH THJakouza, pH kotopoit Moxer
ObiTh Ha TpH €IHHHUH HHXe, YeM B CTPoOMe.

Hekoropas crabu.iusauuss ApH Heo6xonuMa XJiOpPOMJacTy H3-3a
KoJle6aHHH HMHTEHCHBHOCTH CBeTa, BCErla NMPOHCXOAAILLUHX B eCTeCTBEH-
HHIX YCJIOBHAX. BeposiTHO, no 3Toii mpuuHMHe XJOpPOMJacT MpeBpallaeT
Ay B ApH. Ta xe npobGnema cyuiecTByeT U B 6GaKTepHaJbHBIX XpOMa-
topopax; y Rhodospirillum rubrum oHa MoxeT OBITH pelleHa Io-
cpenctBoM H*-nupodocpar-cuntasst. 3ToT BecbMa aKTHBHBHIN (epMEHT

ucnonn3zyer ApH, uto6n o6pasoBats nupodocdar u3 ¢ocdara. Ilyrei
yTHausanuu nupodocdara, conaMepuMbix no cKkopoctu ¢ H-nupogoc-
darT-cuHTa30H, 1Jis 3TOH 6aKTEPHH ONMHCAHO He GuJO. ABTOpP H COTPYI-
HHKH NPEANOJOXKHUJIH, YTO IaBHBIH MyTh NpeBpalleHHa nHpodocpaTa

y Rh. rubrum — ero runposus c obpasosanuem ApH npu o6pauieHnH
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H+-mupodocdar-cuHTa3zHoi peakuud. Cuntes ATQ ecTr ocHOBHas
¢yHkuus xpomatodopos. CyllecTBeHHO, 4TO nmHpodochaT craGHIH3H-

pyer ApH Ha ypoBHe, aocTaTouHOM JnJsi cHHTe3a AT®, mockoJbKy
3HEPTHH r'uapoJusa nupodpochara 1 ATP 6au3KH.

BeposiTHO, BHellHas MeM6paHa KJIETOK BBICIUHX DacTeHHH cTaOHJIH-
supyeT ApH Tem xe myTeM, uTo H THiakouabl. [IpOTOHH, OTKauuBae-
mble H3 KJeTkH Ht-AT®-cuHTa30#i, OKa3bBalOTCA B y3KOM MEXKJe-
TOYHOM MNpocTpaHcTBe, rae pPH Moxker GhITh Ha JBe €IHHHUBI HHXKeE,
yeM B LHTOIJIa3Me,

Y npecHoBoAHBIX HIHaHOGakTepuii ApNa «npaBHJIBHOrO» Hampas-
JIeHHsI He MoXeT ObITh OOpasoBaHa u3-3a HHU3KOH [Nat]map. 31ech eM-
koctb ApH-6ydepa HeBennka, NOCKOJBKY HCNOJB3YETCH TOJBKO O-
Ha ero coctassswoumas —ApK. N

Has Mutoxonapuii npobsema ApH-6ydepa cocTouT He Tak oCTpoO,
Kak [AJsi OaKTepHil H XJOpPOMJAaCTOB, MOCKOJBKY ypPOBE€Hb IbIXaTeJib-
HbIX cybcTpaTtoB KOs€6JieTCsl, Kak NPaBHJIO, B MEHbIUEH CTeneHH, 4eM
ypoBeHp cBeta. HeynuBurtespHo nostomy, uto ApH B MHTOXOHApHSAX
npeacTaBJieHa IJiaBHBIM 0o6pasoM B Buie AYp. Cpenn BO3MOXKHBIX IIpe-
TeHIeHTOB Ha posb ApH-6ydepa anech MoxHO HazBaTh yHunopt K+,
a B TKaHfiX C CHJBHO MEHsIONeACss aKTHBHOCTBIO THIIA MBIlIE€YHOH —
o6beHHEHHE MUTOXOHAPH B MHTOXOHAPHAJBHBIN PETHKYJIYM.



HartpueBnit Mup

IIporpecc 6HO3HEPreTHYECKHX HCCJIENOBaHHi NOCJENHHX JieT CTH-
MyJaupoBaJj HHTepec K HoHaM Nat. Oxasasach nokoJse6jeHHO#H gorma
o Ht xak eIHHCTBEHHOM comnpsAramolleM HoHe. BRIACHHJIH, YTO pPOJIb

Nat ne orpaHuuymBaercs ero ¢yHkuMei#r B cucreMe ApH-6ydepos.
Y Hexoropelx hopm acudnu uoH Nat npamo eosrewen 8 npespaujerus
anepeuu, 3amenss uoxn H*. 3HauuTesbHOE TaKCOHOMHYECKOE Pa3HO0G-
pasue BHIOB, HcnoJb3yloniux Nat, a He Ht B kauecTBe nepBHYHOrO
conpsArapllero HoOHa, yka3blBaeT Ha Bceobliiee pacnpocTpaHeHHe BHOBb
OTKPHITOrO THNMa MeMOpaHHOH 3HepreTHKH. BosHHKaeT BneyaTJieHHe,
YTO HapsiAy C MHUPOM KHMBBIX CYLIeCTB, Ybsi 3HepreTHka 6a3upyercs
Ha UHPKYJSAUMHM NPOTOHOB, CYyLIeCTBYeT MAOCTAaTOYHO O6IIHpHas 0O6-
JIaCTb, KOTOPYIO MOXHO OBblJIO OBl Ha3BaTh «HATPUEBHIM MUPOM>.

7.1. TenepaTopul ApNa

7.1.1. JlexapG6okcuaasnl, Tpancnoptupyiouine Nat

B 1980 r. Il. JuMpoT coobumiun o6 OTKPHITHH nepsuunozo ApNa-
2enepatropa, oTKayubBatoulero Nat u3 puronjazmel OGakTepHaJbHOM
KJeTkn Oe3 yyactus ApH. Buuio nokasano, uto Klebsiella aerogenes,
pacTynias B aHa3pOOHBEIX YCJOBHAX, NeKapOOKCHJIHPYeT OKcaJioaleTaT
B nupyBaT u CO; TospkKO B mpucyTcTBHH Nat u dexapbokcuruposanue
conpsaxeno ¢ nepenocom Nat u3 KjeTKH BO BHELIHIOI CpPedy TPOTHB
KOHLIEHTPalLlHOHHOro rpajHeHTa:

~00CCH,COCO0~ + 1 Nag;, 4+ H+—CH,COCOO~ - CO, + 1 Na,
(49)

TZie n, BepOsiTHee BCEro, paBHO JBYM.

YKa3aHHHI npouecc NOKa3aH KaK B HHTAaKTHBHIX KJjeTKax, TaK U B
BLIBEDHYTHIX CyOKJIeTOYHBIX My3hipbKaxX. Peakuusi, KaTaJusupyemas
OHOTHHOBHIM (PE€PMEHTOM, JIOKAJH30BAHHHIM B IHHTOMJIa3MaTHUYECKOH

213



MeM6paHe, npoTekasna B gBa 3Tana: 1) nepeHoc kap6OKCHJa C OKCaJio-
anerata Ha GHOTHHOBYIO NPOCTETHUECKYIO I'PyNny H 2) BHICBOOOXKIe-
e CO, u3 Kap6OKCHJIHMPOBAHHOro GHMOTHHaA C pereHepaunueil HCXO[-
Hoii popmbl ¢epMmeHTa. [as Broporo srana TpeGoBascs Nat. Ilpu
tpaHcnopte Nat BHYTpeHHHH OOBbE€M BBHIBEPHYTHIX CYOKJIETOYHBIX My-
3BIPBKOB 3apsiXKaJiCsi MOJIOXKHTEJBHO, YTO CBHAETENbCTBOBAJO 06 3Je-
KTPOreHHOM XapakTepe 3TOro TpaHcnopra. Ay u ApNa GeliH paBHH

65 u 50 MB, 1. e. o61as ApNa cocraBnsana 115 MB.

Okxcanoaneratkapbokcunasza K. aerogenes CcOCTOHT H3 «-, B- H
y-CYObelHHHI] C MOJIEKYJIADHBIMH MaccaMH COOTBETCTBeHHO 65, 34 u
12 xla. a-Cy6bennHula — nepudepudeckuii 6eJoK, B TO BpeMs Kak
B- M y-CyObemHHHILl — HHTErpaJibHble MeMOpaHHBIe OeJIKH, Nepexo-
Jsil[He B PaCTBOP TOJIbKO B NPHCYTCTBHH JeTepreHTa. BHOTHH cBs3aH
¢ a-Cy6beIHHHLECH.

IanbHefine wuccienoBaHus MoKasanaH, 4To K. aerogenes — He
eIMHCTBEHHbII MHKpOOPraHU3M, pacnoJaraiouiuii Nat-TpaHcnopTupyio-
meii gekapbokcunaszoil.Nat- TpaHcnopTupyonias okcaJioauerariexap-
6okcunasa obHapyxeHa Takxe y Klebsiella pneumoniae u Salmonella
typhimurium.

Y wmukpoopranuamos Acidaminococcus fermentans, Peptococcus
aerogenes, Clostridium symbiosum w Fusobacterium nucleatum
rnyrakonun-KoA (uHTepmennat cOpaKHBaHHUsl rjyTamaTa g0 alerarta
n O6yTHpaTta) nekapboKcuJaHpyeTcs B KPOTOHHJ-KOA compsiKeHHO ¢
TpaHcrmopToM Nat,

Y ctporo aHaspoOHoii Gakrepun Veilonella alcalensis, npeBpa-
mamlei JakraT B aleTaT H NPONHOHAT, U y Propionigenum modes-
tum, yTuiu3upymollell cCyKuHHaT ¢ o6pa3oBaHHEeM NPONHOHATa, AeKap-
6OKCHAHPOBaHUe MeTHJIMaJIOHHN-KOA B nponuoHuJ-KoA Takike mnof-
pepxkHuBaeT TpaHcnopT Nat. Ilepexr nekapb6okcuanpoBaHHeM CYKIHHaT
npeBpallaeTcss B MeTHJAMaJOHHJ-CoA, neKapOOKCHIHPOBaHUE KOTOPO-
ro co6CTBEHHO H CONMpsiXeHO ¢ TpaHcnopToMm Nat.

Cy6knerounble ny3wippku V. alcalensis mepenocst nBa uoHa Nat
Ha KaXIylo MoJiekyJly peKapOokcuaHpoBaHHOro cy6crparta. [lexap-
O6okcuiiaza Oblna O4YHIlEHa H BCTPoe€Ha B NpoTeosunocoMbl. Jlekap6o-
KCHJIHMPOBaHHe CO3/1aBaJji0 TPHALATHKPaTHHIH rpanueHtT Nat Mexny
BHYTPEHHHM 0OBeMOM NpoTeosHnocoM H cpenoil. IIpoToHodops yc-
Kopsiiu BXox HOHOB Nat B MpOTeOJHIIOCOMBI, NMO-BHIHMOMY, CHHMas
Ay, KoTOpas o6pasoBbIBajach Npu yHHnoprte Na+.

7.1.2. Nat-TpaucnoprHpywinas abixaTeJbHas Herb

B 1977 r. T. YHeM0TO U COTPYILHUKH onucasH akTuBauuw HAJIH-
OKCHIa3wl MOpPCKoH 1uenoueyctoituuBoil Vibrio alginolyticus u ywme-
peHHo ranogpuavHoit Vibrio costicola wmonamu Nat. IIpyrue KaTHOHHI
Obl.u HeadekTuBHe, B Tex ke ycaobuax HAIIH-okcunasa E. coli
He TpeGoBasa Nat nis [OCTHXEHHS MAaKCHMaJbHOI aAKTHBHOCTH.
HanpHelillne ucc/lefoBaHHsi TOH e TPYNNH YY4€HHIX BHIBHJIH, YTO
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Na+-3aBucuMmas cragus JokaausoBaHa Mexay HAJIH-gerunporena-
30ii H MeHaxXHHOM HJH YOHMXHHOHOM, B TO BpeMsi KaK UHTOXPOMHBIH
cerMeHT LeNnH aKTHBeH H 0e3 Nat.

B 1982 r. X. Tokyna u T. YHeMOTo npoOAeMOHCTPHPOBAaJH Conps-
JKeHHBIH ¢ ablxanpeMm 3kcnopT Nat u3 knetok V. alginolyticus. 3atem
aBTOpaM YyaaJjoce Beineautb Nat-rpancnoprupyrowyro HAIIH-me-
Ha(ybu)xunoupeOykTasy u BCTPOUTH ee B IpoTeoJsiHNocoMel. OkKuc.e-
nue HAJIH nporeosunocoMaMu CONPOBOXKAaAJ0Ch HAKOMJIEHHEM B HHX
noHoB Nat. HMckiouenne Nat u3 cocraBa cpenn HHKy6anuu B 15 pas
TOPMO3HJIO CKOpPOCTh okucyaeHuss HAJTH.

Nat-tpancnoprupyromas HAJIH-xuHoHpenyktasa umeer pH-ontu-
Mym Mexay 8,5 u 9,0. OHa cnenugHueCKH TOPMO3UTCH HOHaMH Ag?t,
a TakXe OYeHb HU3KHMH KOHIEHTpauWsMH N-OKHCH 2-TenTH.I-4-OKCH-
xuHoauHa (HQNO).

ITo nauusim T. YHemoto, Nat-tpancnoprupyouiag HAIH-xunoH-
penyKTasa COCTOHT M3 JBYX MOHOMEpPOB, KaX[blfi H3 KOTOPHIX HMeeT
Tpu cy6benuuuns: a (52 kla), p (46 xkla) u y (32 xlla). CoorBert-
CTBYIOILlME T'eHbl HaXoAsATCsi, O-BHAMMOMY, B GoJblieli H3 IBYX MJas-
MHu, oO6HapyxeHHEIX y V. alginolyticus. a-Cy6benHHHIIa CONLEPIKHT
®MH, a B-cy6benunnua — ®PAJl. B orcyrcrBue KoQ HAJIH Boccra-
HapauBaer ®AJl, Ho He ®MH. OunileHHas a-cy6benuHuia He obJa-
JaeT KakKoi-nub0o ¢pepMeHTaTHBHOH aKTHBHOCTBHIO, HO NPH PEKOHCTPYK-
UMM C OYHIIEHHBIMH B- H y-CyObeLHHMIAMH naeT KOMIJEKC, BOcCTa-
HapauBalounii KoQ no KoQH; nmocpexcrsom HAJIH.

IIpennoJiaraiot, 4To p-cyObeAHHHIIA KaTaJH3HPYeT MepeHoc BOCCTa-
HOBUTeJbHHIX 3KBHBaJieHTOB ¢ HAJIH na ®AJl u naJjee Ha KoQ c
obpaszoBanuem KoQ™ (HAJIIH-merunporenasHas wacTb KOMILIEKCa),
a a- U y-cyObeqHHHIIB OTBETCTBEHHH 3a AHCMyTauuio aByx KoQ™ c¢
obpazoBanneM KoQH; u KoQ. VIMeHHO 3Ta nocienHss peakiius 3a-
BuCHT OT Nat,

Tpancnopt Nat HAJIH-xHHOHpeNYKTa3HOH HOCHT 3INEKTPO2EHHbLL
XapaxKTep, 4YTo YCTAHOBJIEHO B ONMBITaX KakK Ha LEJHIX KJeTKax, Tak H
Ha BBIBEPHYTHIX CyOKJIETOYHBIX Ny3blpbKax V. alginolyticus.

ITokasano, uto poct V. alginolyticus npu menounnx pH ropasmo
6osee ycroiiuuB K mneHcTBuio mpoToHodopa XK@, yem poct E. coli.
Ilpu pH 8,5 BuGpuoHn nonaepxkuBaju rpaguedtnl Nat, K+ u Ht He-
cMoTpsi Ha npucyTcTBHEe XK.

T. YHeMOTO M COTPYAHHKH ycTaHOBHJIH, uTo Nat Heobxomum ans
MakcuMaJgbHoit aktuBHOcTH HAJIH-okcupasm Vibrio costicola. B 10
e Bpems @. Xamaune W COTPYAHHKH, H3yuyasi IHepreTHKY 3TOro BHO-
pHOHa, MPHILJH K BBIBONY, 4TO OHa 6a3HpyeTcs NPH AbIXaHHH Ha OT-
kauke HoHOB H*, a He Nat. BoamoxHo, ytro Nat- u H*+-tpaHcnopTh-
pymloulHe nbixaTeJbHble IeNH COCyUIeCTBYIOT B meMOpaHe 3THX BHO-
pHOHOB, npeob6Jsanas NPH PpocTe COOTBETCTBEHHO B 1I€JIOYHOI H.IH Heii-
TpaJibHOU cpefe.

CBHeTebCTBO B MOJIB3Y TaKOH BO3MOXKHOCTH GBIJI0 HEAaBHO MOJTY-
ueHo B snabopatopun T. YHemoTo. Okasanoce, 4TO BHIBEpHYTHE CYO-
KJeTo4Hble Ny3blpbKH V. costicola okucasior HAJIH c o6pa3oBaHueM
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ApNa. B Tex e yCJOBHAX OKHCJIeHHe JakraTta nasasio AuH. Bo Bro-
poM (HO He B mepBoM) caydae nepeHoc Nat Guisl coOnpsixeH C JbiXa-
HHEM JIHMLIp KOCBeHHo, npH yuactuu Nat/Ht-anrunoptepa. ITo nan-
HeiM M. A. CmupHosoii # B. A. Kocthipko, okucienne HAJIH cy6xkae-
TOUHBIMH TNy3blppkamMu V. alginolyticus o6pasyer Nat-noTeHnuaJt, a
OKMCJIeHHe CYKIHHata — Ht-nmoteHuuaJ.

HenaBHo moJsyueHwl HaHHBEIE O CyLIeCTBOBaHHH «Nat-ABIXaHHA» Y
Vibrio parahaemolyticus.

Hpyroit npuMep Nat-TpaHCmOpPTHPYIOLLEro AbBIXaHHA OBl OMHCaH
He Tak AaBHo $I. ABu-Ilopom u corpynHukamu (1984). PaGoras ¢
rajotosiepaHTHOH Gaktepuedl Ba,, aBTophl nokasaJu, uTo fo6aska Nat
npu pH 8,5 cTumynupyer morJomeHHe KHCJOpPOLa, reHepauuio Ay H
BXOJ] NMPOTOHOB B KJieTKy. Pa3obuiutesnb-mpoToHOGOp BHI3LIBAJ AaJib-
HeHlllee yBeJqnHueHHe Bxofa Ht, compoBoxpaionlerocsi CHHUXeHHeM Ay.
ITH Hab/oneHHsA MOXHO GblJIO OGBSACHHTh, MPEANOJIOXKHUB, YTO ABIXA-
TeJbHas LeNb oTKayuBaeT Nat M3 HHTONNa3MBbl, TéeM CaMBIM TeHepH-
pya Ayp. CyumecTBeHHO, YyTO AaHHasg CHCTeMa JAeHCTBOBAJa TOJIBKO B
1leJIOUHBIX YCJIOBHSIX, 6ynyuH HeakTuBHOH npu pH 6,5.

Nat-3aBucuMoe nrixaHue Ba, oueHr uyyBcTBuTesbHO K HQNO.,
Ecth psin yka3aHHH, 4yTO MecTO B3auMoaeilcTBus unonoB Na+ ¢ HAJIH-
XHHOHpenyKTa3ol Ba, u V. alginolyticus nokanu3oBaHO Ha CTalHH
BOCCTAaHOBJIEHHsi CEMHXHHOHa B THIDOXHHOH. BEICKa3aHO mnpepJsoxe-
HHe, 4TO B TpolLecce cBoero TpaHcrnoptra HOH Nat coenmnHsieTcs ¢ aHH-

OH-panukanoM Q -, u o6pa3yIollHiics 3JeKTPOHeHTPAJbHBIH KOMILIEKC

Na+-Q~ nepeHocHTcs uepe3 ruAPo(OGHHIH CJAOH MeMOpaHH.

B JsuTepaType MOXHO HalWTH ILleJblil pAJ OMHCAHHH CTHMYJIHPYIO-
uero neiictBusi Nat Ha QblXaHHe MOPCKHX Illesioye- HJIM COJI€YCTOHYH-
Bhix Gakrepuil. OnHako TpeOyIOTCS naJjibHeHIIHe OMBITH, YTOOB! BHISIC-
HUTh, Hy>KeH i Nat Kak aJjjiocTepuuecKHi aKTHBAaTOp HJH Kak TpaHc-
nopTHpyeMblii HOH. B 3Toil CBfi3W mnpeacTaBJisgeTcs BeCcbMa 3aMaHYH-
BBIM TIPOJOJIXKHTB OAHY H3 NeEpBHIX pabor, onHchiBaBIHX Na't-cTuMmy-
JupyeMmoe neixaHue. Peup uaer o nybaukauun T. Kogamel u C. TaHu-
rycu (1976), nokasaBwux, uTo y HerajodunsHoro Pseudomonas stut-
zeri uoH Nat Heob6xonum mJa: 1) pocra B JIOGBIX YCJOBHfX, 2) Mak-
CHMaJIbHOH CKOPOCTH AbixaHMs, 3) umnopra K+, rayramara, seiinnHa
H ¢ochata u 4) noaBuxkHOCTH. K coxkaseHulo, y aBTOPOB He OHBLJIO
MBICJIH O BO3MOXHOIi posn Na' kak conpsraiolilero HOHa, H TPaHC-
nopt Nat B 3THX 3KCIIePHMEHTaxX OCTaJICi HEHCCJIeLOBAHHBIM,

7.1.3. Na*-Tpaucnoptupywuide ATdPazpl

bakrepuaabnpie Nat-ATdazw. B 1982 r. 1. Xuduep u &. Xa-
pOJibn MpeAcTaBHIM yOelHMTesbHblE CBHIETEJNHCTBa CYILIECTBOBaHHSA
Na+-rpancnoprupyroweis AT®aser y Streptococcus faecalis. Beao no-
KazaHo, yTo no6aBka Nat K BHIBEDHYTHIM CYyOKJETOYHBIM Ny3hEIPbKaM
u3 S. faecalis crumynupyer ux ATdasHyi0 aKTHBHOCTb. PajgHOaKTHB-
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Helf Nat HakanauBaJici B Ny3bIPbKax CONPSXKEHHO C THAPOJH3IOM
ATO,

HenaBuo H. KHHOWIHTa H COTPYAHHKH MOJYUHJH HHTEpPeCHhEe pe-
3yJIbTaThl, YKa3blBalOLIHe Ha 3Heprusanuio memb6paHn S. faecalis no-
cpeactBom Nat-ATdasn B yCJOBHAX, KOrja HeBo3MOXKHa HT-sHepre-
THKa. B cepun onbiToB OblJ1  HalileH MyTaHT, neQUUUTHBIH IO
H+t-AT®aze. Ero obuias ATdasHas akTHBHOCTb COCTaBJisija BCEro
30% ot koutpouas. IIpu 3tom Bkaaxg Na+-ATdaszn pe3ko BO3poc: ak-
THBHOCTbH 3Toro (epmenTa 6bljia B 40 pas 6oJbllie y MYTaHTa, 4eM Yy
HcxonHoro wtamMma. ITogo6Ho Nat+-nrixatensHoii nenu V. alginolyticus
H Ba,, Na*-AT®aza S. faecalis 6bna HaubGojiee aKTHBHA B I€J0Y-
Ho¥ cpene (pH 8,0—9,0).

Konngectso Nat-AT®a3s Morsio GbiTh NMOBBILEHO H Y IHKOrO
wmramMmma S. faecalis, ecin 6akTepuu pacCTHJIH B TNPHCYTCTBHH HOHOB
Nat u pasobuurtens-npotoHodpopa. B 3tux ycnoBusax Nat-ATdaza
gocTtHrana 75Y% ot ypoBHs, Habuonaemoro y myrtanta. Mckiiouenune
Na+ u3 cocraBa cpennl pocTa TNpefOTBpallajo HHAYKOHIO Nat-
AT®dasHh.

ITo-BuguMomy, GHosiorndeckasi yHkuus Nat-AT®aswm S. faecalis
COCTOUT B 3Hepru3dauvH MeMO6paHbl 3TOH TIJIHKOJIH3HPYIOILEH OGaKTepHH
B YCJOBHSIX, KOrZa HEBO3MOXKHO HCIIOJIb30BaTh OGLIUHYIO Il€Nb peak-
IHH, NPUBOASLIHX K HAKOIJeHHI0O MeTaboJHTOB, H IAPYrHe THIBH MEM-
6paHHOl paboTH:

I'moxkosza — AT® — ApH — mem6pannas pa6ora. (50)
B orcyTctBue ApH peanusyercs aJbTepPHATHBHBIH MEXaHH3M:

I'aoko3a — AT® — ApNa — meMGpannas pa6oTa, (51)

rIe BTOPOH M TPETHH 3Talbl KaTaJH3HWPYIOTCH CooTBeTcTBeHHO Nat-
AT®a30ii ¥ Nat+-3aBUCHMBIMH TpPaHCIOPTEPaMH.

Nat/Kr-AT®a3a u Nat-ATda3za KHBOTHBIX. Nat/K+-ATdase,
onucanuoét B 1957 r. M. Ckoy, nocesinieHo 60JibIIOe KOJHYECTBO HC-
cnenoBaHuii. PepMeHT J0KAJH30BaH BO BHEWHel membpaHe HuUBOTHOL
kaetku, OH OTBeTcTBeH 3a reHepauuio Ay, ApNa u ApK Ha 370t
MevmOpaHne. Takoii adpdekT nocturaercs nyrem o6meHa 2K+y.p, Ha
3Natgy,, cOnpsi>kKeHHOro ¢ THAPOJH30M ONHOH MoJekyabl AT®. Nat+/K+-
AT®aza nmeer maccy nopsiika 550 kJla M COCTOHT H3 YeThipex Cy6b-
e€HHHL] ABYX THIOB (20 u 2p). Maccel cyOGbenMHHI] paBHHE COOTBET-
ctBeHHo 95 u 45 kIla. Ilo nanueiM }O. A. OBUHHHHKOBa H COTPYIHH-
KOB, IOJYYEeHHBIM MOCPEICTBOM 3JEKTPOHHOIO MHKPOCKONHPOBAHHSA
JBYXMEPHHIX KDHCTaJJ0B (pepMeHTa (paspelleHHe 2 HM), BepPTHKAaJb-
HBI pasMep af-npoToMepa cocTaBasieT okKojgo 10 HM, uyTO O6oJiblile
TOJIIHHB JIMIHAHOrO OHcyo0s. a-CyObeaHHHUa BeiaeTcs H3 MeMmb6pa-
Hbl Mo o0e ee CTOPOHBI, TOrAa Kak B-cyGbendHHHIa 3KCMIOHHpPOBaHa Ha
BHelIHeH# CcTopoHe MemOpaHb. N-KoHueBOil yuacToK B-Cy6belHHHIIE
IJIHKO3HJIM3upoBaH. Macca yrueBonHo# yactu paBHa 7 kJla. ITo pgaH-
HBIM, TIOJYYEHHBIM B ONBITax ¢ XHMHYeCKOH MonH(QHKanHeH# H aHTHTe-
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JlaMH, IIOYTH [B€ TPEeTH a-CyO'beNIHHHIH HaXOAHTCA BHe MeMOpaHH,
NpHYeM LUTOMJIa3MaTHUECKHH JOMeH BTPoe 6oJbllle TOro, KOTOPHIH Bbl-
CTynaerT CHapy»XH KJeTKH. a-Cy6beIHHHIIa CYXKaeTcsi B CBOEH IEHT-
paJIbHOHM 4acTH, NOrpy>XeHHoH B MemOpaHy.

Nat/K+-AT®a3za MoxeT OLITh BCTpOE€Ha B IPOTEOJIHNOCOMEI, CIIO-
cobuble Kk AT®-3arucuMomy antunopty Na+ u K*. Kak nokasasa Me-
TOJ TPaBJIeHHs 3aMOPOXeHHBIX 006pa3uoB, NPOTEOJHIIOCOMH COILEP-
}aT yacTHUH pa3mepoM 9—I12 HM, YyTO NpHMEpHO COOTBETCTBYeT pas-
Mepy «gfg-KOMIJIEKCa.

AMuHOKHCJIOTHas nociefoBatesnbHOoCTh Nat/Kt-AT®da3n HenaBHO
ycTaHoBjieHa, AHasuz mnpoduieii ruapodO6GHOCTH CBHAETEJIbCTBYET O
HaJHYHH CEMH -CIHPAJIbHBIX KOJOHH B a-CyObeqHHHIIe H 4YeTHpex
KOJIOHH B B-cyObeavHHLE.

N-KoHueBoil noMeH a-cy6penHHHuBE O6pauieH B uuTonaasmy. Kap-
OOKCHJIbHAs T'PyNna OAHOH H3 AHUKapOOHOBHIX aMHHOKHCJOT, JIOKAJH-
30BaHHBIX B 3TOM jaoMeHe, tochopuaupyercsi nocpenctsoM ATD npu
obpasosanuu ¢ochodepmenta B npouecce ATdazHoll peakuum.

Mexanuam Nat/K*+-AT®a3n onuceiBaercss B paMKax obuiell cxe-
MH E\E,-AT®as:

a-l"
E;+ATO™ L E P 1 ANlD; (52)
E\P—E,P: (53)
K+
E,P2_.E, 1 H,PO,: (54)
E,—E,. (55)

CoraacHo cxeme HoHH Nat (no Bceit BeposTHOCTH Natgy) HeoGxo-
IuMbl 0 ¢ocopuanpoBanus ¢epMmeHta. PochodpepmeHT nperepre-
Baer kKoHGopMaluoHHoe u3MeHeHHe (E\—E;) u pacnapaercs Ha E,
H ¢ocdar B npHUCyTCTBHH HOHOB Kagausa (Ktmap). 3aTtem E. penakcu-
pyer B E,. Cocrosune E.P ¢ukcupyerca oyabamHom. Habawonaercs
MOJIOXKHUTE/IbHAsA KOOMepaTHBHOCTh B cBfidbiBaHHH 3Nat u 2K+,

Rb+, Cst+, NH4t, TI+, Lit+, Nat, moryT, XoTss © B pa3Hoii CTeleHH,
3ameHsaTh HOH K+. Uto kacaercs nmoHa Na't, To ero poar 6oJiee ciie-
uupuuHa. Cpeln nepedyHcJIeHHBIX KaTHOHOB TOJBKO Li+ MOXeT GBHITh
HCnoJb30BaH BMecto Nat, npuuem ckopocTh rupposnsa ATO cHuxe-
Ha, a cpoacTBO ¢epmeHTa K Lit ropasno mennlle, yem Kk Nat. Hure-
pecHo, yTo Nat MOXKHO 3aMEeHHTb HOHOM Bojaopoaa, npuuemM H+ uMmeer
no KpaiiHeld Mepe Ha ABa mopsiaka O6osvwee cpodcteo k Nat/K+-
AT®aze, yem Na*t. Tor ¢akT, yT0 pepMeHT B (PH3HOJOTHYECKHX YC-
JoBHsX nepeHocHt Nat, a He Kt, o6ycqoBsieH ropa3mno 6oJbiuei KOH-
neHtpauueii Nat, yem H+ B nuronsnasme. OnHako B 60.1€€ KHCJBIX
cpenax (pH 5,7) ynaercs Habmonate Ht/K+-antunopr u AT ®asuyio
aKTHBHOCTb 6e3 Nat.

Hpyras Nat-rpancnoprupyroujas ATPa3a 6uina onucana @. Ipo-
Bep6Ho, k. Heap KacTunio u ux KoJJjieraMu B 3MHTEJHH TOHKOIO
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KHIIIEYHHKa M NPOKCHMAJbHEIX TMOYeYHbx KaHaJabllax. OHa oT.HYyaer-
ca or Nat/K+t-AT®asu npexne Bcero TeM, uto K+ He HyxeH ans
aKTHBHOCTH, a Oya6aHH He BJIHsIeT Ha (pepMeHT.

7.2. YTuausauus AuNa,
o6pasyemoit nepBuuHbiMH AnH-renepatopammu

7.2.1. OcMoTHueckan pabota

(Nat, mera6osuT)-cHMMNOpTepLl. Y aJjKaJioTo.epaHTHol V. algino-
lyticus, pacnonaramouieii Nat-HAIH-xnuHOHpenyKkTa3oi, o6HapyXeHH
(Nat, meTabo.HT)-CHMIIOPTEPH, OTBETCTBEHHHE 33 aKKyMy.snuwoo I9
AMUHOKUCAOT U €axapo3sol.

ITokazaHo Takxe, yTo Hakomsenne K+ B knerkax V. alginolyticus
npu mesaounblx pH nonnepxuBaercsa sHepruein Ay, reHepupyemort Nat-
HAJIH-xuHOHpenyKTa30#.

Nat-3aBucuMoe HakomnjeHHe MeTaboJIHTOB B aJKaJo(pH.JIbHEIX Oa-
IHJJax OHJAO onHCcaHO B psajge coobuleHHii. OJHaKO OCTaeTcs HescC-

HBIM, KaK 3TH aJjkajoduan o6pasyior ApNa.

He#iTtpog:1.ibHble 6aKTepHH, XKHBYLIHE NPH HHU3KHX HJH YMEPEHHBIX
KoHueHTpauusx NaCl, o6eryHO Hcnosaws3dywT Ht, a He Nat B kKauecTse
cuMrioptTupyemMoro HOHa (cM. pa3na. 5.2.7). OgHako H3BeCTHH H HC-
KJIIOUeHHsI H3 3Toro npasuJa. Tak, nposun TpaHCHOPTHPYeTCH BMecTe
¢ Nat B kaerku Mycobacterium phlei, Salmonella typhimurium n
E. coli.

HHTepecHBlii «IyaJiHCTHUECKHH» MeXaHH3M HMIopTa MeTtaboJiuTa
onucad y E. coli. Oka3zajoch, 4To 3Ta 6aKTePHsi HCIOJIb3yeT aJjbTep-
HaTHBHO H+ unan Nat B KauecTBe compsrampiinero KaTHOHa NMPH aKKy-
MyJsiuun Meaubuo3el. Tlornomenne uutpata Gaktepusimu Klebsiella
preumoniae OCYILIeCTBJSECTCH NepPeHOCYHKOM, O6eCneyHBalIUM CHM-
nopt uurparad-, 2Nat+ u 2H*. I10 03HauaeT, YTO ABHIKYIIEH CHJOMH
npoiuecca noJxKHbl 6bITe AP, pNa u ApH.

A. Bpoau u coTpyaHHKaMm ynaJgoch BeiaesquTs (Nat, npo.uH)-cum-
noprep u3 M. phlei, xoTophiii oka3zancs Genkom Mmaccoil B 20 x[a.
‘OuulileHHBIH cHMMIOpPTep 6Bl PEKOHCTPYHPOBAaH ¢  ¢ocdosUnuiaMH.
ITosyueHHble TPOTEOJIHIIOCOMKW TPAHCIOPTHPOBAJIH MPOJHH 3a cueT Ay,
o6pa3oBaHHoii nH(POPy3ueil HoHoB KT, AKKyMyJsinusa NpPO.JIHHA TOPMO-
3HJ1ach IIPOTOHOGOpPaMH, CHHXKaBIIMMH Ay, a Tak¥Ke Cy.1b(prHipHJb-
HBIMH peareHTaMH.

Onucana TakXe yacTHYHasg O4YHCTKAa M pekoHcTpykuus (Nat, ac-
naprar)-cumnoprepa u3 raJgobuiasnost Halobacterium halobium. Bo-
o6lile MOpPCKue U 2a10(hUuNbHbIE MUKPOOP2aHU3MbL, NOOOGHO aiKaao-
GuabHoim, obbiuno ucnoasvdyror Nat, a ne H+ kax cumnoprupyemerid
UOH. DTO BEpPHO TaKxe M AJ5 BHellHell MeMOpaHbl KJI€TOK BBICHIHX
JKHBOTHHX, OMBIBaeMOH pacTBOpPOM C BBHICOKOH kKoHueHTpauuel NaCl.
JlaHHoe OGCTOATENBCTBO — ellle OLHO CBHAETEJIbCTBO CIIPaBel1.THBOCTH
MHEHHs O TOM, YTO KpPOBb — «4acTHYKa OKeaHa B Te.ie yejoBeKa». [e-
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HepaTopaMH ApNa Ha nJasMajeMMe JKHBOTHHIX KJETOK CJYXHT
Nat/K+-AT®a3a (B HekoTOpHX caydasx Takxe H Nat-ATdasza). O6-

pasoBaHHass ApNa yTHIH3HpyeTCsi Pas/HYHBLIMH NEPEHOCYHKAMH, TPaH-
CHOPTHPYIOIIHMH B KJIETKY aMHHOKHCJOTHI, caxapa, XHpPHHE KHCJIOTH
M npyrue coenuHenusi. Psn (Nat, MeTa6oJIHT)-CHMNIOPTEPOB BHEJEH
H BCTPOEH B NPOTEOJIHIIOCOMHI.

Hexkotopeie xHBOTHHE KjeTKH coldepxaT H+-AT®dasy Bo BHeliHer
MembOpaHe (cM. pasa. 4.5.2). B 3tux kneTkax Takxe Hafinenwm (HT,
MeTabOoJIHT ) -CHMIIOPTEPHI.

Houn Nat u perynsumus BHyTpHkJetouHoro pH. Bakrepuu Bech-
Ma YycheuwlHO pelualoT npobJjeMy roMeocrasa BHYTpPHKJeTo4Horo pH.
Kak 6n710 mokasaHo B rpynne P. M. MakHa6a, y E. Coli 3Tor roMeo-
cta3 Habmonaercs npH pHuap 5,5—9,0. B ykasaHHOM wuHTepBaJje
PHpyap BesnunHa pHgx onHchiBaeTcss ypaBHeHHEM

H,,=7,5—0,1(pH,,;, —7,6), (56)

Tak 4YTt0 3HauyeHHss pHgy npH pHuap 5,5 U 9,0 paBHH COOTBETCTBEHHO
74 u 78.

Ilpu noHueHHH pHgap 3aKHc/IeHHE UHMTOMIA3MBI MOXKeET OBIThb
NpefoTBpalleHO nocpeacTBoM umnopra K*, pa3meHuBampulero obpa-

3yeMyo ApH-renepatopom Ay Ha ApH HyxxHOro HampasJieHHs (LHTO-
nia3ma lilesioyHee BHeUIHeH cpeabl) (puc. 54, A).
Ilpu HeliTpanbHOM pHuap eIHHCTBeHHas 3aZlaya — BePHYThb B ILHTO-

miasMy HOHW HT, TepsieMhe kJeTKoH H3-3a paboth ApH-reneparo-
poB. Ilpo6aemMa mMoxeT GHITH pellleHa MOCPEACTBOM 3JIeKTPOHEHTpaJib-
Horo Nat/H*-anrunopra (puc. 54, b).

dnexkrpoHeiitpanbHbiit  Nat/Ht-awtunopr 3ddekTrHseHn B noa-
nepxaHHH pH-roMeocraza ToabkO mnpH ycJaOBHH, 4YTO PHuap<<
<pHzyw. MexaHH3MH 3aKHCJEHHsI LHTONJA3MH OKa3HBAalOTCH
HHbIMH, ecqH pHua.p Beille, ueM pHga  bBaktrepus craa-
KHBaercs ¢ 3Tofi mnpobJemoif, Korga cpena pocTa CTaHOBHT-
ca 1esoyHod. Tenepn anekTpoHeiTpanbHuiit Nat/H+*-autunoprep yxe
He MoxeT obecrmeuynBats Bxox Ht B kjerky, Tak kak rpagueHTl pH
H pNa HeGaaronpuaTHH AJsi Takoro npouecca. OOHH H3 crnoco6oB
NpeAOTBPAaTHThL 3allleJlaYHBaHHE LHTOMJAAa3MBl NMPH BHICOKOM PHuap —
sTto caenats Nat/H+t-antunoprep snekTporeHHeIM (Hanpumep, oO6MeH
oaHoro HoHa Nat Ha aBa HoHa H*). Ecaun npu atom Ay, o6pasyemas
ApH-renepatopoM, 10cTaTOYHO BEICOKAa, YTOGH NEPEKPHITHL He6saro-
npuatHoe AenctBHe ApH u ApNa, To B3auMopeiicrBue ApH-reneparo-
pa u Nat/2H+-anrunoprepa 6yner nopaepxuBath pHyy<<pHrap (pHc.
54, B).

AnbTepHaTHBHass BO3MOXHOCTbL NOKa3aHa Ha puc. 54, JI. 3nech
nepBuyHbli ApNa-reHepatop 3apsikaer MeMb6paHy, a H+-ynunoprep
obsieruaer snekTpodopes HoHoB H+ mon pefictBHeM 06pa3oBaHHON Avy.

Honm Nat yuyactBylor Takxke B pH-romeocrase »KHBOTHEIX H PacTH-
TeJIbHBIX KJeTOK. [l >KHBOTHHIX TBEPAO YCTAaHOBJIEHO, YTO HMEHHO
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Na+/H+-anTunoprep oTBeTcTBEH NpexJe BCEro 3a MOCTOAHCTBO BHYT-
pukJyeroynoro pH. ¥ pacrednfi Nat/H+-aHTunopT npoHCcXoAHT Kak BO
BHellHeH MeMOpaHe KJETKH, TaK H B TOHOIIJACTe.

M| rap< [H g

1) y‘
-
Na* ﬂ 3uepramn
Na*
#*]wap= Hem [H'_]-ha_o< ™ Ay
\ p

Puc. 54. BoaMoXHHe MeXaHH3MH ctabunu3auud pH B nutomiasme Gakrepuit:

A: pH“p<pHBH; ALTH-reHepa'rop BHGpachiBaeT HOHK H+ M3 KkneTku B o6pasyeT AYp (peaxuus ).
3ta AY paspskaercs norokoM K+ B kierxy (peaxuus 2), tak uto obpasyercsi ApH Hyxmnoro
8HakKa (LIHTOMJIaaMa 3alleJa4YHBAETCH); _

b: pH,,p,=~pH,,; noteps kierkofi HoHoB I+ wm3-saa paGorn ApH-remepatopoB (peakums I)
KOMIIEHCHPYETCS BXOAOM H+Hap B of6men Ha Na+,, (peakuus 2);

B, I PH,p>pH s B — H+-noMna otkauuBaer H+ M3 nutonnasmB, reHepupys AYp (peaknus
I). 9ta Ay ucnonbsyerca Na+/2H+-anrunoprepom, o6memupBarouiiM OofiMH Na+, . Ha nBa H+Bap
peakuHs 2); I' —nepsrunas Na+-nomna sapsxkaer MemGpauy, orkauuBafg Na+ Bo BHeIIHIOI
cpeny (peakuus ). YHrnopr H+ B kieTrky paspsixaer AYp H NOAKHCAAET LHTOMNA3My (peak-
uHa 2)

7.2.2. MexaHuueckag paboTta

CyluecTByer no kpaHHeil Mepe OJHH NMpPHMep, KOTJAa MeXaHHYecKas

pabora coBepilaercs 3a cuer AuNa, o6pasyemoit nepBHYHiM Nat-Ha-
cocoM. Kak 6w10 nokazavo II. A. JIu6poBeiM, nBHxkeHHe V. algino-
lyticus: 1) HaGmlomaerca ToNBKO B npucytcTBHH Nat; 2) MoxeTr nop-
BepXHBaThbcA HCKyccTBeHHO cosnaHHoii ApNa (Ho He ApH), mpuuem
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MOHEHCHH cHHMaeT 3TOT 3¢ (QeKT; 3) NPOHCXOAHT, XOTH H CO CHHIKEH-
HOH CKOpOCTBIO, B IPHCYTCTBHH BHICOKOH KOHIEHTpallHH npoToHodopa.
B 100 pa3s MeHbliaa KOHUEeHTPaUHsA MPOTOHO(Opa MOJHOCTHIO NOAAB-
JsieT IBHXXeHHe, ecJiH 100aBHTL MOHeHCHH. B orcyTcTBHe XK@ MOHEH-
CHH JIHIIL CJlerKa CHHXXaeT CKOPOCTh JBHXXEHHS, NOAAEPXKHBAEMOTo
AbixaHHeM. Buio chenaHo 3ak/lOYeHHe, YTO ¢paazesrspuuil MOTOP

V. alginolyticus ucnoas3yer anepauto AuNa a He ApH
Na+-3aBHCHMOE BHXXK€HHe [IOKa3aHO TaKXe y aJKasopHIbHBEIX 6a-
uunn: Bacillus sp. YN-1 u Bac. firmus. Ha Bac. sp. YN-1, uayueHHoi
6GoJsiee netaJibHO, NNOKa3aHo, 4To Nat Heob6xonuM AJisi ABHXKEHMS, KOTO-
poe JiMlIb YaCTHYHO TOPMO3HTcsi NpoToHodopoM. ITpoaeMoHCTpHpOBaHO
Takxke, 4T0 ApNa ¥ Ay, reHepHpyeMhie 3H3HMaTHUYECKH, 3KBHBAJIEHTHH
Apyr Apyry B KayecTBe HCTOYHHKOB 3Hepru AJs ABHxkeHusa. P. JIxK.
@DeppHC H COTPYAHHKH ONHCAJNH CTPYKTYPY 6a3ajbHOro Tena daares s
V. cholerae; BHISIBNEHO INOJIHOe CXOACTBO ¢ TakoBoM V. alginolyticus.
HsBectHO, utO V. cholerae o6pa3syer TOKCHH, BbI3bIBalOILHIl BHOpPOC
COJIH H3 TKaHel B KHIIeYHHK. Bo3MOXKHO, 3Ta cosb HeobxonuMa V. cho-

lerae nns Nat-sHepreTukH 3Toro BHOpHOHA.

7.2.3. Xumuueckas pabora

Eme B 1966 r. M. I'nmun u I1. F'appaxaH noKa3ajH NPHHIHIHAABHYIO
BO3MOXHOCTb TOro, 4uto ApNa (Bmecte ¢ ApK) cnoco6Ha nosepHyTB
BCOsATb peakuuio ruapoausa ATO, kaTanuaupyeMylo HOH-TPaHCIIOPTHOM
AT®da3zoii. ABropn onucanu cuHTe3 AT® 3puHTpOLHTaMH B YCIOBHSX,
Koraa [Nat]s>[Nat]usp B [K¥]eu<<[K*t]uap. OnHako Takas peak-
LHs Bpsid JH NPOMCXOAUT in vivo H3-3a NPOTUBONOJIOXKHOH Hamnpas-
JIEHHOCTH HOHHBIX I'PajHEHTOB.

ApNa-3aBucumbiii cuHte3 AT® y anaspo6ubix Gaktepwmii. Hekoto-

pHe yxka3aHus Ha npeBpaiueHue 3Heprud ApNa — ATQ B ecrecTBeH-
HBIX YCJIOBHSIX Oblin mosyueHbl I1. JIHMpoTOoM H ero koJjjeramu, H3y-
yaBuwUMH Propionigenum modestum, cTtporo aHaspoOHYW 6aKTepHIO,
onucannyio B 1982 r. b. llluekom u H. I'lpennrom. EanHCTBEHHBIM HC-
TOUHHKOM MOJIe3HOH 3SHepruu aus P. modestum cnyxur aekapOoKcH-

JIHPOBaHHE CYKL(HHATa B MPOITHOHAT:

-00C —CH,;~ CH, —CO0O-+}- H,0—~CH; —CH,—COO0~ +
4+ HCO5; 421 xJIx (57)

DHepreTHYeCKH BHXOJ 3TOi PeaKUHH NMPHMEPHO BABOE HHXKe, YeM
LeHa 5Heprud cHHTe3a AT® u3s AJ1® u docdata npu pH3IHONOTHUECKHX
ycaoBusix. (dt1o mocayxuio nosoaoM pias b. lllunka u H. Ildennra
JaThb BHJOBOE Ha3BaHHe BHOBb OTKPHITOMY MHKpoOy modestum, T. e.
yMepeHHBIH B CMHCcJIe 3HepreTHYecKHx norpebHocTtel.) SicHo, uTO Mexa-
HH3MH cyGcTpaTHOro ¢gochOpHIHPOBaHHS He MOTyT OBTh HCII0JIb30Ba-
HH P. modestum, Tak KaK Bce OHH IpeanojaraloT o6pa3oBaHHe OJHOH
Mosekysnbsl AT Ha ogHy MoJsieKyJly YTHIH3HPOBaHHOro cyberpata. Pe-

meHueM npobiseMHn mMorna 6u 6uiTh resepanus ApH nian ApNa npu ne-
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KapOOKCH/IHPOBAHUH CYKLHHATa, €CJH MPeAloJIONKHTDb, YTO Ha KaXAbA
JAeKapOOKCHIHPOBaHHHI CYKUHHAT M3 KJIeTKH OTKauuBaeTcs nHt wuau
nNa+, a cuHTe3 oaHOH MoJekyan AT® conpsxen c mepedocom 2nH+
(2nNat) Ha3saj B KJIeTKy.

Ilo nanneiM [1. JIHMpOTa H COTPYNHHKOB, eKap 60KCHIHPOBaHHE Me-
THAMAaJoOHHI-KOA (HHTepMennaTa nmpeBpalileHHsI CYKIIHHATa B IPOIHO-
HaT) conpsikeHo ¢ oTKauKoH HOHOB Nat u3 uutonsnasMmwy P. modestum

(cM. pasn. 7.1.1). ITonaramwrt, uro obpasosarnas AuNa ucnoae3y-
erca 0an cunresa ATD nyrem obpawenus Nat-ATPa3et, KoTopas 6HJIA
o6GHapy:xeHa B 6oJIbILIHX KOJIHYecTBaXx B MeMOpane P. modestum (pHc.
55). 3ra ATPa3za noxoxa no cybsedunuunomy cocrasy na ¢axrop F,
gyBcTBuTenbHa K JILIK/] 6ynyuu cBsizaHa ¢ MeMOGpaHOH H yTpauHBaeT
3TY YyBCTBHTEJIBHOCTb, KaK H CNOCOOHOCTP AKTHBHPOBATbCS HOHAMH
Nat, nocne orpenenuss or MeMGpanbel. B orcyrctBue Nat depmeHT
TpaHcnopTHpyer H+.

L0 : TSIt LT ll.uﬂw/:'\g'
: AfC+®, 7 A
e ATO %\
, CHC00" (] cH~C00- (H;C00" CHGH-(00" "SXNY) 0
(H-C00 ™ F “CH-C00~ g :ECH;CO-KoA_’Z (0-KoA 7
2C.4-CHC00=R-2CH:CH-C 007 2CHCH-C0-KoA

\J_;H‘MHUHH T T O

Prc. 55. [NpeanonaraeMuii MexaHu3M 3HeproobecnedeHusi aHaspo6GHol Gaktepuu Pro-
plonigenum modesfum (no P. Dimroth, W. Hilpert, 1984):

CYKIIHHaT BXOAHT B KJETKy, IJle [peBpallaeTcsi B CYKUHAHJI-KOA noOCpeACTBOM mNepeanHJAHpo-
BagHA ¢ OponuoHHN-KoA. Ha cykunnun-KoA ofpasyercs MetHaManoHun-KoA. Ilocnemunft ne-
KapGoKcuaupyerca no nponHoHun-KoA # CO,, YTO CONDSIKEHO C BRIGPOCOM M3 KJETKH HOHoB Na+.
OTh woun Na+ BosBpamaloTcst B IHTOMMasMy uepes Na+-AT®-cuHTtasy, obpasyiomyio AT® us
AO® u docdara. Crexnomerpua Na+: cy6erpar nas IeKapOoOKCHJaskl MeEHblIe, 4YeM s
H+-AT®-cHHTa3R

Hafineno, uro nekap6okcuaHpoBaHne MeTHIMaJoHuI-KoA cy6-
KJIETOUHLIMH Ny3ulpbkaMu P. modestum MoOXeT NoAJepXHUBaThb CHHTE3
AT®. MoneHcuH TopMo3us npouecc. K coxalieHuio, creneHb comnpsxe-
Husl JlekapOOKCHJIHPOBaHHsA U (ocOpHIHPOBAHHSA B My3bIpbKaXx OKasa-
Jlach OUeHb HH3KOI1: cKkopocTh cuHTe3a AT® 6risia B 10* pa3 MeAsneHHel
cKkopocTH nekap6okcuaupoBaHusi. Kpome Toro, ATda3Has akTHBHOCTb
6rina B 108 pas Goabiueii, yeMm AT®-cunrasHas. [losroMy Habmonenue
Il. luMpoTa U COaBTOPOB MOXKHO pacCMaTpPHBaTh JIHIIb KaK KaYECTBEH-

Hoe yKaszaHHe B Nojb3y AuNa-zaBucuMoro ¢ocdopuiHpoBaHHs, a He
KaK OKOHYaTeJibHOe N0Ka3aTeJbCTBO 3Toro npouecca. ApH-He3aBucH-

Mblii cHHTe3 AT®, noamepXKHBaeMBlii HCKycCTBeHHO co3naHHOH AuNa,
OblJ1 NPOAEMOHCTPHPOBAH B ONBITAaX C JAPYTHM THIOM aHa3pOOHBIX MHK-
po6oB — ¢ MetaHooOpasylomuMu Gaktepusimu. B 1983 r. Il. lllenxaiir
u I'. [lepcku coo6IIHIH, YTO BH3BAHHBIH BaJHHOMHIHHOM BHXOA Kt u3
knetok Methanobacterium thermoatothrophicum npuBOJAHT K BO3pacTa-
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HHIO YPOBHSI BHYTPHKJIeTOUHOro AT®. ekt 3HauHTeIbHO CTHMYAHPG-
pajcsa HoHaMH Nat. [lo MHeHHIO aBTOPOB, OAHO H3 BO3MOXHKX OOBAC-
HeHHH HabJIoNaBlIerocss siBJeHHsS COCTOHT B TOM, uTo Ay, reHepHpye-
Mas Ha Bbixofle HOHOB Kt, Hcnosab3yercss 1y obpalieHHs THIOTETHYe-
ckoit Nat-AT®asr. OnHako IlI. Illenxafity u I'. Ilepcku He yaasoce
Oo6HapYXHUTb CTHMYJIHpyMOLlero neicTBHs HOHOB Nat Ha ATdasHyio
aKTHBHOCTb MeMOpaHHOH (h)pakUHH HCCJIeNOBaHHOH OaKTepHH.

B 1985—1986 rr. Habmawonenue Il. llenxadita u I'. ITepcku 6bla0
noaTBepxxaeHo k. JlaHkacTepoM H COTPyAHHKaMH, pabGOTaBUIHMH C
Ipyroii MmeraHoreHHoi#l GaktepHeii — Methanococcus voltae. Brijio noka-
3aHo, 4To cuHTe3 AT® moxer ObiTh BH3BaH AHG(PY3HOHHBIM NMOTEHIHA-
JoM HOHOB Kt ¢ BanHHOMHUHMHOM HJHM HOHOB Ht B npucyTcTBHH pas3ob-
uurens-nporoHodpopa. B nocnennem cnydae k 6akrepHsiM, HHKyOHpO-
BaHHHIM c pa3obuuresneM npu kucaom pH, nob6asasau KOH. Buxoa Ht
H3 KJIETKH, KaTaJH3HpyeMHH pa3o6iiuTeseM, AOJKeH OHJ cO3[4aBaTb
Ay (BHYTpH KJleTKH 3HaK «—»). [TocTyaupoBaHo, yTo Hab/10aBILHHACSA
B OTBeT Ha 3allesayuBaHue cHHTe3 AT npoucxoaun 3a cuet 3Tol Av.
B cooTBercTBHH ¢ NJaHHOH HHTEpIpeTalHed N0Ka3aHo, 4To Nat Ona He-
o6xonuM nns cHHTe3a AT® B npHcyTcTBHHM pasobiiutens, a Kt u Ba-
JHHOMHIHH, pa3psikawiine n1u¢@y3HOHHBH noreHUHas uoHoB H¥, npe-
KpaiialT 3TOoT cHHTe3. [lanbpHelllliHe ONBITH BHSIBHJH, YTO A00aBJ€HHE
NaCl k 6aktepusim B Ge3HaTpHeBOH cpeie TakK»Ke BHI3bIBAE€T CHHTES,
npuyeM 370T 3¢ eKT CHUMaeTcsi MOHEHCHHOM H JH3THJICTHIbO3CTPOJIOM.

IlpuBenenHbie AaHHHe O cHHTe3e AT®, TpebyiouieM NPHCYTCTBHA
pa3obuiutensi-nporoHodopa, cayxaT INpsIMbIM J0Ka3aTeJbCTBOM TOTO,
YTO olpefesieHHHEe BHAB 6aKTepHH HMEIOT B CBOEM pacrnopsiXKeHHH MeM-
O6paHHBI MexaHu3m cuntesa ATPD, arbTepHaTuBHbLL NPOTOHHOMY (POC-
gopuaruposanuro. K coxajleHHI0, ocTaeTrcsi HesICHBIM, HCIOJb3yeT JH
M. voltae 3toT MexaHu3M ans o6pa3zoBanusi AT® u B $pH3HONIOrHYECKHX
YCJIOBHSIX, a He TOJBbKO B MoaesbHbIX. CaMH aBTOpPH AaHHOH paboTH
CKJIOHHEI paccMaTpHBaTh CBOe HabJilOleHHe JIHUIb KaK CBHAETEJIbCTBO
toro, uto M. voltae umeer Nat-ATPa3y, GyHKIHS KOTOPOH CBOAHTCSH K
oTKayke Nat H3 LIHTOIJa3MBl 3TOH MOPCKOH COJIeyCTOHUHBOH 6aKTepHH.
Onnako ocraercsi OTKPBHTHIM BONPOC, He YYacTBYIOT JIH HOHBEI HAaTPHA B
€HHCTBEHHOM NpOLECcce 3aracaHusi IHEPTHH Y METAHOTeHHBIX OaKTepHH,
a UMeHHO B (pOCPOpPHIIHPOBAHHH, CONPSKEHHOM C OOpa3oBaHHEM Me-
TaHa. )

«HatpHeBoe» nbixatennHoe ochopunuposanue y Vibrio alginolyti-
cus. HeapaBHo aBTOpPY M COTPYAHHKaM ypajochb NPOAEMOHCTPHPOBATH
«HaTPUBOe» AblxaTesbHoe (pochopuanpoBaHHe B KieTkax V. alginoly-
ticus. OkasaJiocn, yTo fo6aBiieHHe JlaKTaTa K KjaeTtkaM V. alginolyticus,
OTMBITHIM OT 3HIOT€HHBIX cyOCTpPaTOB, IPHBOAHT K PE3KOH CTHMYJISILIHU
TNIOrJIOIEHHS KHCJOPOAa H MHOTOKpPaTHOMY Bo3pacTaHHio ypoBHs AT,
KOTOpO€ NOCTHraer TAKOBOro B HEOTMHBITHIX KJeTKaX. JT1oT cuHte3d ATD
CTHMyJIHpYyeTcsi HOHaMH Nat wu nopaBasiercs HQNO, uHruGutopom
Nat-Tpancnoprupyiomielt anixatenbHoli  uend. O6paTthHas ApNa
([Nat]sa> [Nat]uap) monHocThIO NOaaBasieT ablxaTenbHblil cuites ATD
6e3 CHUXKEeHHS! CKOPOCTH ABIXaHHS HJH BEJTHUHHH Avp.
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B nasbHefIIHX ONMHTAX YAAJOCh POAEeMOHCTpHPOBaTh cHHTe3 ATO,
NOJJEPKHBAEMBH 3Hepruell HCKycCTBeHHO co3fiaHHOH ApNa «npaBHJib-
Horo HanpasaeHus ([Natss] <[Na+]qap). C 270it nennio 0,25 M NaCl
no6aBasnn K kaetkaM V. alginolyticus, HHKy6HpOBaHHHM B Ge3HaTpHe-
Boii cpene. Briio o6HapyxeHo, uto NaCl Bo3nBaeT GHCTpOE MOBHILIEHHE
[AT®]. Yepes 1—2 mun nocae gobassnennss NaCl yposenr AT® BHOBB
CHHXKAJICsi 10 ypOBHsi, 6JH3Koro Kk HaGjlonaeMoMy 10 3Toro nobasse-

CybcrpaThl

Puc. 56. HatpueBniii nuksa B kKierke Vibrio algino-
lyticus:

AuNa reHepupyerca Na+-tpaHcnoprupyrouiesi HAJIH-xu-
HoHpeAyKTa3ofi (/) M HCNoJb3yeTrcsl 4Jisi XHMHYeCKOR pa-
Gormt (cuHTe3a ATQ® Na+-ATd-cHHTasofi (2)), ocMoTHYe-
ckofi paGotm (cuMnmopta Na+ u MeraGonutop (3)) M Mexa-
HHyeckoll paGoTnl (BpamienHs1 duaressmt Na+-MotopoM (4))

HHA. Ilocnenyiomiee noGaBjieHHe JaKTaTa BBI3BIBAJIO YCTOHYHBOE MOBHI-
menne KoHueHTpauuu AT®. Anasnus apdextoB NaCl u aKTaTa BHSBHI
ciaeayioliee.

1. He#ictBue NaCl (HO He JlakTaTa) CHHMAaeTcsi MOHEHCHHOM.

2. Dd¢ekr nakratra (Ho He NaCl) OaokupyeTrcss moCpenCTBOM
HQENO.

3. IlporoHodop XK® He cHumaer spdexktoB NaCl u nakrara.

4. MonencHH u XK®, no6aBjieHHBie COBMECTHO, ITOYTH I1OJTHOCTBIO HH-
rubupyiotT neicrue kak NaCl, Tak u Jakrara.

5. CHuXxeHHe KoHuleHTpauuu nobasyenHoro NaCl ¢ 0,25 M g0 0,5 M
pe3Ko cHUXKaeT nosydaeMb ypoBeHb ATO, He BiHss Ha ¢ochopuaunpo-
BaHHe, NOAJEPKHBaeMoe OKHCJIeHHeM JIaKTaTa.
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6. Hu K+, Ha Lit He 3aMeHsioT Nat.

7. Cuntes AT® Ha nob6aBnenne NaCl wam naktatra TOpPMO3HTCA
JUKO. (JUKO cnyxut uaru6uropom Nat-ATdasm P. modestum,
H+-AT®a3su (cuHrasn) u Ca?t-ATda3m capKoniaaMaTHUECKOro PeTH-
KyayMa. Tak xKe gelcTByeT QHITHACTHILO3CTPON, NOAABASIOIIHIE aKTHB-
HocTh Ht-AT®a3 cHHTa3 H HEKOTOPHIX HOH-TpaHcnOpTHEX ATda3 xu-
BOTHHIX H 6akTepHii, B yacTHocTH Nat-ATdasw M. voltae.)

IlepeuncneHHble Bhillle HabJlO0feHHs NOKa3bBaIOT, 4TO pocdopuru-
posanue, evizsannoe NaCl u aaxkrarom, xaraausupyercs Nat+-ATD-
cunrasod, wyscreureavhod x ALK/ u Guatuactuavbcrposy. B nan-
HOM KOHTEKCTe YMEeCTHO OTMeTHTb ABa (akra, YNOMAHYTHIE BBIHIE:
Na+/K+-AT®a3za xKuBOTHHIX, OueHb cneuupHyHas Kk Nat, TeM He MeHee
XOpoLUO CBA3HIBAET M NepeHOCHT yepe3d MeMOpaHy uoHw H*, a Nat-
ATdasza P. modestum HanoMuHaeT no crpykrype H+t-AT®-cunTa3sy u
B orcytcTBHe Nat nepenocutr Ht.

I1tn dakTe B COYETAaHHH C JAHHBIMH MHFHOUTOPHOrO aHaJiu3a Mo-
TYT CBHAETEJBbCTBOBATh 00 onpedeneHHol OOUHOCTU MeXAHU3MO8 NPO-
TOHHbIX U HaTpuesoix ATPa3 (ATP-cunras).

HUrak, B knetkax V.alginolyticus naTpueBHil noreHunan, o6paso-
BaHHHH AHIXaHHEM, MOXeT HCMOJb30BaThcs AAs cHHTesa AT®. Sror
¢akT 3aBepllaeT CHCTEMY 3KCIEPHMEHTAJbHOr'0 AOKA3aTeNbCTBAa KOH-
venuuu Nat-1iuKna, npeanosaraloinero, 4to Nat moaxcer ucnoavsosars-
ca emecro H+ 8 xauecrse uowna, conpaearouyez2o 3k3epeoHusecKue npo-
yeccol ¢ cogepulenuem 8cex TPEX OCHOBHbLX TUNOB PaboTbl: XUMULECKOL,
ocmorudeckold u mexanuueckoil (puc. 56). V. alginolyticus okasancs
NEPBHM NpejCTaBHTENE€M KHBHX CYLIECTB, PAacloJiaralol#X IOJHHM
Nat-uuknaom.

7.3. Kak yacro ucnogb3yercss Na*-uuka
KHBbBIMH KJIETKAMH?

Puc. 57 nantoctpupyet toT pakr, uto AuH o6nyHOro HanpaBJ/i€eHHSA
MoxeT 3¢ ¢GEKTHBHO HCIIOJB30BAThCA TOJBKO NPH KUCAbLX UAU HeUTpanb-
Hblx 3Hawenusx pH BHellIHeH cpeibl.

B 3THX yc/IOBMsIX OTKauKa MPOTOHOB H3 LIUTONJIa3Mbl NIOAAEPKHBAET
Ay u ApH «npaBuabHOro» 3Haka, T. e. 6saronpHsTHoro aas Bxopa H+
00paTHO B KJIETKY.

Ilpu wjerounsix pH TOT ke mpolecc reHepHpyeT «NpaBHIABHYIO» Ap
Ha done o6patHoit ApH. KoHuenTpauuss nonoB Ht B kieTke ankanogH-
JIOB JOJI)KHA TMOAAEpXXHBaTbcsi Ha 6o0Jjiee BHICOKOM YpPOBHE, Y€M CHapy-
2KH, yTOOHL H36€XaTh LeJOYHOH HHAKTHBAUHH BHYTPHKJETOYHHIX ¢ep-
MEHTOB.

B pesyabrate non Ht, oTKaueHHHIH H3 UHTOIIa3MBl, He MOXET Ipo-
H3BeCTH NOJie3HO# paboThl, TaK Kak, BO3Bpalllasich Ha3ajl B KJETKY, OH
nBHiKetcs 1o Ay, Ho npoTtuB ApH. 3ameHna conpsralomuiero Hona (K+ Ha
Na+t) moxet peuntb npobiieMy, KaK 3To OKazaJjochk B cayyae V. algino-
lyticus. [lpyrue ankaJoTOJIEpaHTHHE H ajKaJopH/bHEE 6aKTEpHH TaK-
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e, NO-BHAHMOMY, MOTyT SHEPTH30BaTh LHTONJa3MaTHUECKYI0 MeMOpaHy

6e3 yyacTHsi TPOTOHHOTO NMOTEHILHAJIa.
Myrtant Streptococcus faecalis, nuuienanit Ht-AT®asnl, a Takxke

JHKHH LITaMM TOro e MHKpoOa, BelpallleHHHH B NPHCYTCTBHH IPOTO-
Hodopa, MOr'yT CJAYXKHTb IPUMepPaMH, KOrja pa3BHTHE HaTpHEBOH 3Hep-

Ayngodnnei

O apH=-22pH

HenuTpodunoi

O spH=ay-20pH

3Heprus Anxkanodwnsi
H* (&) aph=0
Pabora

Puc. 57. Posb A—pH npH pasanyHux pH cpenn o6uranus Gak-
TEepHA:

ApuH Moxer 3¢ ¢eKTHBHO HCMOJIBL30BAaTLCA alHAo- H HefiTpoduaaMu, Ho
He aJKanoQHIaMH, rie 3JMEKTPHYeCKHfi rpaliueHT 4 rpaluvertr H-+ Ha-
npaBJieHH B NPOTHBOMNOJIOXXHKE CTOPOHH

FEeTHKH He CBSI3aHO C JXKH3HbIO B LIEJOYHOH cpefe (cM. pa3a. 7.1.3). dto
7Ke HMeeT MECTO y HEKOTOpPHIX aHa’poOboB, a Takxkey Salmonella typhi-
murium, HcnoJb3yrouHx Nat-TpaHcnopTHpyooliHe AeKapOBOKCHIa3H.
Hanpumep, P. modestum pacrer npu pH 6,5—8,4 ¢ onTHMyMOM Mexny
7,1u7/7.
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HuTepecHo, 4YTO OTAe/bHHE KOMIOHEHTH Nat-UHKJIa MOXHO HafTH
y Takoro HeiTpodHia, Kak E. coli, Kotopass HakanJHBaeT onpezneJeH-
HHe MeTabonuth B cuMnopre ¢ Na+t, 910t cnocob coBeplIeHHsI OCMOTH-
yecKOH pabOTH ABAAETCS OCHOBHHM AJifi MHOTHX MOPCKHX H raJjodHJb-
HHX OakTepHH, a Takxe [Js1 BHellHeli MeMOpaHH >KHBOTHHX KJIETOK
(cM. pa3n. 7.2.1). 3mech TakKe OYEBHIHO, YTO HCIOJib30BaAHHE HaTpHE-
BOH 3HepreTHKH O0ycJIOBJIEHO NPHYHHAMH HHHIMH, YeM NpHcnocobieHHe
K IIEJOYHHM YCIOBHSAM CpeIH.

7.4. Bo3MoxHbIe 3BOJIOLHOHHBIE OTHOILUEHHA
MEXJY NMPOTOHHBIM H HATPHEBHIM MHPOM

MoxHO npeAnoONOXKHTb, YTO 3BOJIOLHOHHO NEPBHYHHM COMpAralo-
uHM HoHOM 6wl Ht. HerpyaHo npeacraBuTh, Kak IpHMHTHBHASA JKHBasi

Ki1eTka morsa Ol «H306pectu» Apll-reHeparop, yCTPOeHHBIH MO THNY
penokc-netnH Murtuena. MexaHH3M pelOKc-NeTJIH NpeANoOnaraer, 4To
HeKHil aKuenTop aromos 8000poda, HalpuMep XHHOH (, BOoccTaHaBJiH-
BaeTcsi JOHOPOM 34€KTPOHOS8, HanpuMep 1HToXpoMoM Fe?t. Ecnu rakoit
npoilecc nporekaet BOJH3H OJHOH H3 MOBepXHOcTeid MeMOpaHH (nomy-
CTHM, JI€BOK ), HOHBI BOJIOPOAA AOJIXKHBI MOTJIOU[AThCA H3 BOK, OMKHBAIO-
1eH 3Ty MOBEPXHOCTb:

Q -} 2Fe’d, 4+ 2 Hx,—QH, |+ 2Fels; (58)
OG6pasoBannnit QH, aupdbyHaHpPyeT B cTOPOHY cBOeH MeHblieidl KOH-
LEHTPAlHH K MPOTHBOIMOJIOXKHOH cTOPOHe MeMOpaHBl U TaM OKHCJAseTcH
aKLeNTOpOM 3/4EKTPOHOB, HallpHMep ApPYrHM uutoxpomoMm Fed+. B pe-
3yJbTaTe UOHbL 8000p0oda BHCBOOOXKAAITCA B BOAY CIipaBa OT MeEM-
6paHhi:

QI{2 "" Fenpan—'Q "" 2Fenpan + 2anan (59)

Itu ABe peakuud H AudOy3us QH,; obpasyior «monynerno», mepe-
HOCAIIIYI0 aTOMH BoAopoAa. Jpyrasi «moJynerJsi» npencTapiser co6o
IlepeHoc 3JeKTPOHOB uepe3 MeMOpaHy, HanpaBJeHHBIH ClpaBa HaJjieBO.

Tor ¢pakr, uto penokc-nerssi 06pa3yeT pa3HOCTb 3JE€KTPOXHMHYECKHX
MIOTeHIIHaJIOB HOHOB 8000p0oda, ecTb NMPsAMOe H HeH30exKHoe CJeLCTBHE
XHMH3Ma OKHCJIUTEJbHOH peakllHH, NocTaBjasomei 3uepruo. Cxema pe-
JIOKC-eT/iu OblJia MPsIMO J0Ka3aHa AJis (POTOCHHTETHUECKHX peaoOKC-
LlEHTPOB NypnypHBIX 6akTepuid (cM. pasn. 3.1.2). Ectb psax ceHAe-
TEJbCTB, YTO OHa BepHa Takxe A4s ¢porocucreM I u Il xnoponnacros u
uuaHobakrepuit (cMm. pasa. 3.3.1). Penokc-UHK/B, BKAIOUEHHBIE, BHIH-

MO, B MexaHH3Mbl reHepaund ApH nHxaTenbHOH Lenblo, MOXKHO pac-
CMaTPHBaTh KaK YCJOXHEHHH BAPDHAHT pPelOKC-TIETJIH.

B 10 ke BpeMs cyulecTBy0T ApH-reHepaToprl, HCIOJIb3YIOLI{HE SHEP-

ruio 6e3 yyactus cicreMu H/e-antunopta. TakoBH, B HaCTHOCTH, TPaHC-
ruaporeHasa (cM. pasn. 5.1.3) u 6Gaktepuopononcud (cMm. pasa. 3.5.1).
B 3Tux cnyuasix mocTaBJSIIOLIHA 3HEPrHio MPOLECC COMPSKEH CreHepa-

uHeit ApH He mpsiMo, Kak B pefoKc-meTJie, a KAKHM-TO HHHIM, GoJiee
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H30ILLPeHHBIM cnnoco6oM. CHCTEMHB TAaKOro THHA yKe He MpPeANoaraloT
¢ Hen3OexHocTblo yuacthe Ht B kKauectBe compsraioiiero uoHa. Ilo-
3TOMY HEYAHBHTEJbHO, YTO HeNpsIMBle MeXaHH3MBl COIpPSXKEHHS HC-
NoJIb3YIOTCA JJIi TPAHCHOPTa APYrHX HOHOB. Tak, 6aKTepHOPOIONCHH
nepenocut H+t, a 6au3kuii K HeMy MO NPOCTPAHCTBEHHOH H NMEPBHYHOH
CTPyKType rajopoaoncui tpaHcnoptupyer Cl— (cM. pasa. 3.5.7).

l'eneparopel naTpuesoeo noTenyuara ¢ 04e8UOHOCTbIO NONAdarOT 8
paspac nenpamolx npeobpasosareiseli 3Hepauu u NOTOMY MoO2Yyr pac-
CMATPUBATLCA KAK 3B80AI04UOHHO 6oaee no30Hue u3obperexus npu-
pookL.

B tex cayyasx, koraa norJoluleHHe H BHeJeHHe HOHOB Ht yxe He
€CTb CJIe[ICTBHE XHMH3Ma mnpouecca, 3amena Ht na Nat umeer ussecr-
Hble npeumyuyecrsa.

1. Kak yxe o6cyxpanocb, 3TO coobujaer KieTke YCTOUYUBOCTL K
cpedam ¢ nuzkoid [H+].

2. Ilposodumocte aunudrnoi membpaust 0as Ht no xpaiinei mepe
8 108 pa3 sviwe, uem das Nat. Dra BeJHUHMHA OKaxeTcs elle Goablie,
€CJIH JUNHAHKH GHCJI0H CONePKUT BKJIOUYEHHs OeNKOB, pacnosaramllHx
NPOTOH-AKUENTOPHHIMH IPyNnaMH, KOTOpee MOryT obserudtb scrader-
HHH MexaHu3M- Ht-npoBoaumoctu. B 1o e Bpems [H*] B cpene o6mhiu-
HO B ~ 108 pa3 Huxe, ueM [Nat]. CooTHouleHHe 3THX ABYX NMapaMeT-
POB MOXKET NPHUBOAHTH K TOMY, YTO KJeTKa Jierie yAepUBaeT rpaiH-
eHT Nat, yuem H*. [To-BHAHMOMY, Ha3BaHHOE COOTHOILIEHHE CTaHOBHTCSH
He6/1aronpusTHHIM a8 Nat-3HepreTHKH TOJBKO Yy 3KCTpeMaJbHBIX ra-
Jo(HJI0B, KHUBYIHHX B HachllleHHOM pactBope NaCl. BoamoxHo, HMeH-
HO MO 3TOH NMpHYHHe OHH Hcnoab3yloT HY, a He Nat B kauecrBe nep-
BHYHOT'O COMpSIraioLlero HOHa, HeCMOTPSl Ha BHICOKYIO [Nat]uap.

3. IMocnenuuit H, MoxkeT OHTb, caMBbiii Ba*XHBIii MOMEHT COCTOHT B
TOM, YTO BHYTPUKAETOYHbLE (hepMeNTbL 20pA300 LYBCTBUTEAbHEL K U3Me-
Henuto konyentpayuu H+, yem Na+, ocobeHHo ecsin cHHxkeHHe [Nat]qq
KoMneHcHpyeTcsi nmoBuilueHHeM [K+]gn ITosTOMy KiaeTka, oTKauHBalo-
11as U3 LHTONJa3Mbl Nat, BHrAsAAHT GHoJIOrHYecKH 6oJsiee COBEPLUEHHOMH,
yeM Ta, KoTopas orkauuBaer H+. B Tako#t knerke pHpy cTaHoBHTCH HE
3aBHCHM OT CKOPOCTH MeMOpaHHHX IpolieccoB npeo6pa3oBaHus 3HEPTHH
H B CBOIO ouYepellb 3TH MMpOLECCH MepecTaloT KOHTPOJHPOBATLCS LHTO-
naasMatuyeckuM pH.

Chnenys nono6GHoit JIOTHKE, MOXXHO MOHATH, MOYEMY TAKasl 3BOJIIOLIH-
OHHO MoJioJasi MeMOpaHa HauboJsiee NMPOrpecCHBHOrO LlapcTBa XHBHIX
CyIIECTB, KaK MJa3MaJieMMa XXHBOTHOH KJIETKH, ucrnonb3yer Nat B Ka-
yecTBe CONPSATalolero HOHa.

Kak yxe oTmeuanoch, cTHUIKOM BhicoKasi [Na]qap MOXKeT OKa3aTbes
HebsiaronpHsaTHO# NJsi HaTpueBoi 3HepruTHkH. OpHako [Nat]uap He
JoJXKHA ObITh H CJAHUIKOM HH3KOMH, HHaye He yaacTcs co3gaTh Nat-rpa-
JHEHT HyXHoro HanpasjieHusl, T. e. [Nat]ga<[Na*]uap. 10 TpeboBa-
HHe BBINOJIHSIETCS KaK MAJiS KJIEeTOK JXHBOTHHIX H JJ1sl MHKPOOPraHH3-
MOB, 3a HCKJloyeHHeM mnpecHoBoAHbIX (V. alginolyticus w P. mode-
stum, cayxauHe HanbGojiee SpKHMH IIPHMepaMH HaTPHEBOH 3HepreTH-
KH, HaHJIeHH B Mope).
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UT1o06H BHSIBHTh TAKCOHOMHYECKHE CBSI3H MEXXAY XHBHIMH CyllecT-
BaMH, ucnoab3syrmuMu Ht uan Nat B KayecTBe conpsiralollHX HOHOB,
K. M. UymaxoB B 1a60paTOPHH aBTOPa MOCTPOHJ AEHAPOTPAMMY, OCHO-
BAHHYIO Ha aHaJIH3€ HYKJEOTHAHHX NocJjenoBaTesbHoCTeH pHOOCOMab-
Hux SSPHK. 3ta PHK oueHbp KOHCepBaTHBHH H pacnpocTpaHeHH CPEnH
BCEX COBpeMeHHHX (opM xkH3HH. OHH HEBEJIHKH M0 JJIHHE, YTO obJierya-
€T olpejesieHHe HX NePBHYHOH CTPYKTYPH.

JlengporpaMma npejcraBjieHa Ha pHc. 58, NJHHA OTpPe3KOB Ha Hel
NIPONOPUHOHAJNIbHA YHCJY MYTAaUHH. MyTauHsiM B Pa3HbLX NOJOXEHHSX
HYKJIECOTHAHOH NOCJIEIOBATENbHOCTH NPHAAH Pa3JHUHHH «BEC», KOTO-
pHi TeM OouJblile, 4YeM pexe BcTpeyaercs AaHHas MyTaluHsA. JTo caena-
HO AJiS TOro, YToOH yyecTh 06beM «3IBOJNIIONHOHHOH paboTH®» AJA KaxX-
JoH MyTtaudH. lenaporpamMa He HaeT MpeACTaBJEHHSI O HANpaBJIEHHH
3BOJIIOLLHOHHOIO NpOLECcCa; OHAa TOJLKO OTBeYaeT Ha BOIMPOC, HACKOJIbKO
6JH3KH MeXIAy co60H paccMaTpHBaeMhle MHKPOOK 110 aHAJH3HDYEMOMY
napametpy. [losToMy Hesb3st yKa3aTh, Iie HAXOAHTCH KOPEHb POAOCJIOB-
HOro aepeBa 6akTepHaJsbHOro LapcTBa. Tako# crnocob cBo6oaeH oT 6e3-
JOKAa3aTeJbHOIO AONYLICHHS O TOM, YTO CKOPOCTh 3BOJIIOLHOHHOTO NpO-
Lecca Bceraa ObJ1a NOCTOSTHHOMH.

Pacnpenenenne Ha NeHApOrpaMme poOAOB, HcnoJibaylomux ApNa
(0603HauYeHbl 3HAYKOM yKasniBaeT, 410 Nat-uuka Ouja «oT-

KpHT» OakTepusMH AOCTaTO4YHO AaBHO. b. Po3eH pake npennonoxwui,
YTO HATpHeBasi SHEPreTHKa MOABHJACH 1O TNPOTOHHOH, KOTOpast NpH-
mwJaa Ha cmeHy Nat-uukay, korga 6akTepHH NOIHSJIHCh H3 MODSt B pe-
KH, T. e. TIepellJH H3 COJEHOH BOAH B INPECHYI0, XapaKTEPH3YIOIWYIOCH
HH3Koill [Nat]. 3Ty runore3y TPyAHO HCKIIOUHTH, KAK H MHOTHE Apyrue
NOCTPOEHHST 3BOJIOUHOHUCTOB. OnHaKo coobpa)keHHs, H3JOXKEHHbIEe B
HauaJje HacTosiulero pasjesa, AeJaloT, KAK HaM KaxeTtcs, 6osee Bepo-
ATHOH aJbTEPHATHBHYIO TOYKY 3PEHHSI: NePBUUHbIM CONPAAIOULUM UO-
Hog Obia Ht. Ecsin NpuHSTH, yTO cCHayasia BO3HHKJIA NMPOTOHHAN 3HEP-
reTHKa, MOXXHO NPeACTaBHTb BO3MONCHbLL NYTb CTAMOBAEHUA HATpUE-
8020 yukxaa. IlepBbiM 3TanoM MorJio 6GbITh MCNOJIb30BaHHE TPAAHEHTOB

Na+ u K+ kak ApH-6ydepos (cm. pasz. 6.3.1).
CJIGIIYIOHLGH CTaJIHeH 3BOJIIOIIHH C€TaJo, NO-BHAHMOMY, HpHMOe Hc-

noJn3oBanue ApuNa, 06pa3oBaHHON COBMECTHHM JeHCTBHEM AuH reHe-
patopa u Nat/H+-autunoprepa, 1,5t cOBeplI€HHsS OCMOTHUECKOH paboTH
(Na*, mera6oaut)-cumnoprepamu. Cospanue Nat-nukia saseplinJoch

C NOsIBJIEHHEM [1€pBHUYHKX ApNa reHepaTopoB, He TpeOyloLIHX ApH nas
o6pa3oBaHHsi HATPHEBOTO NMOTEHIIHAJA.

BoJBWHHCTBO 3THX COOHTHH NPOH3OLUJNO, BEPOATHO, HA AOCTATOYHO
PaHHHX 3Tanax 3BOJIIOLHH XXH3HH, TaK YTO Tenepb OTHAeJbHHe KOMIIOo-
HeHTHl Nat-uukaa o6HapyXXHBAIOTC B CaMhiX PasJIMYHbBIX TAKCOHaX:
Vibrio, Propionigenum, Salmonella, Clostridium, Streptococcus, me-
TaHoGpa3violuux 6akrepHsix, LHaHoOakTepHsaXx (a TakkKe IO BCeH Bepo-
ssTHocTH Pseudomonas) u, HaKOHel, XXHBOTHHX KJeTKax. Bo3MoxHO,
Jaxe «kjnaccuueckas» E. coli uMeeT npelcTaBuTesiel HATPHEBOTO MHpPa
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CpeaH CBOMX NaJIeKHX NpelKoB, HHaye TPYAHO MOHATb, To4eMy 3Ta Oak-
TepHsl HaKanJiHBaeT HeKoTophHe MeTabosMTH 3a cueT ApNa.

7.5. O6ujas cxema COOTHOLICHHH NPOTOHHOIO
M HATPHEBOIO LHKJIOB

IlpeBpamenuss sHeprui B MeMOpaHaXx, CONpsiXKEHHHE NOCPeNCTBOM
006pa30BaHHs H HCNOJb30BAHHA HOHHHX NOTEHUHAJ0OB, CYMMHPOBAHH Ha
puc. 59. IlpeanosaraioT, 4To poJb CoNnpsAralUIHX HOHOB BHNOJHseT HF
(4epHbie cTpeaku) Han Nat (Gennle cTpesKH)

ITIpocTuie nporoHuble cxemu (puc. 59, A, b) onucuBawT TpaHcdop-
MalLHIO 3HeprHH B MeMOpaHax, crnenHaJJH3HPOBaHHHX Ha BHINOJHEHHH

ofHoro Tuna ApH-3aBucHMoi pabOThl, 8 HMEHHO XUMUYECKOL HIIH OCMO-
ruueckoli, CxeMa A (puc. 59) peannsyercs B MemGpaHax 6aKTepHaJb-
HBlX XpoMaToQopoB H THJAKOHAAX XJopomiacTos. B o6oux ciaydasx
3HEprHsi cBeTa HCIO0Jb3YyeTcs A 06pa3oBaHHsl IPOTOHHOrO NnoTeHuHaaa

ApH-revepatopamMu ¢doTocHHTeTHUeCKOH pepokc-uend. OG6GpasoBaHHas

ApH norpe6asiercs Ht-AT®-cuHTa30il.
Jlpyro#i npumMep MOHO(YHKLHOHANBHOH NPOTOHHOH MeMGpaHH NpH-

BefieH Ha pHc. 59, b. 3neck ApH, cosnaBaemas ApH- reHepaTopoM, Hc-
N0J1b3yeTcs AJIsi KOHLLEHTPHPOBAHHSA ONpefesieHHbIX coeilHHeHui (ocMo-
THYecKass pabora). ¥ npokapHOT npumepoM nono6HON CHCTeMH MOryT
6bITb aHas’poOHble Oaktepuu, o6pasywoumue AT® mnocpeacTBoM cy6-
ctpatHoro ¢ocopuaHpOBaHHA (HANpHMep, NPH TJIHKOJH3e). Y 3yKa-
PHOT Ta ke cxeMa IIPHMEHHMAa K BHellHeH KJeTouHo# Mem6paHe u To-
HONlacTy pacteHudd U rpuboB, a Takxe mMeMOpaHaM JIH30COM H CeKpe-
TOPHBIX TPaHyJi HEKOTOPBIX XKHBOTHHIX KJeTOK (Hanpumep, xpoMapPHH-
HHIX rpaHya). B stux cayyasx poabp ApH-reneparopa urpaer H+-AT®a-
3a, a poap notpedutened AuH — (H+, metabosnut)-cumnoprepnl.
Fopa3no Gosee cn0XHAsg cxeMa ONMHCHIBaeT 3HEPreTHKY LHTOMJAa3-
MaTHYeCKOH MeMOpaHbnl MHOTHX apOOHBIX H (POTOCHHTE3UPYIOLHX 6aK-
Tepuii (puc. 59, B). 3nechr xuMuueckas pabora (cuHres AT®D), ocMoru-
yeckasi pa6ota (HaKonjeHHe BeLleCTB) H MexaHuyeckas pabora (Bpa-

weHue poropa Ht-moropa) ocyuectsasiercss 3a cuer ApH, kotopas
o6pasyetcsl ABIXaTeJbHbIMH HJIH QOTOCHHTEeTHYeCKHMH ApH-renepartopa-
MH. Kpome Toro, ApH ncrnoabdyercss Nat/H+-antunoprepom ans nosy-

yennss ApNa, urpawoweit poar AuH-6ydepa. Ap/Na MOKeT HCIOJb30-
BaTbCs TaKxXe JJ151 COBEpHIEHHs OocMOTHueckoil pabotrml (Nat+, merabo-
JuT)-cumnoprepamu. [locnenunit npouecc siBasiercs, o CyuiecTBy, OX-
HOH H3 COCTABHLIX YACTEH HATPUEBOrO LMKJIA.

®akropoM, 6,1arONpHsITHEIM AJSA coBepllieHUsi paboThl, KOTOpas Co-
IpsAxkeHa cO BXOAOM B KJeTKy HOHOB Nat, siBnsieTcs npeBbilIeHHe KOH-
ueHtpaunu Nat cHapyXu Hajg TakOBOH BHYTPH LUHTOILA3MH. JTO Tpe-
OoBaHHe He BHIINOJHSETCS [Jis MPeCHOBOJHBIX MHKPOOPTraHH3MOB. 3Aech
peasinsyercsi ynpoluleHHHH BapHaHT cxeMu (puc. 52, B), rae wons Nat
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Puc. 59. ITatb TunoB (A—/) MeMGpaHHHIX CHCTeM npeBpaiueHuss sHeprud ApH wuau
ApNa:

YepHbBIMH CTpeJKaMH o6o3HaueHa NIPpOTOHHAsl 3HEpPreTHKa, CBeTNhIMH — HaTpHeBas; XuUMUYECKAR
pabora: cuites AT® u nupodocdara H oOpaTHHE MNepeHOC BOCCTAHOBHTENBLHBIX 3KBHBAJIEHTOB;

ocMoTuweckan paboTa: NMepeHOC BEIEeCTB NPOTHB HX KOHLUEHTPALHOHHBIX IpalIHEHTOB, MexaHuue-
cKas pabora: pBHKeHHe MocpenctsoM H+-(Na+)-moTopos

He ¢urypupyoT. Ilono6Has Joruka npHMEHHMAa H K MUTOXOHIPHSAM, TO-
CKOJIbKY BHEILUHeH cpefod AJS HHX CIAYIKHT LHT030/1b, CONePKALHH, KaK
npaBuJjio, Mano HoHoB Na+t. [leiictBuTenbHo, HH Nat/H+t-auTunoprt, HH
(Na+t, meTaGoJiMT)-CUMIIOPT HE XapaKTePHH! /151 MHTOXOHAPHH.
HatpueBHii uuka nokasaH Ha puc. 59, I'. B cBoeM nosHOM BHpaxxe-
HHH cxeMa Nat-nukia TpebyeT, uToOnl Bce TPH THNA MeMOpaHHOH pabo-
Thl NOANEP>XHBAJHCh HATPHEBHM IOTEHIHAJNOM, 06pasyeMbIM NepBHY-

HeM ApNa-reHepatopom. Vibrio alginolyticus, pacTyumuii npH menou-
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HoM pH, okasascs mepBHIM npuMepoOM, rge OblJ 3KCIepHMEHTAJLHO
JOKa3aH noaHbi Nat-uuki.

YnpoueHHbi BapHaHT HaTPHeBOro LHKJAa NpHBeleH Ha puc. 59, J.
QaKTHUECKH OH aHaJOrHyeH cxeMe 5 ¢ €IMHCTBEHHOH pas3HHULEH, YTO
¢yHKuH HY Bunosusier Nat. 3necs AT® takxke Hcnoab3yeTcs B Kaye-
CTBE HCTOYHHKA 3HePrud, Ho Memb6paHa 3Heprusupyercsi ATPaszoi,
Tpancnoptupymwoiein Nat, a He Ht-AT®azoii. [InasMmatnyeckasi MeM-
OpaHa XXHBOTHOH KJeTKH CJyXHT HaubGojee pa3zpaGoTaHHOH CHCTEMOH

takoro tHna: AuNa renepupyercst Nat/K+-AT®a3zoit (uau Nat-ATda-
30i1) u norpebJsiercs raaBHbIM oOpasom (Nat, Mmeta6onuT)-cumnopre-
pamH. PaKTHYECKH HMEHHO BHEILUHsIS KJleTouHast MeMGpaHa >XHBOTHHX
OKa3zaJiacb XPOHOJIOTHYECKH NEPBOH B pALY cHcTeM, riae Obla ONHcaH
Na+-uuka.

Hoaroe BpeMmsi cunTasd, YTOo MOAOGHHIHI TNPHHUHMN €CThb OJHO H3
3BOJIIOIIHOHHBIX JOCTHXKEHHH XHBOTHOK KJyeTKH. OLHAaKO Temnepb yxKe
SICHO, YTO HaTpHeBas 3HepreTHKa Brneppble Oblna «OTKpHITAa» IPOKa-
pHOTAMH H JIHILb 3aTeM, NO BCeil BepOSITHOCTH, yHacJieqOBaHa OT HHX
>)KMBOTHBEIMH, NPHYEM B yIPOILLEHHOM BapHaHTe.

MoxHo nosarate, 4to cxema /I (puc. 59) npucyuia Takxe aHaspo0-
HBIM GaKTepHsIM, YTHJIHM3HPYIOUIHM <«TJHKoJHTHYecKHi» AT® B ycho-
BHSIX, KOTla IPOTOHHHIH 1LIHKJ He paboTaeT. TakoB, BeposiTHo, Strepto-
coccus faecalis, nuuiennnit H+-AT®a3u uau pactymyii B IpHCYTCTBHH
pasobuuTtens.

Ha ceronns npuMeps HaTpHeBOH 3HEPreTHKH AAJIEKO HE CTONb MHO-
rOYHCJIEHHH, KaK cJydad, KOrjia HChnosb3yeTcss NpoToHHHH uuka. On-
HaKo 3/ecb HeOGXOAHMO HMETb B BHIY, UTO onHcaHHe poau Nat kak co-
NpPSATampuero HoHa, cnoco6HOro BHIIOJHATD, 0 CYLecTBY, Bce OHOIHEp-
reTHueckue QyHKIHM NMPOTOHA, MPOH3OLLIO cOBCceM HenaBHo. OrpoMHoe
TaKCOHOMHYeckoe pa3Ho6pasue OpraHu3MoB, HCNIOJb3YIOIHX HATPHEBHH
ILHKJ HJIu ero ¢pparMedTh (OT BUOpPHOHOB, aHA3POOHHIX 6aKTepHH, KOK-
KOB 110 1lHaHOOaKTepHii H, HaKOHell, )KHBOTHBIX), yKa3biBa€T Ha BceoOl-
LM XapakTep paclpocTpaHeHHsl 3TOro HOBOTO THIla MeMOpaHHOH OHO-
9HEPreTHKH.

Bynymum wuccriefoBaHHAIM NpPENCTOHT BHISICHHTb [JE€HCTBHTEJbHHE
MacmitTabul HaTpueBoro Mupa. Ho yxke u cefiuac sicHo, 4To 3TO 40CTATOY-
Ho oOwupHas obsactb 6uochephl.

B nouckax npeacraBuTesieil HATPHEBOTO MHpa CJEeAYET yUUTHIBATh TO
obcrosiTesbeTBO, 4TO Ht- 1 Nat-1iHukab MOTyT cOCylUeCTBOBAThH B OJHOM
H TOM e obbekTe, npuyeM nepekyoyedve ¢ H+ Ha Na+ u nao6opot Mo-
JKeT pery;IipoBaThCsl YCIOBUSIMH BHeniHeld cpenbl. Buile yxe Gblna yro-
MsHyTa uHAyKuus Nat-AT®asn y S. faecalis. ¥ mMukpoopranusma
V. alginolyticus naTpueBasi 3HepreTHkKa, nNo-BHAHMOMY, CMeHseTCs po-
TOHHOH npu yBenudeHuH [H+]qap.



7.6. IlpeppameHHe 3Heprud B GHomMemOGpaHax
6e3 yyactus H* u Na+

PaccmatpuBasi coOTHOLIEHHe IPOTOHHOTO H HATPHEBOTO MHPOB, yMe-
CTHO 3aAaCTbCsl BOIIPOCOM, HET JIH TaK¥Ke H ellle 0JHOro (TpeThbero) MH-
pa, rae nu H*, nu Nat ne yuacreytor 8 InepzeTuveckom conpaxcenuu.
Ha ceroaHst oTBeT Ha 3TOT BONPOC OAHO3HAYEH H OTPHLATEJIEH.

CkazaHHoe He 03HayaeT, YTO CPeAH BCEro MHOrooOpa3us MpoLeccoB
NpeBpalleHHs 3HEPrUs B MeMOpaHax HeJb3si HAHTH TaKHX, KOTophie 00-
xoasaTes 6e3 HT u Nat. OnHako Bce 3TO — HCKJIOUHTENbHBIE CJIyyaH, He
CKJla/iblBalouiHecs: B €JHHYIO SHepreTHYECKYyIl0 CHCTeMy, nogobHyo npo-
TOHHOH HJIH HaTPHEeBOi 3HEPreTHKE.

Hanpumep, 6uoaHepretHueckue ¢pyHkuuu uonos K+. Kak yxe orme-
yaJjoch B pasd. 6.3.1, y 6akrepuii ApK MoxeT BO3HHKaTh 3a cyer Ay-co-
CTaBJIsifoILeH NPOTOHHOrO (HJIH HAaTPHEBOro) NOTeHUHaJsia, o6pa3zyeMoro

ApH- (ApNa-)renepatopamu. Ecan E. coli pacret B cpefie ¢ 04€eHb HH3-
KuM conepxaHHem K+t, to unnyuupyercs K+-ATdaza E,Ey,-Tuna (cHe-
TeMa Kdp), akkyMyaupymoluias B KjeTKe HOHH Kt 3a* cueT 3Hepruu
AT®. Oyukuun obpasyemoit ApK orpaHuueHn cTabuausauueii Ay,
BHyTpenHero pH u ocMoTHYeCcKoro naBJieHHs.

B xuBoTHBIX TKaHsx Kt-rpaguedt, kKak mnpaBHjo, oOpasyercs
Na+/K+-AT®asuoii. Poab vona K+ B 3T0M ciyuae CBOAHTCS K PYHKIHH
IIpOTHBOHOHA AJisi HoHA Nat, KOTOpH# OTKauHBAaeTCs H3 KJIETKH C LeJbI0

o6pasoBaHus ApNa — KOHBepTHpYeMO# <«BaJOTH» BHellHeil MeMOpa-
Hbl XXHBOTHOH KJI€TKH.

B pa3xn. 4.5.3 6naa paccmotrpena Kt/H+-ATdasza snuresus ciau3H-
CTOIl 2KeJyIKa BBICIIMX XHBOTHHIX. 31ecb Kt C/lyKHT NpOTHBOHOHOM
ans H+, oTkayuBaeMoro u3 KJeTKH [AJ5 NOAKHCJIEHHS KeJyJLOYHOro
coka.

B 3nHTeNHH HEKOTOPHIX HaceKOMHIX 3jekTporeHHas K+-AT(da3za ka-
TaJIH3HpyeT TPAHCIOPT MaccoBHIX KosnuyecTB K+ or 6a3asbHOH K anu-
KaJbHOH CTOpPOHE 3MHTEJNHAJbHOH KJETKH. DTOT MpoLecc BaXeH AJA
IBHXEHHS XHIKOCTH 4epe3 anutenuii. Kt-AT¢a3a HaceKkoMHIX B OT-
guuve or Nat/K+-ATdasm u K+/H+t-ATPasm orkaunBaer Kt us
kjaetkd. OHa JIOKaJH30BaHa B allMKaJbHOH 06J1aCTH IJIa3MATHUECKOH
MeM6panbl. K+-AT®asa o6pa3yer rpubOBHAHBIE BHIPOCTH pPas3MepOM
okoji0 10 HM, BHeliHe HanoMHHaluHe ¢akrop F,. Ee akTHBHOCTb ycC-
TOHYMBA K oyabaHHy H crneUHM(dHUYECKH TOPMO3HTCA HHCEKTHIUHIOM
JIenbTa-3HNOTOKCHHOM u3 Bacillus thuriningiensis.

B snuTennu KuuieyHHKa ofHoro H3 uepBed K+-AT®a3za oTkauHBaeT
K+ u3 knetkH, coznaBas Ay, KOTopasi HCIIOJb3YyeTCHA A VAAJEHHSA HO-
HoB H+ H3 npocBera kuuieyHuka. B pesyibrate pH B KHIIE€UHHKe NOA-

JepxHBaeTcsi Ha ypoBHe 10—11. AuK uau onHa H3 ee COCTaBJAIOLIHX,
NO-BHIHMOMY, CJAYXKHT ABHXKYIUEH CHJOH AKKyMYJISILIHH aMHHOKHWCJIOT
B KJIeTKaXxX 3nuTesus nocpeacrtsom (K+, amuHoOKHC0Ta) -CHMITOpTEpA.

B MeM6paHe 3HI0MNIa3MaTHUECKOTO PETHKYJIyMa H BHELIHeH KJIeTou-
Hoii MeM6OpaHe XKHBOTHHX (a Takxe B LLHTOIJ1a3MaTHYeCKoH MeMOpane
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6aktepHii) umeercs Ca?+-ATPasa E|E,-Tuna, kotopas nepenocur Ca?t
M3 LHTO30J151 B NIPOCBET PETHKYJYMa HJIH B MEXKJETOYHOE NMPOCTPAHCT-

BO. Her HHKakHX CBHAETENBCTB TOMY, UTO oOpasyeMasi AuCa Moxer Hc-
NOJIb30BATbCS AJIAA COBEplleHHs IoJsie3HOH paboTH. Ilo Bcell BeposiTHO-
CTH, eAHHCTBEeHHOH ¢yHKUHeH CaZ+-ATdasn cayxkut peryasuus [Ca?t]
B LIUTO30JIE.

VI3BeCTHO HECKOJBKO NPUMEPOB TPAHCIOPTA aHHOHOB, HE 3aBHCHMO-

ro ot AuH u ApNa. B paszn. 3.5.7 661 paccMOTpeH OAMH H3 HHX: raJo-
pononcHH, TpaHcnopTHpyowuil Houu Cl— B kneTku H. halobium 3a cuet
3HEprHH cBeTa. JTa NOMINa BO3BpallaeT B KJaeTKy HOHH Cl—, KoTophie
TIOCTOSIHHO €10 TepsioTcsi JeKTpodopeTHUecKH, NepeMellasch yepes
MeMOpaHy B HallpaBJIEHHH H3HYTPH HapyXy. ¥ Monmocka Aplysia cali-
fornica nono6Hast ¢byHkuus sunosusiercs Cl--ATPa3od, okanu3oBaH-
HOH BO BHEIWIHEH KJEeTOUYHOH MeMmOpaHe. PepMeHT YyBCTBHTeJleH K Ba-
Haznarty.

ConoHuakoBoe pactenne Limonium vulgaris BHuensieT cosb Ha IO-
BEPXHOCTB JIHCTbEB NOCPEACTBOM 0coO0i Kese3nl, cocTosAlel H3 KJEeTOoK,
BO BHelllHeH MeMOpaHe KoTophx o6HapyxeHa Cl—-AT®asza. [Ipeanona-
ralT, 4YTo 3TOT (epMeHT 3JeKTPOreHHo OTKayHBawT HoHH Cl—
H3 KJ€eTKH, a oOpasyemast Ay (BHYTPH KJIETKH 3HAK «-+ ») HCIOJb3yeTcs
A5 3nekTpodopeTHueckoro mnepeHoca uoHoB Nat Bcaen 3a Cl-.

HekoropHe BelecTBa akKyMysHpyioTcsi 6aKTepHsiIMH 33 CYET Hep-
rid AT® unu ¢pocdoenonnupyBata. Haubosnee pasapaboTaHHEM NpHMe-
POM TAKOro poza sfiBJAseTCa PochoerornupysarTpancgepasnasn cucTema,
KaTaJH3Hpyolas ABa npouecca — ¢pochopuaHpoBaHHe IaOKo3H ¢oc-
(OEHONMHPYBATOM M aKKyMYJSLHIO 3TOrO caxapa B BHAe [JI0K030-6-
¢ochara HeKoTOpHMH GakTepusiMH. IIpu 3TOM pasHOCTb B BeJHYHHAaX
cB0o60oaAHOH 3Hepruu ¢ocdoeHoNNHPyBaTa H I'J0K0o30-6-pocdaTta Henodnb-
3yeTrcst AAs co3naHus 6GoJbLIOro rpajiHEHTa caxapa MexXIy KJeTKOH H
cpenoH.

B 3aksioyeHHe caeayeTr NOQYepPKHYTh, UTO BCe NEepeyHc/eHHble BhIlle
CHCTEMH TNpelcTaBasoT co0oft 0cobble MéXaHH3MH, COBEpIlUaUIHe OC-
moTu4eckyto pabory. OrpoMHoe GONBLIXHCTBO IIPOLECCOB KOHUEHTPHPO-

BaHHsl BeleCTB TOAAEPIKHBAETCS 3HeprueH AuH HJIH ApNa Yto XKe
KacaeTrcs MeMOpaHHOH paboTH XHMHYECKOrO H MeXaHHYEeCKOro THIIOB,
TO 3[eCh BO Bcex 0e3 HCKJ/IOUEHHS ONHCAaHHHX caydasix ABHXKYILIEH CH-
JIOH CAYXXHT NPOTOHHHH HJH HaTPHEBHH NoTeHLHaJ. BoT nouemy 1okKa
HeT OCHOBaHHH NOCTYJHPOBaTh CyHIECTBOBAHHE KaKOH-THOO HHOH MeM-

OpaHHOi 5HepreTHYecKOH «BasoTh», KpoMe ApH u ApNa.



HekoTtopnie uToru
H IIepCHEKTHBDI
MeMOpaHHOH
OHO3HEpreTHKH
(3akJouenmue)

8.1. ®yHpamMeHTaNbHBIE HCCJEAOBAHHS

M3 Bcero H3ano>XeHHOro BHLIE sICHO, YTO MHOTHe npobieMb MeMGOpaH-
HOIi GHO3HEPTeTHKH yXKe pelleHHl, HO, 10-BHAHMOMY, elie Oonblie npen-
CTOHT y3HaTbh B OamxkaimeM OynyuieM. CTpeMHTe/lbHOE pa3BHTHE 3TOH
06J1aCTH HayKH XOpOIIO HJIIOCTPHPYETCS CIEAYIOLUHMH JBYMs o6cTos-
TeNbCTBAMH: O NPOTOHHOH 3HEpPreTHKe BIlepBble CTaJio H3BECTHO BCEro
YeTBEPTh BeKa Ha3aj, a pellalolllie YCIIeXH B ONHCAHHH HATPHEBOro MH-
pa, albTEPHATHBHOrO NPOTOHHOMY, OBIIH DOCTHTHYyTH OyKBaJbHO B ca-
MOe Ioc/IeiHee BPEMS, yiKe Mocjle Toro Kak OHJIM HanicaHH MepBhHe
CTpaHHLH 3Tofi KHUrH. [103TOMY BpSI JIH MOXXHO COMHEBAThCS, YTO HA
KapTe npeBpallleHHHd Heprid B MeMOpaHax ecTh enje MHOro Oesbx ns-
TEH.

B yacTHOCTH, ocTaeTcsi HESICHHM, KaK AaJIeKO IPOCTHPAIOTCH I'PaHH-
Il «Harpuesoezo mupar. IlpencraBisiercss BecbMa BepOATHHIM, YTO IO-
MHMO OaKTepHH, NepeyucJeHHHX B IpeAbAyluieH rnase, €CTb H Apyrue
MHKPOOpPraHH3MH, Npex e BCEro MOPCKHe H lieJoyeyCTOHYHBHE, KOTO-
pHe TakKXe HCNoJb3ylOT Nat B KauecTBe colpsirapiuero HoHa. B stom
OTHOLIEHHH HHTEpeCHH], HallpHMep, MOpPCKHe 3yKapHOTHYeCKHe BOJO-
POCJIH.

Urto kacaercsi pOKAapHOT, pacnofarawmux Na+t-UuKIOM, TO 37ech

OCTaeTCcsi HesICHHM: cyliecTBYIOT Ju ApNa-reHepaTopsl, HCIOJb3YIOLHE

3HEepPrHio CBEeTa, CKoJIbKO AulNa-reHepaTopoB MOXeT OHTh JIOKAJH30BaHO
B IbLIXaTeJbHOH LeNH H KAaKOBH MOJeKyJspHhle MeXaHH3MH reHepalHH

H ucrnoab3oBaHue AuNa. [locnennnit Bonmpoc He pelweH fAaxe AJs
H+-TpaHcnopTHpylonie#t gnixaTeJIbHOH 1€MH.

OcTtaroTcs HeonpeneJeHHOCTH B BOIIPOCe O TOM, KaKOBH 3TallH nepe-
HOCQ 3AEeKTPOHU mexn0Yy 08YMA (hoTocuCTemMamu B XJOPONJIACTaX H I HaA-
HOOAKTEePHAX.

HesicHo TakxXKe, NIpOHCXOAHT JiH TpaHCMeMOpPaHHH# NepeHOC 3apsii0B
Ha 3tane HyO—¢otocuctema II; nostoMy Bce elile Henb3si COCTaBHTh
OKOHYAaTeJIbHOTO CYXAeHHsI 06 3¢exTusrocTu (oTocunTeTueckol pe-
dokc-yenu.
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I'opa3no GoJibliHi NPOrpecc AOCTHTHYT B H3YUEHHH YUKAUYECKOU
pedokc-yenu 6akTepuli-hoToCUHTEeTUKOB. 31eCh yXe SCHO, YTO reHepa-

uuad ApH ecTb pesysbTaT B3aHMOILEHCTBHS 3JIEKTPOH-TPAHCIOPTHOMH
«noayneran» Muryesa, BKaodamouieH xJ0poduais, ¢peopruTHH, XHHOHH
H LHTOXPOM C, H CHCTEMH Q-uHKJa, noao6HOH TAaKOBOH B MHTOXOHAPH-

sx. [ns ogHoro U3 AuH-reHepaTopoB (nss peakUHOHHHX LEeHTpOB RAO-
dopseudomonas vridis) nojyueHH KaK CTPYKTYpHHeE (peHTTeHO-CTPYK-
TYPHHH aHaJH3 BHICOKOTO pa3pelleHHs), TaK H pyHKIHOHAJIbHHE (npd-
Moe H3MepeHHe BHYTDHMOJIEKYJSPHHX CMelleHHH 3apsijoB) xapakre-
PHCTHKH, NIO3BOJIHBIIHE BHISICHHTb NPHHUHIN NeACTBHs NAHHOTO npeob-
pasoBatensi sHepruH. OH COCTOHT BO BCTPEYHOM JIBHIKEHHH 3JIEKTPOHA
H MPOTOHA, HAallpaBJIeHHOM MolnepeKk MeMOpaHH, NpHYeM TIepPeHOC 3JIeK-
TPOHa OTBeTCTBeH 3a reHepauui 959% MeMOpaHHOro mNOTeHIIHasa, a
ocTanbHHe 5% NpHXOAsATCA Ha NepeHoC NMPOTOHA.

B Q-uHkse Takxe, Mo-BHAHMOMY, IPOHCXOAHT BCTPEUHOE ABHKeHHE
3JIEKTPOHA H NPOTOHA, OQHAKO HA JOJIO0 3JIeKTPOHa, TPaHCIOPTHPYyeMOoro
MeXy AByMS reMaMu LIHToXpoMa b, npuxomHTtcs Toabko 40% obiuero
IIyTH TIepeHoca 2apsaoB.

Bk/1ajgH 371eKTPOHa H IpOTOHa B nipespaileHHe sHeprun HA/[H-KoQ-
PeOYKTA30L u YuTOXPOMOKCUOAA30L TIOKA OCTAIOTCA HEM3BECTHRIMH. flc-
HO JIHLIb, YTO B NocsenHeM ciyyae H* nepeHocutcs Ha 3HauHTesbHOe
paccTosiide B riy6p MeMOpaHH.

B 6axrepuopodoncure u Tparceudpozerase yepe3 MeMOpaHy TpaHc-

noptHpyercsl ToabKo HF, HO He e. CBero3aBucHMas reHepauusa Ay 6ak-
TEePHOPOAOIICHHOM CKJagHBaeTCsi H3 ABYX OCHOBHHX cTaguf. OnHa H3
HHX (MeHbLIasi MO aMmiaHTyZAe) obycsioBjeHa nepeHOCOM NMPOTOHa B Ile-
punaasMy ot wHP¢oBa OCHOBaHHSA, KOTOPBIM KpeIHTCA peTHHaJb K 6ed-
Ky. Jlpyras (6oJapluiasi) cTafiusi eCTb pe3yJbTaT NepeHoca NpPoTOHA H3
LHTONJIa3Mhl K WHPEGOBY OCHOBAHHIO.

JIBa KaOUEBHX BONPOCA OCTAIOTCS HESICHHIMH MPHMEHHTEJIbHO K 3TO-
My MexaHuaMy: 1) nouemy cponactBo wH(p@oBa OCHOBAHHA K TIPOTOHY
Pe3KO CHHXXAeTCs NOcJe H30MEPH3alHH OCTATKa peTHHAJIa MO AeHCTBH-
€M cBeTa H 2) KakuM 06pa3oM IepeHOCHTCs NPoTOH oT wH(p¢OBa OCHO-
BaHHA B NepHUNJIa3My H H3 UHTOIJIA3MH K H(GHOBY ocHOBaHHUI0? []anb-
HeHuIass HHopMauHsa 3aech MOXeT OHTb NoJyYeHa NMOCpPeACTBOM Ha-
[IpaBJEHHOro MyTareHe3a M psifia APYrHX MeTOAOB, HO OKOHYaTeJbHOe
peuieHHe npoOneMH Bpsil JJH BO3MOXHO 0e3 pPEHTreHoO-CTPYKTYpPHOro
aHaJH3a ¢ aTOMHBM pa3spemieHHeM. OnucaHHH# 6oJiee NeCATH JieT Ha-
3an P. XeHgepcoHOM OOUIHHI KOHTYp CeMH @-CNHPAJbHHIX KOJIOHH
Cero/iHfl yXKe He MOXeT yIOBJEeTBOPHUTb HcCJenoBaTeseill 6aKTepHopo-
JOTICHHA.

JanpHefiwni ananua cTpykTypH H ¢yHkuuu H+-ATP-cunrasst He-
OoOXOOHM J1JIf BBISICHEHHSI NMPHHIHIA AEHCTBHA 3TOrO BaXKHeHuUero Io-
Tpebutens ApH. Bce eme Hesicha crexuomerpusi H : AT®. O6cyxnawT-
cs BenuuuHbl 2 W 3. Ecau BepHa BenHYHHA 2, TO BO3MOXEH «IIpAMOH»
MeXaHH3M, NpeAnoarailHii, YTo [BAa NPOTOHA, NepeHOCHMHe yepes Fy,
MOTJIOIAI0TCS HENOCPeACTBEHHO NnpH o6pa3oBanuu To# MoJsiekyan HO,
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KoTOpasi noJiyyaercsi B pesyabTaTe npeBpamieHus AP u docdara B
AT®. Ipyrasi BO3MOXHOCTb COCTOHT B TOM, YTO cHHTE€3 AT® HeKOTOpHM
006pasoM HenpsiMO COMNpPsIXKEH ¢ NepeHOCOM IBYX (Tpex?) NpPOTOHOB Ye-
pe3 MeMOpaHy. Kak H B yNOMSIHYTBHIX BhIlle CJy4YasiX, CTPYKTypHble HC-
CJIeJOBAHHSA BHCOKOTO pa3pelleHUst KpafiHe HYXHH JUISi MOHHMAaHHA
NpHHIHIIA paboThl 3TOro (PepMEHTHOTO KOMILJIeKCa.

MeMOpaHoONIOrHss HAaXONHTCS €llle B CAaMOM Hauallie NyTH K NOHMMAaHHIO
MexaHuama H+-AT®a3 E\Ey-Tuna, o6HapyKEeHHHX BO BHELIHEH K1eTOY-
HoH MeMmOpaHe pacTeHHiél H rpu6OB. 31€ech Mo¥XeT GbITh MOJIE3HO CpaB-
HUTeJNbHOe H3yyeHHe 3THX (pepMeHToB U Nat/K+-ATPa3et, nockosbKy
H+-AT®a3sH ObljIH ONHCAHK TOPa3/0 NM03XKe H MOTOMY H3YUeHBl He CTOJb
noapo6Ho, kak Nat/K+-AT®a3a. Eie nos:xe 6nsa otkpuita HH-ATPa-
3a ToHonaacTa. MexaHu3M ee NEeHCTBHS COBEPIIEHHO HesICEH.

Uto kacaercs Tex norpebureneit AuH, KoTopHe oCylecTBAAIOT KOH-
YEeHTpuposarue GeuwjecTs B KIETKAX HJIH OpraHennax, T0 OOJBUIHHCTBO
TAKOro pojia CHCTEM, NO-BHAMMOMY, yxe onucaHo. HekoTopule nepenoc-
YUKl OYMILEHBl H PEKOHCTPYHPOBaHBHI B IPOTEOJIMIIOCOMH. B psine cay-
4YaeB HCCAEJOBAH MEXAHH3M HX JICHCTBHSA, XO0Ts 6e3 pelalnuHXx yclexos,
TaK 4YTO JI0 CHX TNoOp NPHXOOHTCS AOBOJBCTBOBATbCH THIIOTETHUECKHMH
CX€MaMH, OCHOBaHHEIMH Ha KOCBEHHHIX (rjiaBHHIM 06pa3oM KHHeTHye-

ckux) naHHbx. AuH-3aBucumnii Tparncnopr 6esKkos u HYKAECUHOBLIX
KUCAOT — OlHA W3 HaHOboJiee HHTEpecHBIX Npo6JeM B 3TOM pasiesie OHO-
HEPTETHKH.

Jlnis Bcex nepeyrcaeHHBIX Bhlle npeo6pa3oBaTesieil SJHEPTHH NIPHMe-
HHMEI TPaJHLUHOHHLIE METOABI HCCAEL0BaHHA CTPYKTYPH H G yHKIHH GeJ-
KOB. TakHe MoAXoAH, BHAHMO, HEIOCTATOUHHB, eClH peub HueT o6 H+- n
Nat-moropax. Ilporpecc B nOHHMaHHH 3THX, NoXaJay#, Hau6oJiee CcBoe-
o6pa3Hbix MeMOpaHHLIX TpaHCPoOpMaToOpoB 3Heprun TpebyeT pa3pabor-
KH COBEpPLIEHHO HOBHIX NOAXOOB. JTa NnpobjeMa NnpeacTaBiseTcst 0Co-
GE€HHO BaXXHOH, NOCKOJBKY GeJIKOoBHEe CyObenHHHUH, BpallapuiHecs B
NJIOCKOCTH MeMOpaHbl, MOryT OLITb COCTABHOH YacTblO He TOJIBKO (pJia-
reJiJIsspHOro MOTopa, HO H NepeHOCYHKOB MaKpoModiekya, H+-AT®-cun-
Tasbl H T. 11

Ilpu u3yueHHH MexaHH3Ma TPaHCIOpPTa NPOTOHOB yepe3 MeMOpaHH
Heo6XONMMO HMETh B BHAY, UTO HT Kak conpsAraomui HOH He yHHKaJIeH.
IlosTomy cxeMHl, npumeHHMBle ToJabko K Ht, HO He k Na't, Henocra-
TOYHH JJs1 OObsiCHEHHs] BCeH COBOKYNHOCTH NpeBpallleHHsi 3HeprHH B
6nomMmembpaHax.

MuoroofbenjaronuM HanpasjieHHeM OyayLiHX HCCAeNOBaHHH MoXeT
CTaTb H3yY€HHEe POJIH HUTYATHIX H CETYATHIX MHTOXOHAPHH B KauecTBe
BHYTPHKJIETOUHBIX NPOTOHHbIX Kabeael.

Q@ yHKIHH NMPOTOHHOrO H HAaTPHEBOTO NMOTEHLHAJIOB, HE CBfAI3aHHbIE C
S5HEPreTHKOH,— TAaKOB ellle OJHH HHTPHIYIOLIHHA aclleKT paccMaTpuBae-
MBIX npo6aeM. Cpean HHX — perynsinusi pa6oTH MeMOpaHHHX ¢depMeH-

ToB nocpencteoM ApH uin ApNa, snekTpodopes 6enKoB H APYTHX KOM-
TIOHEHTOB BAOJIb MeMOpaH H T. I.
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8.2. Ha nytH K npuxkJaaHoi OHOIHepreTHke

8.2.1. MeaMUHHCKHe acCneKTh

HedexTn npixateabHoit uend. CerofiHs Mbl HAXOAHMCH B CAMOM Ha-
yaJjie NYTH K NPAKTHYECKOMY NMPHMEHEHHIO 3HAHHUH, NMOJYYEeHHBIX Hccle-
I0BaTeJIAMH 3HepreTHKH 6uoMembpaH. 3TO crnpaBeaJIHBO, B YaCTHOCTH,
LIS MeJHLIHHCKHX acleKTOB OHOJIOTHH.

¥YpoBeHb 06pa30oBaHHOCTH Bpayeil B 06s1acTH 6HO3HEPreTHKH XOPOLIO
HIJIIOCTPHpPYyeTCsl TeM (aKTOM, 4TO OHH BCe elle 4acTO pacCMaTpHBAaIOT
HHbeKUHIO AT® kak cnocob cHabGxkeHHSsl 3Heprueil 60/bHOTO NPH NATO-
JIOTHAX 3HepreTHYCCKoro ob6MeHa. Takas npakTHkKa NpoAOJXKaerTcs, XO-
TH NPOCTOHM pacyeT NOKa3blBaeT, UTO KoJsimyecTBo AT®, ruaponnsyemoe
yesoBekoM a0 AII® u ¢ocdara 3a 1 cyr, paBHo B cpexHeM 40 Kr,
T. €. B MHJJIHOH pa3 GoJblie kosnyectBa AT®, nosnyyaeMoro ¢ uHb-
eKLHei.

B nurepatrype ecTb AocTaToyHO CcOOOHIEHHII O MATOJIOTHAX, CONPO-
BOX/JAIOMHXCA TEM HJH HHBIM HapylleHHEeM B CHCTeMe OKHCJIHTEJIbHOro
¢pochopunupoBanus. [1o-BuaAuMOMY, TaKuX coobnieHHH OhlJIO 6nl ropas-
no 6osblie, ecnd 66 BpayH pacnoJjiarajy NPOCTHIMH METOAAMH AHAr-
HOCTHKH NOAOOHKIX HApYLIEHHH.

OnHcaHbl cayuau myrayuil 8 ar06om u3 Tpex dvixaresvrolx ApH-ze-
neparopos. Tak, B rpynne A. JI. JIeHuHakepa 6bij10o NOKa3aHO, YTO MH-
TOXOHJAPHH HOBOPOXAEeHHOro, norubiuero B Bo3pacre 4 Mec, Ae(HUHTH
no ogHoMy H3 FeS-komnonentroB NAJJH-KoQ-pedyxrasel. A. INanangu-
MHTPHY H COaBTOpPH COOOCHIHJH O CHJAbHOM TopMoxeHHH HAJIH-uuro-
XPOM C-pelyKTa3nl B CepaeyHbiX MHTOXOHAPHSX HOBOPOXXAEHHOH, yMep-
weii yepe3 4 Henesu noche poxaeHusi. OkaszaJsioch, 4To Aedektr obyc-
JIOBJIeH HeNnoOJHOLLEHHOCTBIO CPeHero 3BeHa AbiXaTeJbHOH LielH, a HMeH-
HO yMEeHbIlIeHHEM KOJIHYeCTBa 3H3HMATHYECKH BOCCTAHaBJIHBAeMOro yu-
Toxpoma b.

P. Kananbau, b. HUaHc # HX KOJIJIerH olHcald HapylleHHe TOro e
3B€Ha B MHTOXOHJPHSIX CKeJIETHbIX MBILIL, CEMHaaUaTHJeTHeH HeBYLUKH.
34ech Take OKasaJoChb, YTO KOJHYECTBO BOCCTAHABJIHBAE€MOrO [blXa-
TeJIbHOH LeNnblo LHTOXpoMa b pe3ko (B 6 pa3) CHHXKEHO N0 CpaBHEHHIO
c HopMoii. [Ipu sToM B KoQH2-uHTOXpOM C-peayKTa3HOM KOMIJIEKCE OT-
CYTCTBYIOT N0 KpaiiHeil Mepe yeTbipe THNA Cy6beAHHHL, B TO BpeMs KakK
YPOBHH LINTOXPOMOB €|, C, @ H Q3 HaXOASATCS B Npenesax HOpMH. Jlasb-
HelIlIHe HCCJIeAOBaHHS T0KA3aJH, YTO ONHCAHHbIE HapyllueHHsA OblJiH NpH-
YHHOH MBILIEYHOH CJAab0CTH H JIAKTAaTHOro auuAo3a, NPHUCYLIHX MNaLH-
entke. Muvekuuun 10 Mr Menapuona (BuramuHa Kj3) u 1 r ackopOara,
IIpOU3BOAHMEIe KaXable 6 4, NPHBEJH K YaCTHYHOMY BOCCTAHOBJIEHHIO
HapylIeHHOH CKOPOCTH pereHepauuH kpeatHHdocdara B MHILLe 60Jib-
HOH nocJjie pu3Hyeckoi Harpysku. Ecau no neyeHust ata ckopocTth Onlia
B 40 pa3 MeHblle, yeM B HOpMe, TO 3aTeM OHa BO3pOCJa NPHMEPHO A0
50% HopMHI. Pe3ko ysnydLIHJOCh H CAaMOUYBCTBHe NalHEeHTKH. B TeyeHHe
rofa, npenllecTBOBaBLIEro JeYEHHIO, AeBYyLIKa MorJja npoita 6e3 oOT-
Ablxa pacctosiiHe He OoJsibuie 100 M H 0ObLIYHO NepeiBHrajachb B HHBa-
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JHAHOH KoJssicke. Uepe3 nBoe CYTOK MnocJjie Hauajla HHBEKIHII OHa
npoxonusa 6e3 OCTAHOBKH OKOJIO 1 KM H yXe He NOJb30BaJjiach KO-
JISICKOH.

BaaronpusTHH 3¢¢deKT MeHaAHOHA JIerKo OOBSICHHTh €ro crnoco6-
HOCTbIO WUYHTHPOBATb CBOGOAHBLIM OKHCJIEHHEM HAayaJIbHHIH H B HEKOTO-
poii cTeNeHH TakXe H CPeAHHH CerMeHTH ALIXaTeJbHOH LelH.

Kak yxe orMmeuanoch Bhie, KoQH-uutoxpoM c-peanykrasa u 0co-
6enHo HAIIH-KoQ-penykTaza GJOKHPYIOTCS LIHPOKHM KPYrOM 4YyiKe-
pOAHBIX rHAPOGOoOHEIX BellecTB. B TakKHX cJyuasix HHTepecHO Oblio OHl
HCCJIeI0BaTh BO3MOXHBIN 6s1aronpHATHHH 3¢ GeKT MeHagHOoHa.

K coxaJsleHH10, MEHaJHOH He B COCTOSIHHH NOMOYb, €CJIH MOBpeXje-
HHe LleNld HaXOAHTCS B LIHTOXPOMOKCHAAa3HoH obsactH. [Ipumep nono6-
HOH naTtoJiori 6bl1 onucad M. A. JI>)KOHCOHOM H COTPYAHHKaMH, IOKa-
3aBLIHMH, YTO ONpeneseHHble BUAL MHONATHH KOPPEJHPYIOT C HCYE3HO-
BEHHEM LUTOXPOMOKCUOA3bl H3 HEKOTOPBIX THIIOB CKe€JIeTHBIX MHILIILL.

Pe3koe cHHXXeHHe ypOBHSI LLHTOXPOMOKCHAA3bl ObIJIO OTMEYEHO B
MHTOXOH/JpHSIX XBOCTATOro Tesia Mo3ra y O60JibHBIX, cTpapaiolux 60-
JiesHblo XaHTuHrToHa. [Ipeanonaraior, 4to 3TOT AedeKT AbIXaTeJbHOH
LleNH BHI3bIBAeT aTpPOQHIO XBOCTATOroO TeJja.

C. Meppun u M. Xappuurron (1985) cpenanu 0630p HeKOTOPHIX
BPOXIEeHHbIX 3a60JieBaHH#, HacJeAyeMbIX 10 MAaTEPHHCKOH JIHHHH H CBS-
3aHHBIX C HApYUIEHHEM CTPYKTYPH H GYHKUHH MUTOXOHApHUH. Cpenu sTHX
[IaTOJIOrHH €CThb MHOMNATHH, 3H1le()aJOMHONATHH, KAPAHOMHOIIATHH, 3PH-
TeJlbHhle HeHponaTHH U PSAA APYTHX.

TToMHMO Hac/leACTBEHHBIX, GHIBAIOT NATOJIOrHH OKHCJIHTENBHOTO (hoc-
¢opuaHpoBaHHsi, 06ycJOBNeHHbBE HHTOKCHKALHAMH. Tak, XpOHHYEeCKoe
norpebaeHne staHosa 6a0yHHOM BhI3BIBaeT ABYKPATHOE CHHXXEHHe KOH-
HeHTPaLUHH LHTOXPOMOKCHAA3bl H ee aKTHBHOCTH, a TaKxke HEKOTOpoOe
yMeHbLIEHHe COAepKaHHA (ochoNunuaoB (npexnae Bcero ¢pochaTHAHI-
XOJIMHAa H KapAHOJiHNHHa) Ojarofaps aktuBauHH ¢pocdosnnass Ay OT-
MEUYeHO TakXKe, YTO Yy KphIC, NMOJyYaBUIHX 3TaHoJ, ocyabJsfeTcss CBA3b
¢axropa F, ¢ MUTOXOHIpHAJbHO# MeMOpaHoH H CHHXKaeTcst 3PP eKTHB-
HOCTb OKHCJHTeJbHOro ¢ocopuiHpoBaHus. B KpoBu nanHeHToB, cTpa-
JaloLINX NePBHYHBIM XKeJYHHIM LIHPPO30M, 0OHapy»>KeHH ayTOHMMYHHbIE
auturena Kk ATP/A[P-anTunoprepy. Peakoe TOpMOKEHHE OKHCJIEHHS
NHpyBaTa, a-KeTorjyrapaTta H NajJbMHTOHJKAapPHHTHHA Habjiopaercs B
MHTOXOHJAPHSX Oer'yHOB Ha AJIMHHBIE AHCTAHLHH.

HMHorna 6uosHepreTHdyeckue AedeKThl CBSI3aHH C HapyuieHHEM H30-
JIMPYIOIIHX CBOHCTB MHTOXOHApHH MeMOpaH, a He ¢ TODMOXKEHHEM HJIH
OTCYTCTBHEM TeX HJH HHbIX MeMOpaHHBIX ()epMEeHTOB. JDTOT BpAA JIH
YAUBHTEJbHO, €CJIH y4ecTb, YTO Adxxe HeboJibliOe yBeJHYeHHe NMPOTOH-
HOH NpPOBOAHMOCTH BHYTpeHHeli MeMOpaHbl MHTOXOHJPHIl, KOTOpas HC-
XOIHO KpailHe MaJja, NPHBOAHUT K CHATHIO NIPOTOHHOIO KOHTPOJIS.

Brnepsbie natoJsiorusi ¢ noaoOHLIM HapylileHHeM 3HEepPreTHKH Onlia
onucana JI. IpHctepoM, P. JlriopToM u ux konneramu (1959). ¥ nans-
€HTKH, CTpajfaBlIed MbILIeYHOH caaboCcThlO, Obljia B3siTa OHOINCHS OAHOMH
H3 CKeJIeTHRIX MBILIL W BblaeseHb MHTOXOHApHH. Kak okasaJjocs, y Ta-
KHX MHTOXOHIADHH OTCYTCTB08QA NPOTOHHbLLL KOHTPOAb. ITOT JAedeKT
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He OBbLJ CJeACTBHEM HINEPTHPEO3a, TAKKe CONPOBOXKAAIOWErocs runep-
MeTaGOIH3MOM H CHHXXEHHEM NPOTOHHOTO KOHTPOJIS.

Cuugpom Peiie — ocTpoe nerckoe 3aboJsieBaHHe (3HUedaJsonaTus H
JKHpOBasi HHQHIbTPALHSA BHYTPEHHHX OpPraHOB) — CONPOBOXAAETCs MO-
sIBJICHHEM B CHIBOPOTKe KPOBH 6OJIBIIHX KOJHYECTB AHKapOOHOBRIX XXHP-
HbIX KHCJIOT, BHI3bIBAIOIHX CHATHE NMPOTOHHOrO KOHTPOJISL H pa300iie-
Hue. MHorHe snekapctBa H saH 00671a0al0T NPOTOROPOPHOLE AKTUBHO-
cTot0. Cpeln HHUX NHKYMapHH H €ro aHaJior aHTHKOAryJsiHT (heHHJIHH,
6eH3UMHIAa30 H Apyrue repOULUHAB, a TaKXKe PsAfl aHTHOaKTepHaJbHBIX
Ipenaparos.

OnucaHbl TakKXe HapyUIEHHS HATPUEBOL 3HepeeTuku, TpUCyllei
BHeLUHeH KJieToyHoil MeMOpaHe. [I[puMepoM TOMy MOXeT 6HTb CHHAPOM
®anbkoHH, Koraa (Nat, meraGoJHT)-cHMOOpPTEPH MeMOpaHbl 11eTOYHOH
KaeMKH yTpauyHBaloT crocoOHOCTh K 3HEpro3aBHCHMOMY TPAHCIOPTY Me-
TabOJIHTOB.

Pak: poas Nat/Ht-antunoprepa. Nat/H+t-Antunoprep cayxur
BaXKHeHUWIHM MeXaHHU3MOM peryasiudn pH B 3ykapHOTHUECKHX KJeTKax.
[lokasano, yro Nat/H+-auTunoprep yyacTByeT B nepenaye ropMOoHab-
HBIX CHrHaJIoB Ha annapart cHHre3a JIHK. Psax ropmoHoB npu nocpes-
HudecTBe QochaTHaHAHHO3HUTAHPOCHATA, IHALHITIHIEPHAA H IPOTEHH-
KHHa3w C aktuBHpyer Nat/H+-aHTtunoptep. B pe3ysbraTe HOHH BOJO-
pona OTKayHBaIOTCA H3 KJeTKH B 06MeH Ha HOHH Nat, rpagdeHT KOTO-
puix noaxnep:xkupaercst Nat/K+-AT®da3zoii. 3aulesnaunBanue, B CBOIO oye-
penb, Heob6xoauMo AJsi akTHBalWH cuHTe3a JJHK ropMoHamu.

CymecrByer 6oJibliasi rpynna gaHHBIX, YTO yeavlil psaod OHKob6eakos
U pocTosblx (haKTOpO8 akTusupyer ToT usu urol aran gocparudururo-
BurHo2o Kackada u 8 uroee ekarouaer Nat/Hr-anrunopr. MoxHo
nojaratbh, 4To coBMectHoe aeilictBHe Nat/K+-AT®asm u Nat/H+t-antu-
noprepa (ypasBHehus 60, 61) yuacTByeT B 3/I0KaueCTBEHHOM Ne€PEPOXK-
OeHHH TKaHH:

+ + + +

Nawe + Koo i atoas - Nanap -+ Ko (60)
+

Na:;p_l— H:;l Nat/HY-antunoprep tNa;{ + Huap (61)

ATOT MeXaHH3M HOJXkeH OHTb 0COOEHHO BaxKeH AJIS TeX ONyXoJied,
B KOTOPHIX aKTHBHPOBAH IJIHKOJIH3, 4TO, B 00HIeM, XxapakTepHO 1Jis pa-
KOBHIX KJI€TOK.

B nanGoJsiee GbICTPO PACTYLIHX ONMyXOJSAX TJHKOJH3 06pasyer 15—
409% Bceit macchl AT® (nporuB 5—209% B HOpMaJsbHBIX KJeTKax). B He-
KOTOpHIX KpaiHHX cjyuasix, Kak, HapuMep, B KJeTKax aclHTHOro paka,
BkJaj ryukoiusa Bospacraer a0 50%. IloBrilieHHass posib IJIHKOJH3A
CTAaHOBHTCS TNOHATHOH, €CJIH Y4eCcTb, 9TO OOLIYHO ONYXOJIb HAXOAHTCA B
TMIOKCHYECKHX YCJOBHSIX H3-3@ XyJLIero KpoBOCHaOKeHHS.

Na+/H+-AHTHIIOpTEp NpPH3BaH NOAAEPIKHBATh LIHTONJA3MATHYECKYIO
[H*] na yposHe, nocraTouHo HH3KOM, 4T0OH paspewnts cuHres JIHK,
HECMOTpPsl Ha MOCTOSHHYIO NpoayKuKio noHoB H+ raukonusom. Ho ecan
3TO TaK, TO nposHdepaLHio PAKOBHX KJETOK MOXHO OblJIO Obl 3aTOPMO-
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34Th areHTaMH, crneuHduyecku OGaokupywmumd Nat/Ht-antunoptep
HJIH CrnocoOCTBYIOHMIMMH BO3Bpalle€HHIO Ha3ajl B KjeTKy HOHoB Ht, oT-
KayHBaeMblX aHTHIIOPTEPOM.

K coxxaJseHu1o, noka He HafieHO crneuH(PHIECKHX HHTHOMTOPOB C BHI-
COKHM cpoAcTBOM K Na+/H+-aHnTunoprepy. AMHIOpHA, TOPMO3SIIHH aH-
THIIOPTEp NpPH KOHUeHTpauHu okojo 10—* M, B ropasgo MeHbIIHX KO-
anyectBax OjokHpyer Nat-KaHaJghl.

Uro Kacaercsi BTOpOro 3 Ha3BaHHHIX BhILIE [TOAX0[O0B, TO 31€Ch Nep-
CIIEKTHBHBIM TpeacraBjseTcss HcnoJb3oBaHHe K+/H+t-aHtumoprepa —
HueepuyuHa, KOTOpHi, neiictBys B nape Nat/K+-AT®a3zoit, MoxeT us-
MEHHTb HalpaBJieHHe NOTOKAa HOHOB Yepe3 BHELIHIOW KJETOYHYI0 MeM-

6pany:

+
Na:;l + K:ap Nat/KT-ATdasa -.Na:ap + Kex (62)
Ko+ HIapm-’K:;p +H, (63)

Kak nokasanu onuwithl JI. B. Maproauca u M. A. Po3oBckoii, Hure-
PHUHH AeHcTBHTENbHO npekpamaer cuHre3d JIHK B kieTkax acuuTHOro
paka. Ilpu pH, xapakrepHoM nJsa acuuTHO# xHAKocTH (6,9), 5X
X10-® M HHrepHuuH CcHH2KaJ BHyTpukJerouHni#t pH ¢ 6,6 mo 6,3.
Drta nocieAHss BeJHYHHA HHXKe NoporoBoro 3HadyeHHs pHe. ass cuH-
te3a JHK B acuuTHO# KJeTKe.

Eme onHa BO3MOXKHOCTb 3aKHCJAHTb LHTOMNJAa3My— 3TO aKTHBHPO-
BaThb rJHKoJKH3. He uckiouyeHo, 4TO HMeHHO cHHKeHHeM pH B onyxousie-
BHIX KJeTKax 00bsicHseTcs GJaronpHsiTHOe TepaneBTHYECKOe AeHCTBHE
THIIEPTJIHKEMHH NPH HEKOTOPBIX 3JI0KayecTBeHHKIX 3a6osieBaHusix. Mox-
HO HalesiThCs, YTO KaK HHFeDHLHH, TAK H runeprjukeMusi 6ynyTt neicr-
BOBAaTh Ha NpoJiH(epalHio Npexae BCero olnyxosjeBbx KJIeTOK, a He Hop-
MaJibHbIX, T'leé CKOPOCTb I'JIHKOJIH3a CYHIeCTBEHHO HHXe.

Pak: npoTHBOOnyXxoJieBOe AEHCTBHe NPOHHKAWIUKUX KatHoHOB. [lo
naHHbeIM JI. UeHa H COTPYAHHKOB, MeTHJpoaaMHH (poaaMuH 123), npo-
HUKA3IOUIHH yepe3 MeMOpaHbl B KaTHOHHOH ¢opMe, TOpPMO3HT POCT KJie-
TOK KapuHHOMH. Kak ormedanock B pasa. 6.2.4, MeTHIDOAAMHH [BH-
JKeTCs! B LHTOMJIa3My H JaJjiee B MATPHKC MHTOXOHAPHH NoA AeHCTBHEM

Ay, obpasyemoii coorBeTcTBeHHO Nat/K+-AT®dazoit u ApH-reHeparo-
paMu AblXxaTesbHOH lenu. HakonseHne MeTHIpogaMHHA BHYTPH MHTO-
XOH/JPHH BhI3bIBaeT TOpMoXKeHHe AbixaHHs. Tako#t 3p(deKT MoXeT CTH-
MYJIMPOBATh IIHKOJH3 (CHHMaeTcs nacrepoBckHi 3¢¢eKT), a cieaosa-
TeJIbHO, coco6CcTBOBaTh 3aKHCJEHHIO LHTonaasMbul. [locnenHee nonxHo
noaasaATh cHiHTe3 JTHK, kak 370 60 noka3aHo B MpeabIAYLIEM pas-
nere.

Onbitol, nposeaentble O. H. AHTOHeHKO, NOKa3aJiH, YTO He TOJIbKO
NIPpOH3BOAHBIE POJAaMHHA, HO H ellle psii IPOTHBOOMYXOJEBHX NIpenapaTon
SABJSIIOTCS MPOHHKawUIHMK KaTHOHaMH. [1o nanumim B. A. [{paueBa u
Jl. B. 3opoBa, ocBenieHHe Ae3HEpPru3yeT MHTOXOHIPHH B KJeTKe, Npo-
KpalueHHOH sTHJIpoaaMHHOM. Coobl1anoch Takxke, 9TO HEKOTOPHE OIy-
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XOJH crnenu¢HYecKd HaKalIHBAlOT reMHH. B 3THX ciaydasx cBeroBasi
tTepanus okashiBaercd 3Q¢GeKTHBHOH.

PaccmaTpuBas nogo6Hble paHHble, HEOOXOOZHMO y4ecTb, UTO MPOHH-
1aemMoctb GochoNHnuaHbIX MeMOpaH AJs ruaApodoO6HEX KaTHOHOB 3Ha-
YUTEJbHO HHXKe, YeM VIl aHHOHOB TOH JXe rHApodo6HOCTH. [IBHXKeHue
KaTHOHOB 4yepe3 MeM6paHy ocOOEHHO 3aTPYAHEHO, €CJIH OHO TIPOHCXOAHT
NIPOTHB CHJI 3JIEKTPHUYECKOro noJis. DTo 03HayaeT, YTO KATHOH, HalpH-
Mep poramuH, Oyaer ObICTPO aKKYMYJHPOBATbCS BO BHELUHEM KJIETOY-
HOM CJIO€ TKaHH, HO BpSl JIH NOCTHTHET cJenylouHx cioeB. UTobn che-
JIaTh 3TO, POAAMHHY NPHULJIOCH OB BHIHTH H3 KJETKH NEePBOro CJos, ABH-
rasicb ipoTHB 1045 («—>» BHYTPH KJeTKH). JIBHKeHHe KaTHOHA B riay6b
TKaHH 110 MEXKJIeTOYHOMY TNPOCTPAHCTBY CHJBbHO 3aTpPyAHEHO H3-3a
NJIOTHOH YNaKOBKH KJIETOK.

B onyxosu cHTyauusi MeHsieTCsl; TaM YNaKOBKa He CTOJIb MJIOTHA H
peryJisiTopHa, Kak B HopMe. 31ecb KaTHOH MOXeT OOCTHYb BHYTPEHHHX
KJIETOYHHX CJioeB, AHOPYHAHPYS 1O MEXKKJEeTOUHOMY INPOCTPAHCTRY.
BoT noueMy MO>XHO HafesiTbCs, YTO NMPOHHKAIOLIHE KATHOHH-HHrHOHTO-
pH 6yAyT BJHATb NPEHMYLIECTBEHHO Ha ONyXoJeBble, a HE HA HOpMaJib-
Hble TKaHH.

OrMeueHo, YTO KATHOHHBlE AHTHOMOTHKH TeTPallMKJHHH, KOTOpble
crnentipuIeCKH GJIOKHPYIOT CHHTE3 OeJJKa B MUTOXOHAPHSAX, CHJILHO TOP-
MO3fIT POCT ONyXoJieil, BHI3BAHHBIX KAaHLEPOreHaMH, a TaKXe pa3BHTHe
TpaHcIJlaHTabesbHOH runepHe@poMBl. DTH 4 PSA APYrHX HaOJIOAeHHH
YKa3bBaIOT, UYTO MUTOXOHOPUU MO2YT OblT6 MULLEHbIO NPU XUMUOTEpa-
nuu paka.

Jpyro#i acnekt mpobaeMbl Gbis paccMoTper A. JI. JleHHHIKepoM,
ITOKa3aBIIHM, YTO NMOBpeXJeHHe PAKOBBIX KJETOK LHTOTOKCHYECKHMH
MakpodaraMH B KJETOUHOH KYJbType CONpPOBOXAAETCs MOYTH MNOJHBIM
TopMoxkeHHueM NAJIH-KoQ-pedykrasst. Mexauuam 3toro a¢¢ekra octa-
eTCs HesSICHBbIM.

B kakofi-to Mepe cxoaHbii 3¢ ¢deKT 6bl71 ONHCAH MPH H3YYEHHH nap-
KHHCOHH3Ma, BHI3BAHHOIO Aerpajalued AonmaMHH-oOpas3ymiollux He#lpo-
HoB (4epHoit cyOCTaHLHH) noA neHcTBHEM l-MeTHI-4-peHua-MeTHI-1, 2,
3, 6-terparuaponupuanHa. JlefiCTBYIOIIHM HAuaJiOM OKa3aJicsi OJHH H3
NPOAYKTOB OKHCJICHHS] Ha3BaHHOrO BemlecTBa: 4-¢peHua-N-MeTHINHPHAH-
HuH-KaTHOH (MPP+), snektpodopeTHyeCcKH HaKamJIHBAIOLIHHACA B MH-
TOXOHAPHAX H 6JOKHpPYIOIHI AblXxaTesnbHYIO nenb Mexay HAJIH-nerun-
poreHasoii 1 KoQ. MoxXHo 3a1aTbC BOIPOCOM, NOUYEMY CTpPanaer HMeH-
HO yepHas cyb6cTaHuHA. B naHHOM KOHKDETHOM CJlyyae OTBET H3BECTEH:
HMEHHO B 3TOH TKaHH M03ra NPOHCXOAHT 3H3HMaTHYeckoe oOpa3oBaHHe
MPP+ u3 npenuectBeHHHKa. Bo MHOIHX aHaJIOTHYHBIX CHTYallHsiX 10~
CTaTOYHOI HH(GOpPMAaLHH He cyulecTByeT. Tak, IOKa HEU3BECTHO, IOYEMY
BBeJeHHe B KypHHOe sIHLO aHTHMHUHHA A, cnenudHyeckoro HHrubuTopa
KoQH,-untoXxpoM c-peaykrashl, 6J0KHpyeT (OPpMHPOBAHHE CEPIa, B TO
BpeMs Kak Apyrde opraHbl sMOpHOHA NPOAOJIKAIOT CBOE PAa3BHTHE.

JeicTBHEe aH1HMHKPOOHBIX AT€HTOB, HANPABJAECHHOE HA CHCTEMbI MeM-
OpanHoii aHepreTHKH. MeMmGpaHHble CHCTEMbl MHKPOOPraHH3MOB B H3-
BECTHOH Mepe no0oOHbL, HO He UOEeHTU4Hb. TaKOBHIM MJIEKONMHTAIOLIHX.
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Ilo3TOMy MOXHO HageATbCsA, YTO YAACTCS HAUTH HHTMOHMTOpPHI, CIIELH-
¢HYecKH OJIOKHPYIOHIHE 3HepreTHYeCKHe CHCTeMbl MHKPO-, HO He MAak-
poopranu3Ma. MHorna takoii noaxon okasniBaercsi ycneumHbiM. Hanpu-
Mep, ObUIH CHHTEe3HPOBAHB  OKCHHA(TOXHHOHH, OYeHb HH3KHE
KOHIEHTPALHH KOTOPBIX MOJIHOCTbIO NOAABJASIOT CPEAHHH CErMeHT Ibl-
XaTeJbHOH LEeNH MHTOXOHJAPDHiI H3 IaTOreHHOro npocremllero (KOKLH-
Auu) Eimeria tenella. T1pu 3TOM MHTOXOHAPHH MJIEKONHTAIOUIHX OCTA-
I0OTCSE HE3aTPOHYTHIMH. Ps HaQTOXHHOHOB O6jiagaeT aHTHMaJIsAPHITHOH
aKTHBHOCTBIO, CllelHPHUECKH MOAABJAs AbXaTesbHylo uenb Plasmo-
dium lophurae u P. vivax.

Ecsu nekapcTBeHHBl npenapaTt geicTByeT Ha MeMOpaHHbIe CHCTEeMbl
KaK MHKpOOOB, TaK H 4yeJIOBeKa, TO OH Ge3oraceH TOJbKO NPH HapyXXHOM
ynotpebnenud. TakoB, HanpuMep, rpaMuuuaudH D, oOpasywomuit H+-
Nat- u Kt-npoHuunaemble KaHaJbl B GOcPONHNHAHBIX OHCIOAX.

HenaBHo nokazaHo, 4To B CHIBOPOTKE KPOBH 4YeJOBEKa CyILECTBYeT
cHcTeMa, ybuBawuas rpaMorpuLaTe/ibHble 6aKTepHH NOCPeaCTBOM Ka-
HaJs-o6pasyioniero 6eskoBoro pparmMenta. Arot pparMeHT MoxeT obpa-
30BaThCsl NpH pacuienyieHHd 6akrepusasMu TpoMOuHa. IIpouecc Tpebyer
olnpeaeJieHHhIX peleNTOpPOB Ha BHEIUHEH H NPOTOHHOroO NOTeHIHaJa Ha
BHyTpeHHel 6akTepHajbHBX MeMOpaHax. Bce 3TH cBoficTBa (nporeonus,

peuentopn 4 Heo6xonumocTb ApH) npHcylIH HEKOTOPHIM KOJIHILHHAM —
6aktepuuHAHHIM OesikaM, o6pa3dyeMHIM oONpefeseHHBIMH LUTaMMaMH
E. coli.

Eute onHa anasordsi MeMOpaHOaKTHBHOH CHCTEMBl MHKpo6a H MJe-
Konuraiomero 6ui1a onucana JI. 1. lOHrom u coaBropaMu. Kak uuToK-
cuueckuit apdekt Entamoeba hystolytica, Tak u yMepuiBJeHHE KJIeTOK-
MHLIeHeH HMMYHHOH CHCTeEMOH HOCTHraeTcsi CXOAHKIM o0pasoM HAeHCT-
BYIOUIHMH OeJIKaMH, KOTOphle JE€3HEpPrH3HpPYIOT BHELIHIOI MeMOpaHy
KJeTKH MJIEKOIHTAIOWU[Eero INOCpeACTBOM O6pa3oBaHHs B HHX HOH-NPO-
BOJASILIUX MOP. -

M3BecTHb aHTHOaKTEpHaJIbHBIE TpeNnaparsl, 10 XapakTepy AeHCTBHs
He HMelollHe OTHOIIeHHs K GHO3HepreTHKe, KOTOphle HAKAaIJIHBAlOTCsS B

6akTtepusix 3a cuer ApH. TakoBH, HanpuMep, CTPENTOMHLHH H T€HTaMH-
uHMH. B cnyyae reHTaMHIIHHA aKTHBHOH OKasaJjach Ay-cocTaBiafmollas

ApH. To xe o6HapyxeHo NpH H3yueHHH 2-N-MeTHJISJJIHITHLHHHSA, yOH-
Batoiero Streptococcus pneumoniage. Mytaut S. pneumoniae, UMelO-
IMHH CHMXKEHHYI0 Ay, OKa3aJjcsl YCTOHYHBHM K 3TOMY JIEKAPCTBY .+

HNuorpa He Bxox, a BHO6poc aHTHOHOTHKA OKa3blBaeTcsi SHEpPros3aBH-
cumbiM, Tak, wrtamm E. coli ¢ nnasMupoi, obecrneyHBaIed yCTOAYH-
BOCTb K TETPAIHKJIHHY, AKTHBHO OTKaYHBAET 3TOT areHT M3 KJeTKH. [lo-
noGHBEe OTHOLUEHHsI MOKa3aHHl [Jifl LITAMMOB, YCTOHUUBBIX K apceHaTy
H apceHuTy. Takune apdekTH ciaenyer yuHTHBaTh NpH pa3palboTke cTpa-
TeriH aHTdOaKTepHaJIbHOH TepaIHH.

OTKpbITHE «HATPHEBOTO MHpPa» MOXET HMeTb 3HauyeHue AJs1 Jieye-
HHSl NaToJIorHH, BhIdnBaeMbix Vibrio cholerae, V. parahaemolyticus u
APYTHMH ero npeacraBuTessiMd. B 6opb6e ¢ TakHMH GaKTepHSMH Ipe-

napartsl, cuuxawuie ApH, 10/XKHH ObiTh Mano3gp¢ekTHBHE. B To Xe
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BpeMsi, KOMOHHHDPYS NPOTOHO(OP C MOHEHCHHOM, MOXKHO HaAesAThCsl HO-
JYUHThb Ipenapar, obnanapuni 6aKTepHUHAHBM AEHCTBHEM.

[To muenunio I'. Boabdpapra u H. Bykeas, 6aaronpuaTHui 3¢ ¢exT
MOHEHCHHA Ha POCT TEJAT MOXHO OOGBSCHHTb ero AeiictBHeM Ha Veilo-
nella alcalescens, xuByuiyw B pyOue xBauHhix. Kak orMeyaJsioch B
pasa. 7.1.1, sta 6akrepus pacnojaraer Nat-TpaHCNOpTHPYOILEH neKap-
60KCH1a30H.

8.2.2. JIBa npyMepa BO3MOXKHOI0 TEXHOJOTrHYe€CKOro
NpHMeHEeHHs] MEMOpaHHOH GHOIHEPreTHKH

BuoTtexHosiorusi pa3BHBaeTcsi CTOJb CTPEMHTENbHO, YTO AATh 34eCh
0030p MHOrOYHCJEHHbBIX acleKTOB TeXHHYeCKOH OHO3HEpPreTHKH HEBO3-
MOXHO: AJisl 3TOro norpe6osaJioch OH emle OaHa, oTAe bHas KHHra. He-
06X0NMMO 3aTPOHYThb JHIUIb ABe Npobnembl, KOTOpble NpPeACcTaBJIAITCA
NepCcreKTHBHLHIMH B CBSI3H C MPOrpeccoM B NOHHMAHHH YCTPOHCTBA MeM-
6paHHBIX npeofpasoBaTesell SHEPTHH.

Perenepauns AT® 3a cuer 3Hepruu cBetra. Cpend KJIW4YeBHIX Npo6-
JIeM 3H3HMAaTHUYEeCKOH HHXKeHepHH HasnlBaloT pezerepayuro ATP. Cymge-
CTByeT HecKosibKo nyTteM cuHTe3a AT® u3 AIL® u dpocdara. Hanpumep,
MOXXHO HEe3H3HMAaTHUYECKH NMOJYYHTh H3 aueTuH axJiopuaa aueruacdocdar,
cy6ecrpar aueruadochokuHasul, ¢ochopunupywmeir AP no ATO.
Srot dpepMeHT, OyayuH nosiyyeH u3 TepMOPHJIbLHON OGaKTepHH, OTIHYa-
ercst 60sibLIOH CTabuJbHOCTBIO. JlaHHBI Meton TpebyeT NOCTOSHHOrO
npuToKa auetuydocdpara B peaKLHOHHYIO CMeCh, rjae NPOHCXOAUT OHo-
TEeXHOJIOTHYECKHI1 npoiecc, obecneyuBaeMblil s3Heprueid ATO.

I'opasno ynoGHee pereHepupoBath AT® npsimo B ToM o6beMe, rae
OH yTHJH3HpYeTcsl. M3silHBIA nyTh pelieHHss Npo6JjeMBl COCTOHT B HC-
N0JIb30BAHWH GaKTepHAJbHBIX XpOMaTO(OpPOB HJH XJOPONJACTOB,
cioco6Hbix K cuHTedy AT® us AII® u docdhara 3a cyer cBeTOBOH
SHEepruH.

Jpyrofi noaxon — HCroJib30BaHHE MPOTEOJHIIOCOM. TepMOQHIbHLIE
6akTepud MOrJH Obl CJYXKHTb HCTOUYHHKOM BCEX HEOOXOMHMHKIX HHIDEIH-

entoB: ApH-renepupyrouinx depmentos, Ht-AT®-cuHTa3n H JTHMUIOB.
Kak yxe ormeyasioch B pasn. 1.7, sunuan Takux 6akrepuit Mmoryt o6-
pa3oBLIBATh OUeHb NPOYHYIO MeMOpaHy, GaKTHUYECKH NpeaCTaBJAIOLLYIO
coboit 6uciioll, B KOTOPOM «ABa MOHOCJOfI» KOBaJIEHTHO CBSI3aHBl APYTr
C Apyrom.

[IpoTeonunocoMb, NOCTPOEHHBE W3 HA3BAHHBIX BhILIE KOMIIOHEHTOB,
Morsig O OHlTb CTabuJbHOM cHcTeMol pereHepauuud AT®. B kauectse

ApH-reHepatopa nepcnektHBeH GaktepuHopomorncHH H3 H. halobium,
KOTOpasi He TOJIbKO r'aJio-, Ho H TepMOGHJIbHA.

HatpueBwi#t uuka y nosesnnx 6aktepui. Hcnosab3oBaHHe CBeTOBOI
3HEepPrud AJSl NoJlydeHHsi 6HOMAacCH SBJISIETCH Ba*XHBIM aCNEKTOM TeX-
HHYyecKoi 6HOZHEPreTHKH. 3AeCh OCOOLIH HHTepeC NpeAcTaBaASIOT YUAHO-
6axrepuu. TTocKOJNBbKY 3Ta rpynna MHKpOOPraHW3MOB OTHOCHTCSI K Liap-
CcTBy 6aKkTepHil, K HHM MOXXHO NPHMEHHTb BeCb apceHas 6aKTepHaJbHOH
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reHeTHYeCKoH HHXXeHepHH. B To ke BpeMsi OHH pacnosiaraior CHCTEeMOiX
o6paszoBaHus O, u yraeBogoB H3 HyO u CO..

YTtoO6bl BHECTH 3aMeTHRIH BKJaj, HanpHMep, B o6ecrneyeHHe HHAYCT-
pun CCCP TonamsoM 3a cyer 6HoMacchl LHaHOGaKTepHH, HEOOGXOAHMO
NOBLICHTh BHIX0J 3TOH OHOMAcCCH!, NOCKOJBKY IPH HMEIOHIUXCH BEJIHYH-
Hax npoayKTHBHOCTH (okojio 20 r BomopocJeii/mM2 B 1 peHb) norpebo-
BaJics 6ul BofoeM mionianpio 105 kM2, B 3TOM OTHOILIEHHH cJief0BaJio 6
oOpaTuTb BHHMaHHe Ha yuaxnobakrepuu, ucnoav3yrouwue Nat-yuka B
CBOEH LHUTOIJIa3MaTHuYeCKoH MeMOpaHe. [1esl0 B TOM, UTC 3TH GaKTepHH
MOTYT IPOAOJKATh Pa3MHOXaThCsd H oOpa3oBhiBaTh OHOMaccy naxe
TOrAa, KOrja «1BeTyHHH» BOJOEM 3alleJIOYHJICH 40 TAKOH CTeNeHH, 4TO
0o6blYHbIe NMpEeACTaBHTENH IPOTOHHOTO MHPA B HEM Yy Ke He BBXKHBAIOT.

Eule ogHO npeHMyllecTBO «HaTpHeBHIX» G6GakTepull — ux OGoJbluas
YCTOHUYMBOCTh B HEOJaroNPHATHHIX, B YACTHOCTH arpecCHBHBIX Cpeaax.
Kak yxe orMeuaJioch B pasi. 7.4, HauboJiee pacnpocTpaHeHHbBIH NepBhHIH
oTBeT MeMOpaHbl Ha NOBpeXAawllee BO3AEHCTBHE — 3TO TMOBbLILIEHHE
NPOTOHHOH NPOBOAHWMOCTH H, CJ€10BaTe/IbHO, pacCcesiHHe 3HEePruH, ecyu
3HepreTHka 6a3upyeTrcsi Ha LUPKYJsILHH IPOTOHA. B ciydyae XKe HaTpHe-
BOH sHepreTHKH nosbilleHHe Ht-npoBomHMOCTH IpHBener K Npespanie-

HHI0O Ay B ApNa 6e3 cyliecTBeHHOro cHHXeHHs obmeit ApNa. IlepBuii
NpHMep IHAHOOAKTepHH C «HAaTPHEBOH» LIUTOIJIa3MaTHYecKoH MeMbpa-
Hol Obln onucaH B rpynne asropa M. . bpoynom u corpynuukamu. UM
OoKasajiach ajKajo- ¥ rajotohepanthas Oscillatoria brevis.

MoxHo noJsaratb, 4To Spirulina w3 o03. Yag TakxKe OTHOCHTCH K
«HaTpHeBHIM» LHAHOOAKTepHsIM, OCKOJIbKY IJISI 3TOr0 BOJOE€Ma Xapak-
TepHbl menoyHoit pH u BHcokas koHueHtpauus Nat+. Temneparypa Bo-
OBl B 3TOM 3KBaTOPHAaJbHOM 03€pe TOXe AOCTATOYHO BHICOKA. ¥ CTOHYH-
BOCTb K BBLICOKOH TeMIepaTtype CJYXKHT elle ONHHM ¢paktopoM, OJaro-
NPHATHHIM 1J151 JKH3HH B arPECCHBHBIX CpeaX, IOCKOJbKY KaK ¢epMeHTHI,
Tak H MeMOpaHb TepMOQHJIOB OTJIHYAIOTCS IOBBILIEHHOMH, CTa0HIbHO-
cTb10. CylecTBeHHO, YTO GHOMACCY CIHPYJIHHBL MOXKHO HCIIOJIb30BATh He
TOJIbKO KaK TOIJIHBO, HO M KaK MHILY.

Boo61ie mesoye- 1 TepMoycToiiuHBble 6aKTEPHH, NO-BHAHMOMY, Nep-
CINEKTHBHBLI [IPH NMOHCKe NyTeH COBEepLICHCTBOBAHMS Pa3jHYHBIX MHKpO-
6HOJIOTHUECKHX POH3BOACTB, HMEIOL[KUX [1€J10 C arpECCHBHLIMH CPElaMH.
B uvacTHocTH, «HaTpueBble» MeTaHoOaktepuH (cM. pasn. 7.2.3) Moryt
NpEeACTaBJsATh HHTEpPEC AJISl CeJeKUHH MHKpPOOOB, cnocoOHBIX 06pa30BbI-
BaTb MeTaH U3 CaMBIX pa3HOOOpa3HbIX OTXO/0B.

* * *

Onna 3 nopa3uTesbHBIX OCOGEHHOCTEl TNPOLEecCOB MpeBpalleHHs
3Heprud B GHoMeMb6paHax — 3T0 TpaHcMeMOpaHHbIH NepeHoC NMOHCTHHE
OrPOMHHX KOJIHYeCTB NIPOTOHOB H HOHOB HaTpHA. Tak, y B3pocJyoro ye-
JIOBEKA Yepe3 BHyTPpeHHHe MeMOpaHbl MHTOXOHPHIt B IeHb IEPEHOCHTCS
KOJIH4eCTBO NPOTOHOB, paBHOoe mnpuMepHO 1Y% wmaccel Tena. Ilpoxoas
CKBO3b MeMOpaHy, NIPOTOH ABHKeTCS B 3JIeKTPHUECKOM IoJe, JOCTHTr alo-
meM 150 kB-cM~!. Hactb 3T0it Maccel HoHoB H+, nepecekamomux ruji-
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podoOHbiii 6apbep MemOpahn no Ht-nposopsimuum nyrsam ApH-renepa-
TOPOB, TOTYac BO3BpalllaeTCsi Hasaj, ABHrascb yepes MemOpaHy IO
H+-nyram AT®-cuHTa3n u apyrux norpeburteneit AuH. I pyras uyactb
nepeMeniaeTcsi BAOJb MUTOXONOPUANbHOLX UAAMEHTOS8, NOCTHTAIOUIHX
B HEKOTOPHIX KJeTKax AJHHHE 50 MKM. D¢ deKTh, Bb3bIBa€Mble 3THMH
KpynHoMaclITaOHHIMH NOTOKAMH 3apsKeHHBIX YAacTHI, NPeACTaBJSIOT
ocobnlii HHTepec. 31ech MBI HOJ/KHBI ObITh FOTOBB K HEOXHAAHHOCTSIM.

ApH, ApNa... Uto cneaywuiee? OrpaHHYeHH JH CIOCO6K! MOJE3HOTO
HCNOJB30BaHHsT HOHHBIX TPaIUEHTOB TEMH CJIyYasiMH, KOTOpble ONHCaHH
B 3TOH KHHre? M He MoXeT nH 3apsj, ABHXKYLHHCcA N0 OeJKOBOH MoJie-
KyJle B NoJjie HanpsikeHHOCTbI0 6oJjiee €cTa KHJIOBOJBLT, CAeJlaTh HEYTo
COBCEM ellle HeH3BeCTHOoe?

3necp yMECTHO BCIIOMHHTH, YTO 3JIEKTPHUECKHH TOK OblJl OTKpPHIT
I'anbBaHH. Tak O6noJsior nogapus GU3HKAM HOBYIO I1aBy HX HaykH. Kak
3HaTb, He XJeT JiH (U3HKOB ellle OAHH TaKOH NnoAapoK?
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Kpeatuudocdar 21, 212, 240

— KHHa3a 21

Kceno6uotuku, oxucsiende 190

B-Jlaktamaza 167

Jlakrar 77, 79, 151, 158, 190, 211,
213, 224, 226

— fAeruaporernasa 163

Jlakrat, H*-cumnoprep 150, 151

Jlaktosa, H+-cumnoprep 158—160

Jlefikonnr, BecnbiIKa cBOGONHOrO AbI-
xanus 191

JIugep-nentunasa 163, 165

Jluzocoma 14, 122, 124, 128

JIuzodochonunmuart 195

Jlunaza 185

Jlunonusz 182

Jlunonucaxapunos tpaucnopr 168

Jlunonporeunn 30

Jlumocoma 28

Jlunodunbuvie wonn 36, 56, 243

Manar 77, 97, 193

Manar-acnaprat-riiyraMaTtHR  YeJHOK
187, 192

Manarneruaporenasa 193

Marnus von 44

— YHHUMOPT B XJopomnactax 195

Menb 77, 89, 90, 92—94

Meaubuosa 167

Meanutun 166, 167

MeMmG6pana
— BHEWIHAA KJETOK 3ykKapuor Cx.
ITnaamanemma

— rpaHulla pasneNa KakK NPOBOAHHUK
H+ 205

— Kknaccudukauus 12

— onpepenenue 12

— nmyockufl Gucaoi 23, 27, 33, 36—38

Menanuon 192, 240

MenaxuHon (MQ) 44, 53, 54, 55, 56,
57, 58, 95, 215

2-Mepkanrtoartancynbgponatr Cm. Kosu-
auMm M

MeTtaremorao6un 80

255



MeTtan 98, 224

Meranorenes 98, 223, 247

Metunamun 41

Metunmanouun-KoA 214, 222, 223

Metunponamun (ponamun-123) 39, 194,

201—205, 243

Muenonepokcuaaza 191

Muxkoctepon 27

MukpocomMa Cm. 3SHponnaamaTuyecKufl

PETHKYJIYM

Mukpotpy6ouku 204, 205

Mukcoruazon 86

Muonatus 240—242

MuTtoxonapuanbHbelii  peTHKyaym 200,
202, 206, 207, 212

Muroxouapus

— 6uorene3z 162—166

— BHelnHsis MeMGpana 13, 16

— BHYTpeHHss meMbpana 13

— ruranrckas 200—203

— nBuxXenune 177

— 3a6ycdepuBanue ApH 212

— u3Mepenue AP

— — MHUKpO3JieKTpoaoM 34

— — CHHTETHYECKHMH MPOHHMKAIOUIHMH
HoHamu 35

— xoHtakt 202, 203, 205

— JlaTepanbHblil TpaHCNOPT

— — ApH 204

— — XHpHBIX Kucaor 206

— — Ca%+ 205

— — kucsaopona 205

— "HabyxaHve npu MbilleyHo#i pabore
190

— HuTyartas 199, 203, 206

— okpacka popamuHom 40, 204

— cnusinue Mem6paH 167

— copepxanHe docoaununos 206

— tpancnopt Ca?t 205

— ¢opma 199

Mosm6aen 96

Mouencun 158, 214, 221, 226, 246

Morop H+ 16, 61, 139, 232, 233

Mypeun 30

Mynuunun 86

HAJI Cm. HukoTmHaMHAaAEHUHAMHYK-
JIEOTH]L
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HAIH-nerunporenasa 80, 187, 208

HAIH-KoQ-penykTa3a

— OGakrepuanbHas 82, 83, 88, 96

— B MuTOXOHApusx 76, 81

— B npoteosunocoMax 81

— B PAKOBBHIX KJeTKax, HHru6HpoBa-
Hue 243

— B xpoMatodopax 83

— renepauns ApH 82, 120

— reHn 82

— nedunuT y yesoBeka 240

— KOHIIEHTPAUHsl B MHTOXOHADPHAJLHON
MeMG6Gpane 94

— o6paulenne 144

— OTHOILEHHE H+jIL 82

— nepeHoc 3nekTponoB 82, 83

— pacnosoxeHue B MeMGpane 8l

— penokc-ueHtps 80

— cocTaB cy6bennnul 81

— y Thiobacillus ferrooxidans 99

HAJIH-uutoxpom bs penykrasza (®is)
190

HAO® Cm. HuxotuHaMujajaeHuHIH-
HyKneoTHadochar

HAI®H-anpenopenokciHpe nyKTa3a
191

HAO®H-nutoxpom P-450-peaykrasa
190

Hapanoueynuk 126

Hesponatus 241

HeremoBoe xeneso

— B KOMIUIEKCE peaKUHOHHBIX LEeHT-
pos 48, 49, 56

— B ¢porocucrteme II 70

HeremoBbie xene3ocepuble GenkH 45

— B KoQHj-untoxpoM c-penykrase 46,
60, 77, 83, 84—86

— B HAIH-KoQ-peaykraze 77, 80—
83

— B HeIMKJHYeckoil (HOoTOpejoOKC-leNH
3efleHblXx Oaktepui 66

— B PQH,-nnactonnasuHpenykTase
71—74, 87

— B ¢orocucreMe 1 69

— caMookHeasluecs 216, 217

Hurepuuuu 158, 160, 194, 224, 242

HukoruHamunane HHHINHYKJIEOTHL
(HAN) 61, 77, 78, 141—144, 206



HukorunaMuiaaseHMHAUHYKIEOTHAGOC-
bar (HAOD) 61, 62, 66, 67, 74,
80, 81

Hucrathu 177

Hutpar 125, 127

— KaK OKHCJIHTeNb penokc-uenu 96

— penOKc-noTeHuuan 78, 96

— peaykra3a 96

Hutpur 95, 97

p-Hurpogenon 40—42

Hopaapenanuu 126, 180, 183—186

Hyxkneosnpaundocdarkunaza 161

Na+/H+-Aurunoprep 151, 220, 221

Na+-AT®aza Cum. AT®aza, Nat

Na+-JIpuxymas cuna (AS) 19

Nat-lekap6okcunaza Cm. Jlekap6ok-
cHNaza Nat-zaBHcuMas

Nat/K+-rpanuenr kak 6ycdep ApH 17,
61, 209—211, 228, 229

Na+-Kountpoas 31

Na+, Mera6onut-cuMnoptepsl 219—
222, 224—226, 242

Nat+-Morop 169, 170, 221, 225

Na+-HA1H-mena(y6u) XHHOHpelYKTa-
3a 214—216

Na+, Ilponus-cumnoprep 219

Na+-Huka 226—228,
246

232—235,

OGpaTtHbifi mepeHoc 37mekTpoHOB 63, 98,
144, 145

Oxwupenue 186

Oxafimnennnle rpanyian 201

Okcanoanerar 79, 97, 213

Oxkcupnaza D-amuHOKHCHOT 194

OxkcuHadToxuHOH 245

Onuromuuun 125, 134, 136, 141, 180,
217

OnyxoneBasi KleTKa

— peryasiuusg pH 127, 243

— Opyuxa Cm. AcuutHass KapluHoMa
dpnuxa

OcMmoperynsinus 145

Ocmotnyeckass pabora, onpefefieHHe
144

OrHowenne P/O 100—102, 190

Oya6aun 217—219, 235

ManemuTounkapuutun 155, 189, 241

ITapkuHcoHuaM 192, 242

ITactepa s¢dexkr 179, 240

ITepokcucoma 14, 193

[Tupanun 40

IMupunvpun 77

ITupodoccar Heopraumueckuit (PD,)
22, 141, 161, 211

[Tupodocdar-cunraza, H+ 34, 61,
140—142, 211

IMupysar 77, 97, 213, 218, 240

— zerupporeHasa 77, 219

Ilnasmanecma 199

ITnaamanemma 122, 124—125, 211, 231,
232

Inasmanoren 25

Ilnacroxunon 44, 67—70, 74, 190, 216

ITnacrounanuy 66—69, 73, 87

PQHs-ITnacrounanunpenykrasza 68, 69,
71—74, 88

Inotunift Kourakr 202

ITornouiene wu ocBoboxaenwe HT,

6bicTpoe usmepenne 40, 41

Tlomxenynoynas xenesa 127

IloTpe6Gnenne 3TaHONa, XpPOHHYECKHH
adpdekt Ha MHUTOXOHIApUH 241

IIpomutoxouapuu 167

[Iponukaoline WOHE, CHHTETHYECKHE
Cn. JlunodunbHble HOHB

[Tponaxonon 186

INponuonat 97, 214, 222, 223

[Tponuonun-KoA 214, 223

Ilporenndocdarasn 196

[Iporeonumup 132

IIporeonunocoma

— acconHauusi ¢ KOJJIOAHEBOH MNJeH-
Koit 33, 34

— MeTOA peKOHCTpYKIuu 32

— onpegenenue 32

Iporomerp 114, 116, 169, 196, 197

[TporonzBuxkymas cuna (Ap) 19

[porounwii kourposns 31, 81, 100, 136,
140, 168, 179, 241

Mporounbit nukn Cm. XeMHOCMOTHYe-
CKasi TeopHs

Ipororodop 93, 99, 123, 173, 179,
196—204, 213—218, 221—224, 228,
231

257



Ilypnypane ¢doTocHHTe3upyOmue Oak-
Tepun 34, 49, 62, 66, 70

Pasnocts pH (ApH) 20, 40, 41, 74,
75, 194, 209, 211, 212, 221, 226

PasHocTh 3JE€KTPHYECKHX MNOTEHIHAJIOB
(A)

— B paclnpejieJleHHH MeMOpaHHHX 6eJ-
KoB 52

— B THJaKoupne 75

— u3mepenue 31—39

— — B OoTAeNBHON Knetke 39

— — B CHCTeMe «MeMOpaHHblEe NY3bIPhb-
KH — MeMOpauHHl ¢GHJILTP» 34

— — B CHCTEME <IPOTEOJHNOCOMBl —
KonjoaueBasl IieHka» 33, 34, 37,
56

— — MHKpo3JiekTpogom 34, 35, 125

— — 00 KapOTHHOHAHOMY caBury 39,
40, 53, 56, 70

— — N0 pacnpefeseHHI0 HNPHPOAHBIX
doHoB 35, 36

— — CHHTETHYECKHUMH [POHHKAIOLIUMHU
HoHaMu 36—38

— onpejeJieHde 12

— npeepamenue B ApH 194, 209, 211,
220

PasHOCTb 3JeKTPOXHMHYECKHX TOTEH-
IuaJioB

— nonoB H+

— — 3a6y¢epuBanve 209—212

— — KaKk KOHBepTHpyeMasi 3HepreTH-
yeckasi Bamota 16, 17, 235

— — omnpeznenenne 16, 17

— — nepenoc 197, 198, 205, 206

— —y Gakrepu#i, Kak ¢yHKIusA pHuap
226, 227

— uworoB Na+ (ApNa) 15, 16, 97, 144,
213, 214, 220, 222—225, 229—
232

Paso6lieHse TepMOpErynsiToOpHOe

— B OypoM xupe 183—186

—B Mumnax 179, 180

— B pactenusx 187, 188

Pazo6murens Cu. Iporonodop

Perynsuust pH B nuronnasme 123, 124,
125, 128, 220, 221, 226—228
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Penokc-netna 93, 228, 229

Penenneutn 171—173, 196, 197

Peokc-1enb

— B aHa’pobubx Gakrepusx 95—98,
117

— nbixatenbHas Cm.  JlnixatenbHas
enb

~— ¢orocuuTeTuyeckass Cm.  dorope-
JLOKC-1leMNb

Petunane 102, 106, 107, 109, 113,
117

Pu6onykneasa 168

Pu6ounykneunoBast kuciora (PHK)

— uH¢opManuoHuas 169

— pu6ocoManbuas (5S) 229—231

Popnamun 39, 40, 203, 243

Ponamun-123 Cx. Metunponamusn

Popnoncun

— 3puTeJbHBIH

— — aMHHOKHCJIOTHasi MOCNeA0BaTE]b-
Hoctb 115

— — reHepanus Ay 116

— — kackaa uI'M® 116

— — pacnonoxenue B MeMG6pane 115

— — ¢otonuka 116

— ceHcopHbIi Cm. CeHCOpPHHI pojon-
CHMH

Popoxuson 98

PoctoBue ¢akroph 242

Porenon 80, 81, 95, 102, 186, 187, 191,
203, 240

CamuuunoBas kucjota 41

Cadpanun O 202

Caxapo3a/H*-antunoprep 150

Cpo6Gonnoe pgnixauume 71, 179, 190—
193

CekperOpHble  Ny3bIpbKH  (TpaHyJIH)
121, 126, 232

CeHncopHblfi poponcuH rano6GakTepHil
114, 115, 196

Ceporonun 127

CHMOHOHTH 3YKAapHOT H MPOKAPHOT

— ABuXKeHue 177

Cumnoprep Cl—, Ht 113

Cumnoprep H,PO4—, H+ 100, 137, 150,
151, 162, 194



Cumnoprep K+, H+ 148, 210

Cumnoprepet H+, MertaGomut 61, 121,
124, 150, 151, 220

Cunantuueckue ny3bipbkH 127

Cunnpom Peiie 242

Cungpom Panvkouu 242

CHcremMa paculenyieHuss BOAHW  XJOpO-
njacToB W NuaHoGaktepufi 67, 71

Caunsucrasn xenynka 16, 127

— — AT®asza, Cu. AT®aza, H+/K+

CxBanen 106

CooTtHoluexue H+/€

— B GakrepuanibHOM LHKJAHYEeCKOH ¢o-
TOopenOKc-ienu 87

— B AbixatesbHol nenu 102

— B HAIH-KoQ-penykrase 81, 82, 83,
95

— B HEIHKJHYecKof (oTOpenoKe-LenH
xJioponyiactoB 68

Coortnomerne H+/0

— B AbxatenbHO# nenu E. coli 118

~— B MHTOXOHAPHANbHOA [bIXaTeJIbHOH
uenu 94, 100

Coorrowenne H+/AT® 100, 101, 137,
138

Conpsaraoutuit von 13, 14, 229, 230,
232

Cnepmartoszoun 200

CrenvanbHas napa 6akTepHOXJOPO-
¢unna Cm. Bakrtepuoxyopoduiib-
HEI AHMep

Cnupoxera 177

Couponnasma 176

Crepouannie ropMonn 196, 208

Crepounn 27, 206

CrpentoMunuse 245

Cy6xaeTounble 6GaKTePHAJbHBIE HY3bIPb-
ku 32, 33, 123

Cy6MUTOXOHIpHANbHEIE TNY3HPbKH 34,
35, 84

Cykuunat 79, 96, 101, 149, 222,
230

— pmerujiporeHasa 76

Cykuunua-KoA 222, 223

Cyabout 134, 138

Cyabdoaunuan 106

Counronununn 27

Counromuenun 27

Takcue OGaktepuanbuuiii 172, 197

Tepmcauunopun 23

Tepmorenes cokparutenbunii 182, 190,
191

Tepmorennn 180—183

TepMoperynsitopHas  ¢ynkuus  ApH
Cx. Paso6uieHne TepMOperyisiTop-
Hoe

Tepmoduaur 20, 106, 246

Tepmodunbuas Gakrepus PS3 89, 95

Terpabyrunammonnit 36

Tetpamerun-p-pernnenauamMun 214

Terpadennn6opar 37—39

Terpagenundochonnin 37—39, 214

Terpauuknun 244

Tunakoun 66, 74, 75, 212

Tuocyabdpat 100

Twouuanat 187

Tupounsrle ropmonn 186, 193, 195

Toxomnact 121, 125, 141, 232

Tpancrunporenasa 17

— B MuTOXoHJpusax 77, 141, 142

— B mporteosunocoMax 141, 142

— B CHCTEME <IMPOTEOJHIIOCOME — MeM-
6paHHHi QuabTp» 33

— B xpomarocdopax 61, 141

— Metabonuveckas ¢yHknus 143

— MexaHu3aM 142

— onpenenenne 141

— ynakoBka B meMGpane 143

— 3Hepretuka 141

Tpancayuun 116

Tpancdopmanusa resetuyeckas 168

TpumeTnnonoso 124

Tpudochounozur Cxm. Hrosurrpudoc-

dar

Y6uxunon Csm. Kosusum Q
Ymbenaugepon 40
Yuunopt K+

— B GakTtepusx 219

— B Murtoxouapusx 194
— B xJoponnactax 194

®dar Cu. Bakrepuopar
®aktop oxkucnenuss (¢axrop Crefite-
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pa) Cm. HeremoBHH xeJsle30cep-
Hult Genok B KoQHz-umroxpom c-
penyKTase

dakrop Fo 28, 32, 123

— aMHHOKHCJIOTHAs
Hocth 131

—reH 131

— onpenenenne 131

— nposoauMocth nasa H+ 135, 136,
175, 210

— nponeccHHr cyGvenunnn 162, 165

— pacnosoxenne B MeMOpane 132—
134

—cocraB cy6vepunun 131

— YYBCTBHTEJIBHOCTb K  OJHTOMMIIHHY
136

— scdexr ALK 123, 136

daktop F, 28, 32, 145

— aMHHOKHCJIOTHAsA
Hocth 131

—ren 131

— ruapoau3 AT® 134

— naru6uposanne ATD 134

— Katanutudeckuit mentp 134

— opuoueHTpoBLft ruaponaus AT® 135,
168

— omnpenenenue 130

— oTpejeHue OT MeMOpaHH 132

— npoueccHHr cyGbenuHHIl 166

— cBfi3bIBagHe HYKJeotunoB 134, 139

— cunre3 cssizanHoro AT® 135

— coctaB cyGvemunun 121, 131, 132

— TpexMepHasi cTpykrypa 133

— s¢pdext ALK 136, 138

®akrop Fs 132

®aktop Ty 167

®eHa3unMerocyabdat 70, 94

o-®eHantponun 57, 71

®ennnpukapbaysnekabopan 36

4-®enun-N-meTnanupuaud 243

®eodputun 66, 67, 70

®eppenokcun 68, 69

®eppenokcun-HAJ1®d+-penykraza 68,
69

®eppounanunn 93

®dutocrepoa 27

diaBuHaieHUHAHHYKAeOTHA 65, 68

®dnaBuaMOHOHYKJeoTHa 65, 80, 81
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nocJienoBaTteJib-

nocJie1oBaTeJb-

®napuHoBhHI nuKA 83

®yaresna

— 6akrepuanbHasa 169, 170

— 3yKapHoTHyeckas 169

®naresuy 169, 221, 232

®obopoponcun 114, 196

®opmuar 97, 218

— nerunaporeHasa 97

®ocdarasza wenounas 284

Qochatuguaraunepun 23, 26, 106

®ocpatuauirannepodocpar 107

®dochatuauaunosutr 23, 26

®ochaTunnannosnT-5,6-1udpochar 26,
195, 206

®dochaTununcepun 26

Qochatuauaxonuu 25, 26, 27

®ochatuaunsranonamun 26, 168

®docar HeopraHuuecKuit

— — [IePEHOCYHK B MHTOXOHApHUAX CM.
Cumnoprep-H,PO,—, H+

Docdat/3-pocoraunepat-aHTHIOPTED
162 o

®ocdarnanan kKucaora 23

3-®ochormunepanbierun 77

2-®ocoraunepar 20

®ocdonuacrepasa

— crnendunyHas K utfMo 116

®ochomunaza 195, 241

®dochopunupoBanue
— nuixatenbHoe Cm. ATOd-cHurasa,
H+

— cy6etpatHoe 16, 80, 98, 185, 222,
232

Dochoenosmupysat 17, 145

— TpaHcdepasa 236

®oromus Boan Cm. CucreMa paciuen-
JIEHUs1 BOJBI

®otopenentop

— puck 33, 116

— kJetka 116

doTopenoKe-LeNb

— HellHKJIHyecKas

— — B 3esieHblx Gaktepusx 62, 117

— — B XJlopomyactax H uHaHo6akre-
pusx 66, 87, 118

— HLHUKJIHYecKas

— — B NypnypHbix 6akrtepusix 34—45,
117



— — B XJioponnactax H uHaHoGaKre-
pusix 66, 88

®ortocuctema I 66, 68, 87

— B nporeosaunccoMmax 68

— JIOK&JI3allHl B JlaMeJllaX CTPOMH
139

— MeXaHHM3M TreHepalHH AEH 69, 70

— — IlepeHoca 3JIeKTpoHOB 69

— perynsiuusa 196, 197

~— cy6benuunuHdelii coctaB 68

dotocucrema 11 66, 70, 88, 216

— aktuBanus Na+ (Ca2?t) 168

— B Tunakouje 139

— roMoJiorusl ¢ GaKTepHaJbHHM peak-
IHOHHKLIM LeHTpoM 49, 71

— AoHOp 3jekTponoB Z 71

—— U JlaTepalibHBIl TPaHCIOPT Al_xH 198

~— MeXaHu3M TeHepaluH ApH 71

—— — nepeHoca 3JieKTpoHOB 71

— peryasuust 196, 197

~— teTpacdeHUNO0p Kak JOHOP 3JEKT-
ponoB 39

®ororakcuc 39

®Qotodochopunuposanue 62, 69, 74,
75, 137, 246

O®ropun 140, 224

®ymapar 97

— B npoteoaunocome 97

— penykrasa 97

—y Wolinella succinogenes 97

Oyuuxynosun 86

XemuocmoTuueckas teopus 139, 153—
155

Xunon 56, 194

Xnopuaa tpaHcnopT 14, 113, 114, 146,
147

Xnopuaas AT®aszsa Cm. ATdasza, Cl—

m-XsopoKap6oHuNIuHaHHA e HHITHA -
pason (XK®) 215, 217, 221—225

Xnopomnact

— BHeluHsAs MeMGpana 13, 124, 160

— Bpauenune 175

~— 3a6y¢epHuBaHue ApH 211

— u3MepeHne AYPp MUKpO3NEeKTPOJaMHU
34 .

— KapoTHHOUAHHIA. ciBUr 39

— nokaapHan ApH 139

— penokc-Metp 196

— (oropenokc-uens 66

— ¢ynkuun ApH 60

Xnopoduinn aeso 66

Xnopo¢punat azoo 66

Xonepuuit Tokcun 221

Xonectrepuu 25, 27, 177

Xpomarodop 33, 39—41, 43, 56, 60—
62, 140, 142, 212, 232, 246

Xpomadduuune rpanyan 126, 127,
150, 232

Llepe6po3un 27
Huanung 87, 93, 114, 187, 189
Iuanun 203
IlnaHo6GakTepuu
— nBHXKeHue 175, 198
— H3MepeHue AP
— — MoCcpeACTBOM

35
— — — poxamuHa 39

MHKDO3JIeKTPO/I0B

— JlaTepajibHBIl TepeHoC Al-x._—H 198,
204

— MuKponnasMagecMu 197, 204, 205

— MpPOU3BOACTBO GuoOMaccH 246

— npotometp 196

— ¢otopenokc-uens 66, 216

Iukn Kpe6eca 28, 79, 96, 186

Iuka Q

— B auxateJabHo#t uenwu 61, 77, 78

— B XxJIOpoIulacTaXx H HHaHOGaKTepHSAX
66, 74

— u npotoMeTp 196

—y P. denitrificans 86

—y ¢otocunTeTHyeckux OGaxrepuit 60

Iluknos 176, 177

[lunk 86

uppos 241

Ilutoxanasun 176

I{utoxpoM

— omnpeleseHne 44

— TteTpareMoBuifi c-tuna 47, 53, 58,
62

—a; 94, 95, 98

—a, 94

—aasz Cm. LlutoxpoMokcupaasa
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— b 45, 60, 66, 71, 76, 83, 86, 93, 98,
191, 242

— by 163, 190

— bs 186, 187, 206, 207

— bs 66, 73, 84

— bsse 70, 71

— ¢ 20, 35, 46, 58, 83, 86, 89, 94, 98,
187, 192, 206, 240

— ¢, 45, 60, 66, 71, 83, 86, 88, 163,
166, 240

— ¢, 45, 46, 53, 61, 89

—cd 95

—d 95

— [ 46, 66, 69, 73, 92

— o 61, 95, 158

— P-450 190, 191, 206

LlutoxpoMokcnnasa

— aMHHOKHCJIOTHASA
HocTh 88

— 6uocuHTe3 88, 195

— B IpoteonunocoMe 32, 88, 89

— B CHCTEMe <«MPOTEOJHIIOCOMA — MeM-
6paHHbIf PuabTp» 33

— B nHaHoOaktepusix 88

— nedHUHUT Yy yenoBeka 241

— ucTouwieHne no cybwvemuuuue I1I 94

— kak H+-nomna 94

— KOHUEHTPaUHsi B MHTOXOHJPHaJbHOM
MeM6pane 206

— MexaHuaM Q-uwkyaa Cm. Luxka Q

— onpenenenue 88

— OTHOLIeHHe 3apsif/3neKTpoH 93
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