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Coiny Kamunio u eceti moetii cemve
¢ 01a200apHOCMbIO NOCEAUAIO

BBEOEHWE

PactutenbHbie OpraHu3Mbl 0071aal0T MIMPOKUM CHEKTPOM 3alUTHO-
MPUCTIOCOOUTENBHBIX ~ pEaKUuid,  CIOCOOCTBYIOIIMX  Pa3BUTHIO  UX
YCTOMYMBOCTHU K PA3HOOOPA3HBIM CTPECCOBBIM (DAKTOpaM BHEIIHEN CpeJibl.

PaccmoTpenue COBOKYITHOCTH aJanTHUBHBIX IIPOLIECCOB,
pPa3BHUBAIOLMXCSI B PACTEHHUSIX B OTBET HAa MOBPEXJAIOIINE BO3ICHCTBUA,
MO3BOJISIET BBISIBUTH 00IIMe Hecnenuduueckue (Hru3noaoro-OMOXMMHUECKHUe
3alMTHBIE PEAKUUHU, K YUCIAY KOTOPBIX MOXXHO OTHECTH CIBUTH B
rOPMOHAJIBHOM OajiaHce, BHOCSALIME CBOM BKJaJ B MU3MEHEHUE CTPYKTYphI U
(GYHKUMM KJIETOK M CHOCOOCTBYIOUIME NEPEKIIOYEHUIO (DYHKIIMOHAIBHON
aKTUBHOCTHM KJETOK B HOPMAaJbHBIX YCJIOBUSIX HA TaK Ha3bIBaeMble
CTpeccoBbIe MoAnporpaMmbl. K uX mposBICHUSIM MOXHO OTHECTH CHUKEHUE
aKTUBHOCTU IMPOIIECCOB METa0O0JIU3Ma, KOTOPOE, OJHAKO, COMPOBOXKIACTCS
UHIYKIMEH 00pa3oBaHUsl IEJIOr0 psAlla COSAUHEHUM, HEOOXOAUMBIX JJIs
COXpaHEHUs LEIOCTHOCTH KJIETOUYHBIX CTPYKTYp U KU3HEHHOI'O IOTEHIMasa
pPaCTUTENBHOTO OpraHW3Ma B HEOJAronmpusATHBIX yciaoBusix [Menexos, 1985;
KynaeBa, 1994; Dixon, Palva, 1996; TapueBckuii, 1993; 2000]. Cpenu HUX
3aMETHOE MECTO 3aHUMAET U3MEHEHHE B CIIEKTPE CUHTE3UPYEMBIX OEIKOB.

Ceituac He BBI3BIBACT COMHEHHUU KitoueBas posib ABK B mHaykuun
CUHTe3a 0oJiee JIecATKa CTPECCOBBIX OENIKOB, MPOTEKTOPHAS POJIb MHOTUX M3
KOTOpBIX Yyke pAokazaHa [Bewley, 1997; Leung, Giraudat, 1998; Busk,
Pages, 1998]. Bmecte ¢ TeM ABK yuacTByeT B peryisiuu CUHTE3a OEJIKOB,
UTPAIOIINX BAXKHYIO POJIb B MOBCETHEBHOM Xu3HM pacteHuid [Singh et al.,
1987; Robertson et al., 1994; Hurkman, Tanaka, 1996]. K Takum Oeikam,
BEPOSITHO, MOXKHO OTHECTH U JIEKTHMH TIIIECHUIBI, TaK Ha3bIBa€MbIN
arrmoTUHUH 3apoabiima nieHuibl (A3ID), oTHocsmumiics k cemeiicTBy Rab-
6enkoB [Skriver, Mundy, 1990]. HecMoTps Ha AeTallbHOE HCCIIEIOBAHUE €TO
(U3UKO-XUMHUYECKUX CBOWCTB, (usmosornueckas ponb A3Il B pacTeHusx
MIIICHUITBI BCe ere quckytupyercs B tuteparype [Chrispeels, Raikhel, 1991;
Peumans, van Damme, 1995; Rudiger, 1997]. Yuactue ABK B koHTposie
skcnpeccu reHa A3Il u perynsiuuu ero KOJWYECTBEHHOTO YPOBHS B
pacTeHUsX MILEHULIBI IPHU CTPEcCOBBIX BozaencTBUsaX [Cammue et al., 1989;
Shakirova et al., 1996; Singh et al.,, 2000] maer ocHOBaHue TpeAroJiaraTh
BoBieueHrne ero B ABK-unnymupyemble Hecnenuduueckue peaxkiuu
NIIEHUIBI B OTBET Ha HEONIAronpusTHbIE BO3ACHCTBUS OHOTUYECKOW U
aOMOTUYECKON TTPUPOJIBI.



OngHako XOpOIIO M3BECTHO, 4YTO pealu3alus aHTUCTPECCOBBIX
noAmnporpaMM TpeOyeT OOJBIINX IHEPTeTHUYECKUX 3aTpaT PACTEHUM, YTO
COMPOBOXK/IAETCSI OJTHOBPEMEHHO CHUYKEHUEM IHEPTeTUUECKOTO 00eCIIeueHuUsI
MPOIIECCOB  MPOAYKTUBHOCTH. I[lo3TOMY akTyajabHO HCIOJIL30BaHUE B
pacTeHUEBOACTBE (DUTOTOPMOHOB, B CIEKTpe (PU3MOJIOTMYECKOrO JEHCTBUS
KOTOPBIX TPOSIBISETCS YETKO BBIPAXKEHHBIM aHTUCTpeccOBBIM 3dext. OHu
CHOCOOHBI B KpallHe HM3KHUX KOHIIEHTpAIUSAX PEryjIupoBaTh aKTUBHOCTh
METa0OJMYECKUX MPOIIECCOB HAa BHICOKOM YpPOBHE, WHIYIUPYS MPU ITOM
YCTOMYMBOCTh PA3JIUYHBIX KYJIbTYp K IIMPOKOMY CIHEKTPY CTPECCOBBIX
BO3JICUCTBUN W MOJAJEPKUBAsI B 3TUX YCJIOBUSAX BBICOKYIO MPOAYKTUBHOCTD
pacteHuil. B 3TOM mjaHe uMMeeTcss HEMajo JIaHHBIX O IOBBIIIEHUH IO]]
BiusgHueM ABK, HIUTOKMHUHOB, OpacCUHOCTEPOUIOB, CATUIIMIOBOM KUCIOTHI
ycroitunBoctu pacrenuit [Kynaesa, 1973; TutoB u np., 1987; IlycToBoiiToBa
u ap., 1997; Busk, Pages, 1998; Mauch-Mani, Metraux, 1999; lllakupoga,
2000a; Khripach et al., 2000], xoTss MeXaHU3Mbl UX 3aIIUTHOTO JACHUCTBUS
HEJIOCTATOYHO SICHBI. Bo3HHUKaeT HEOOXOAMMOCTh CPAaBHUTEIBLHOIO U3YUYCHUS
MEXaHU3MOB JICUCTBUS KaK MPUPOIHBIX, TaK U CUHTETUUECKUX PETYISTOPOB
pocTa ¢ Te€M, YTOOBI MOHATH, YTO JICKHUT B OCHOBE MHAYLMPOBAHUSA MO HX
BIUSIHUEM HecHeu(pUYeCcKOd YCTOMYMBOCTH PACTEHMM K Pa3IMYHbIM
HeOIaronpusiTHIM (hakTopam.

B Hacrosmeidn pa®ore npeanpuHsATa MONBITKA PACKPBITUS OOIIHMX
3aKOHOMEPHOCTEW TMPOSBICHUA 3alIUTHOrO JICUCTBHS HA PaCTEHUS
Pa3IUYHBIX TI0 XUMUYECKON CTPYKTYpe U (PYHKIIUSIM PETYIITOPOB pocTa MpHU
BO3JICUCTBUM TOBpexaromux (akTopoB cpenasl. Hapsmy ¢ moapoOHBIM
00CyXKIeHUEeM UMEIOIIEHCs HA CETOMHSIIHUMN JE€Hb CYMMBI 3HaAaHUM (BMECTE C
TEM JalleKo He HCYEpINbIBAIIECH) O pa3HoOOpa3uu MpOsBICHUN
Hecnenu(@UUecKnX 3allUTHBIX MEXaHU3MOB PACTUTENIbHBIX OPraHU3MOB K
CTPECCOBBIM BO3CHCTBUSAM pPa3HON MNPUPOJbI W NyTeW UX aKTUBAIUU
dbuTOrOpMOHAMH W CHHTETHMYECKHMMH  Ipenaparamu, oOJadaroliuMu
CBOMCTBAaMHU TPUPOAHBIX PETYJISITOPOB pPOCTA, AaABTOPOM MPOBEACHO
KOMILIEKCHOE U3YyUYEHUE TOPMOHAJIBHOTO craryca, COCTOSIHUS
OEIOKCUHTE3UPYIOIIETO arnmapaTta KJIETOK, JMHAMUKU COJICPKAHUs JICKTUHA Y
pacTeHUH MIIIECHUIIBI B YCIOBUSIX 3aCyXH, 3aCOJICHUS, TPUOHOTO MMaTOTeHe3a U
OJTHOBPEMEHHO Tpu MpeaoopaboTke OuoperymsITopaMud. OTO TO3BOJIHIO
OIICHUTh WX BKJIaJ B HW3MEHEHHUS aKTHBHOCTH MeTabonm3Ma Mpu
WHIYIUPOBAHUM TOJ] UX BJIMSHUEM KOMIUIEKCHOW YCTOWYMBOCTU U YPOBHS
MPOJAYKTUBHOCTHU TIIICHUIIBI.

B nanHoii pabore o0co00o¢ BHUMaHHE VJACICHO PAaCCMOTPECHHIO
CIEyIONUX TOJOXKEHUi: 1) pasHOOOpa3Hble MO TMPHUPOJE CTPECCOBHIE
dbakTopel  cpeApl MHAYIHUPYIOT YHUBEPCAIbHYIO (HECTIEHM(PUIECKYIO)
OTBETHYIO pEaKIMI0 paCTeHHWI, BKJIIOYAIONIyI0 B Ce0S W3MCHCHHS B
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SHAOTE€HHON T'OPMOHAJIBHOM CHUCTEME, aKTHMBHOCTH TPAHCIALIMOHHOIO
anmapara, a TakKe KOJMYECTBEHHOI'O YpPOBHS JIEKTMHA KakK IMoOKa3aTess
pPa3BUTHS HECTCHU(PUICCKON YCTOWYMBOCTH TIICHUIIBI, 2) MPUPOIHBIC W
CUHTETHUYECKUE PETyJSITOPhl POCTa, MOBBIIAIOIINE YCTOMUUBOCTD MILIEHULIBI
K IIMPOKOMY CHEKTpY HEOJAaronpusiTHHIX BO3ACHCTBUM, BBI3BIBAIOT
Hakorienne ABK wu A3Il (ma d¢one Boeicokoro ypoBHs UWNYK) wu
CIIOCOOCTBYIOT —TpelajanTalid pacTeHUH K CTPECCOBBIM CHUTYalLUsM;
3) 3amuTHEIN dPPEeKT OHOPETYIATOPOB B CTPECCOBBIX YCIOBUAX BKIIOUYACT B
cebst mojiepKaHrue ONTUMAIILHOTO Oalanca (PUTOrOPMOHOB U TOPMOKEHUE
Jierpajanuy anmnapara 0eIKOBOro CHHTE3a, YTO B COBOKYITHOCTU MPUBOJIUT K
CHW)KEHHIO MOTEPh YpOKas pacTeHui. BbIABIEHHBIM B pabore psa oOmumx
KPUTEPHUEB, XapaKTEPU3YIOIIUX 3alIUTHOE JEHUCTBUE NPUPOAHBIX U
CUHTETUYECKUX PETyJIATOPOB pPOCTA HA PACTEHUS MNOPU PA3TUYHBIX
HEOJIaronpusTHBIX BO3JACHCTBUSIX, MOXET CIHOCOOCTBOBAThH pa3padOTKe
MPUEMOB MO WX UCIHOJb30BAHUIO B TPAKTUYECKOM PACTEHUEBOJICTBE.

ABTOp BBIpa)KaeT CepACUYHYI0 OJaroJapHOCTh CBOEMY YUUTEIIO
npod. O.H. Kynaesoii, n-py 6moin. Hayk H.JI. Kiissuko u Bcem coTpynHHKam
NuctutyTa OMOXMMHHM M TeHETHMKH Y (duMckoro HayyHoro meHtpa PAH,
KOTOpblE Ha TMPOTSHKEHUU MHOTUX JIET CIOCOOCTBOBANIM MOJYyUYEHUIO
HKCIIEPUMEHTAJIBHOIO MaTepuaia, JErmero B OCHOBY JIaHHOM paloTBhI.
Oco0y1o IIPU3HATEIBHOCTD aBTOP BBIpA)KAaeT  KaHJ. OWOJ. HayK
1.5 T'uns3eTAMHOBY 3a LEHHBIE 3aMeYaHus Ipu 0hopMIeHUN MOHOTpadun
U KauJ. 6uois. Hayk M.B. be3pykoBoil 3a momMonis mpu MOATOTOBKE €€ K
W3IaHUIO.



masa 1.  MEXAHU3MbI HECNEUN®UNYECKON YCTONYMBOCTU
PACTEHWWN K HEBNATOMNPUATHBIM ®AKTOPAM
PA3SHOW NMPUPOObI

OO0mue mpeacraBjieHuss O HecnmeU(PUUIECKOH YCTOMYMBOCTH PACTEHHMU
K CTPECCOBbIM BO31€HCTBUAM

PacturenbHpie OpraHu3mbl B NOPUPOAHBIX YCIOBHUSX OYEHb YacTO
MOJIBEPraloTCs BO3JCUCTBUIO HEOJArONPUATHBIX (DAKTOPOB OKpYyk arouen
cpenbl. CnoCOOHOCTh PaCTEHUN COMPOTUBIATHCA IKCTPEMATIBLHBIM YCIOBHIM
Mpou3pacTanusi, MPUCTIOCAOIUBATECA K HUM M COXPAHSITh MPU ITOM CBOMU
JKA3HCHHBIM IIOTEHIMAJ SBJSIETCS OJHUM H3 ONPENCISAIOIIMX YCIOBUU
CyLIECCTBOBAaHMUS PACTEHUW U 3aBUCUT OT BO3MOXHOCTH PEaIU30BaTh
3alUTHO-MIPUCTIOCOOUTENIbHBIE MEXaHU3MBI, TO €CTh aJalNTUPOBAThC K
pa3zHOO00pa3HBIM CTPECCOBBIM BO3ICHCTBUSIM.

JIro60i1 cTpeccoBblil GakTop, OYEBUIHO, OKA3BIBACT HA PACTUTEIHHBIN
OpraHu3M JIBOMHOM 3 (PeKT: MOBpekKAAIOMINNA U pa3ipaxaromuil [ YpmaHIes,
I'ynckos, 1986]. IloBpexxaeHne nposiBASETCS B HAPYLIEHWH LEIOCTHOCTH
MEMOpaHHBIX CTPYKTYp KJIETOK, HM3MEHEHHHU HUX CBOWCTB, pa300LIEHUU
AbIXaHus U PocPOpUINPOBAHMS U APYTUX MPOIECCOB, TOT/AA KAK CTPECCOpP-
pa3apaxuTesb BbI3bIBACT (POPMUPOBAHME LIEJIOW LIETIH OTBETHBIX 3aLUTHBIX
peaklMii, HaIpPaBJICHHBIX HA PEMAPALUI0 IMOBPEXKICHHUN. YK€ HCXOId U3
CKa3aHHOTO MOXHO, IIO-BHJIMMOMY, BBIIBUTh HAaJM4ME€ HE TOJBKO
celM(pHUUEcKUX, HO MU MpPeXJIe BCEro HecrneUn(PUYECKUX YHUBEPCATbHBIX
WIN CTaHJAPTHBIX OTBETOB OpraHM3Ma Ha JEWCTBHUE CTPECCOBBIX (PAKTOPOB,
XOTs, 0€3yCIIOBHO, HE BBI3BIBAET COMHEHMs CYLIECTBOBAHHWE TECHOM CBS3U
TeX U JPYTUX 3alUTHO-IIPUCIIOCOOUTENBHBIX PEaKIUuil pacTeHUI K AEHCTBUIO
HEONMaronpusITHBIX (HaKTOPOB, KOTOpPOE OCOOEHHO YETKO MPOSBISETCS B
BBIJICICHUH 3KOJOT0-(PU3NOJIOTMYECKUX TPYII PACTEHUH C TIE€HETHYECKU
3aKPEIUVIEHHBIMA MEXaHM3MaMH YCTOWYHMBOCTHM K KOHKPETHOM Cpene
oburanus [Jlanuna, Ctporonos, 1979; I'enkens, 1982].

OnHako, OYEBHUIHO, MEPBUYHAS PEAKIMS HA BO3JICUCTBHE CTpeccopa
HalpaBJICHA Ha TPEJOTBPAIICHUE TOBPSKACHUN KIETOK OpraHu3ma, a
MOTOMY SIBJIIETCS YHHMBepcallbHOM [YnoBenko, 1979; MenexoB, 1985;
Ky3uenoB u ap., 1987; Anekcannpon, Kucmok, 1994; Dixon, Palva, 1995;
[TaxomoBa, 1995; IlaxomoBa, YepnoB, 1996], urTo mposiBIAeTCS B
MOOMIM3AIMH HECTISU(PUISCKUX 3aIIUTHBIX PEAKIIUH, CTOSIINX «HA CTPaKe
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YKU3HM» M YYaCTBYIOIIHMX B (POPMUPOBAHUU AN TUBHBIX PEAKIIUN PaCTCHUH,
CIIOCOOCTBYIONTUX IOBBIIICHUIO WX YCTOWYHUBOCTH K HW3MCHSIOIIMMCS
YCIIOBHSIM CPE/IbI.

CornacHo koH1enuuu o crtpecce, copmuponannoii I'. Cenne [1972], B
OTBET Ha CWJIbHOE HEOJArompuaTHOE BO3ACHCTBHE B  OpraHuU3Me
WHIYIUPYIOTCA ~ Heclenuu(uueckue  peakiuu,  COMPOBOXKIAOIIHECS
IIEPECTPOMKON 3aIUTHBIX CHCTEM BO BPEMEHHM — TI'€HEPAIU30BAHHBIN
aJIaNTAalMOHHBIA CHHIPOM, B KOTOPOM BBIICTSETCS TPU CTAAWH: peaxyus
mpegoeu — TIEPBOHAYAIIbHAS PEaKIHs, COMPOBOXKIAIONIASICS TMPOIlECCaMu
KaraboimM3Ma pa3IMYHBIX TOJUMEPOB, TMPHU3BIBAKOIIAS K aKTHBAIlUU
3alIATHBIX MEXaHW3MOB, 3aTeM TPU JUITUTCIBHOM BO3JEHCTBHH JIF0O0OOTO
aNIbTePUPYIOMIETO areHTa HACTyHaeT cmaous aoanmayuu, KOTopas,
HA00OpOT, XapakTEepU3yeTCs aKTUBAIMEHd CHUHTETUYECKHUX IMPOLIECCOB,
MPUBOMASIINUX YaCTO K YCUJICHHUIO BBIIIE HOPMBI CTEIIEHU COMPOTUBIISIEMOCTH
KJIETOK OpraHu3Ma, OJHAKO TMpPU MPOJOJDKAIOIIEMCS MOBPEXIAOIIEM
JNEUCTBUU CTpeccopa HAcTymaeT cmaous ucmoweHus, B KOTOPOU
UCYEPIIBIBAIOTCS  KOMIICHCATOPHBIE MEXaHW3Mbl OpraHu3Ma, TepseTcs
JIOCTUTHYTasl aJanTaiusi U COMPOTUBISAEMOCTh MaJaeT HUXKE HOPMBI, YTO,
BEPOSITHO, CBSI3aHO C CYIIIECTBOBAHMEM MOpPOTa MPUCIOCOOUTENHHONU CHIIBI
[Pomuenko u np., 1988; ITlaxomona, 1995].

Takoe MoATamHOE MPOSBICHHWE BCEX TPEX CTAaWi ananTalldOHHOTO
CUHAPOMA, OYEBHJHO, BO3MOXHO TPU PACCMOTPEHUH JITUTEIBHBIX
BO3JICUCTBUIM CHIIBHBIX (TATOJIOTMYECKHX) CTpeccopoB. B oTHomeHuu xe
MEHEe CWJIbHBIX M KPAaTKOBPEMEHHBIX BO3JCHCTBUN KapTHHA MOXET ObITh
WHOM ¥ HE CTONIb «IecCCUMUCTUYHOW». HaobopoT, Qusnonorndeckue
(cimabrble) CTpPECCOpPBI CIIOCOOHBI WHIYLIUPOBATH yCUJICHUE
BOCCTAHOBUTEJBHBIX  TMPOIECCOB, MPUBOIANIMX K  (HopMUpOBaHUIO
JUTHTEIIEHON HecTenu(uiecKol yCTOWYHUBOCTH.

Takum 00pa3om, (HU3NONTOTUYECKUIN CTPECC, UHIYIUPYS U30BITOYHYIO
aKTUBAIIMIO  MeTaboJIM3Ma, MOXXET [MOBBINIATh OOIIHME  aJanTHUBHbBIC
MEXaHU3Mbl  pPACTUTEIBHOTO  OpraHM3Ma W  CIOCOOCTBOBaTh  €ro
npefanantalidd K JAPYTMM  BO3MOXKHBIM — CTPECCOBBIM — BO3ACHCTBUSIM,
yBEIIMUEHUIO ero Hecnenuduueckor ycroitumBoctd [Bonham-Smith et al.,
1987; Ky3uenoB u ap., 1990; Kuznetsov et al., 1993; Ishikama et al., 1995;
Hughes, Dunn, 1996; Franco et al., 1999].

Cnenyer cnenuanbHO OTMETHTh, YTO CTPOrO€ pasjeieHue Ha (asbl
CTPECCOBBIX OTBETHBIX peakuuid B XoAe (OpMUPOBAHUS MEXAHHU3MOB
aJanTalvy Ha BO3JCHCTBUE CTPECCOPOB Pa3HOM CHJIBI YETKO IMPOCIIEKEHO
JUISL SKUBOTHBIX OpraHu3MoB. OJHAKO pacTUTENbHbIE OPraHU3Mbl TaKKe
MpeTepreBaloT Ielb CXOAHBIX peakIuid B OTBET Ha pa3HOOOpa3HbIe
HEeOJIaronpusiTHbIC BO3ICUCTBUS pa3HON Mpupoabl (Hecnenuduueckuii OTBET)
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B xoA¢ (GOpMUPOBAHUS aJaNTAIMOHHBIX MPOIECCOB, KOTOPBHIE, B CBOIO
ouepesib, TAaKXKe B IIMPOKON CTeNeHUu HecrnenupuuHbl [Anekcanapos, 1985;
Aunexcanapos, Kucmok, 1994], u ycinoBHOe pa3ziesieHue UX Ha aHAJOTUYHBIE
(da3bl, MO-BUIUMOMY, MOXKET OBITh CIIPaBEIJIUBBIM U JJISI PACTEHUM, XOTS UX
WHOTJa OYE€Hb TPYAHO BBIACIUTH [YpmanueB, ['yackoB, 1986; Ypmanues,
IIponuna, 1986; ITaxomoBa, 1993].

K mnepBeiM HecnenmupuyeckuM OTBETaM KJIETOK pPACTCHWM Ha
BO3JICHCTBHE PAa3HOOOPA3HBIX CTPECCOPOB, XAPAKTEPHBIX IS HAYaJIbHON
¢aspl cTpecca, COOTBETCTBYIOMIEH KaTaboIM4eckou (aze TPEBOTH, KOTOPYIO
Ha3bIBAIOT MO-pa3sHOMYy — (a3oil TopmoxeHus [YaoBeHko, 1979], peakuuei
3aIIUTHOTO TOPMOXXEHUsi MeTabonu3ma [MenexoB, 1985], mnepBuuHOI
cTtpeccoBoit  peakmueidt [[loneBoit, 1989], (azoit ¢dusnonoruyeckoit
nenpeccun [[TaxomoBa, 1995] u Tak nanee, OTHOCUTCS LB KOMIUIEKC B
TOW WJIM WHOM CTENEHW OJIHOTHUITHBIX PEAKIUM, KOTOPhIE, B CBOIO OUYepe/b,
MOXHO paccMaTpuBaTh B KadyecTBE OOIIEOMOJIOTHYECKUX: CHUKECHHE
TOTAJIbHONW  AaKTUBHOCTM  CHHTETUYECKHUX  IPOIIECCOB,  Jerpajaius
OEIOKCUHTE3UPYIOIIEro armapara, KaTa0oJu3M OWOMOJMMEpPOB, CHHTE3
CTPECCOBBIX OCIJIKOB, IMOBBIIICHHE CHHTE3a M AKTHBAIIUS THAPOIUTHUYCCKHUX
dbepMeHTOB, 00pa3oBaHHE HEOOXOIUMBIX IS CPOYHOM 3allUThl KIIETOK
coenuHenui [Menexos, 1985; Mernunkuii, O3epenxoBckasi, 1985; IloneBoit,
1989; bnexman, IllenamoBa, 1992; Tapuesckuii, 1993; Ky3Heuos,
Crapoctenko, 1994; Dixon, Palva, 1995; Bohnert et al., 1995; Tlaxomosga,
1995; IlaxomoBa, YepHos, 1996].

B To e BpemMsi HHTEPECHO MOMBITAThCS BBISIBUTH MOCIEI0BATEILHOCTD
HapYIIEHUH, BHI3BIBAEMBIX CTPECCOPOM B TepBoi (paze neicTBus [Y 10BEHKO,
1979], XOTs1 CKOPOCTh MX MPOXOXKICHUSI MOXKET OBITh HACTOJBKO OBICTPOH,
YTO ITU HAPYLICHUS MOTYT PETrUCTPUPOBATHCS MOYTH OJHOBpPEMEHHO. Tak,
NepBUYHbIC (OCHOBHBIC) HApPYILICHUS SIBISIIOTCA PE3yJbTaTOM HEMOCpe-
CTBEHHOTO JIEWCTBHSI €ro Ha KIETKH, UX MeTa0onudyeckux (QyHKIU, a
MMEHHO HApYyIICHUE CTPYKTYPHOM ILEIOCTHOCTH MEMOpaH U U3MEHEHUE UX
nponumiaemoctu [[Tonesoit, 1989; Skriver, Mundy, 1990; Menexos,
Edpemona, 1990; Bohnert et al., 1995; Konapes, 1998; Tapuesckuii, 2000],
W3MEHEHHE CBOMCTB M COCTOSHMS IUTOIUIa3Mbl, u3MeHeHue ee pH
[AnmekcanapoB, 1985; Amnekcanapos, Kwucmok, 1994], crpykrypHOrO
coctosiuusi W aktuBHOcTH sijgepHor JIHK [Yapoenko, 1979; brnexman,
[[lenamoBa, 1992; Bohnert et al., 1995], a Takke mporeccoB, CBA3aHHBIX C
OuosHepruzainuen kietok [YpmanueB, ['yackos, 1986; Ilonesoit, 1989;
brnexman, Illenamosa, 1992; Bohnert et al., 1995].

BTtopuuHble  HapylieHUsi  SBJSIOTCS  CJIEACTBUEM  MEPBUYHBIX
HapylIIeHUH; K HUIM MOXHO OTHECTH MHYKIIUIO CHHTE3a CTPECCOBBIX OEIKOB
U OTHAENBHBIX MPUCYIIMX HOpME OENKOB Ha (POHE MOAABIEHUS TOTAIBLHOIO
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cunte3a Oenka [Ramagopal, 1987; Casuu, 1989; Kymaera u np., 1991;
bnexman, Illenamona, 1992; Konecumuenko u gp. 2000], noBeimieHue
KOHIIEHTpaIuu crpeccoBbix ¢utoropmoHoB ABK (elf OTBOISAT KIIHOYEBYIO
pOJIb B MHAYKIIMA CHUHTE3a CTPECCOBBIX OEJIKOB) M ATUJICHA (HA3bIBAEMOTO
gacTo ropmMoHoM TpeBoru) [Meyer etal., 1987; Quarrie, 1989; Neumann
et al., 1989; Skriver, Mundy, 1990; KynaeBa, 1994; Pakutuna u ap., 1994;
Bleecker, 1999], a Taxke JIpyrux OSHAOTEHHBIX pETYJIATOPOB pOCTa,
HalpuMep CcalMluiaTa W JKacMOHaTa, 3aJICHCTBOBAHHBIX B HMHIYKIHIO
ctpecc-peaknuii [Raskin, 1992; Creelman, Mullet, 1997; 1997a; Genoud,
Metraux, 1999], u, yTo BakHO, HapsAy C ATUM CHuKeHUE ypoBHS MVYK,
IMUTOKMHUHOB W TuOOepemnuHoB [[lycroBoittoBa, 1981; Menexos, 1985;
Kupmynckas, [llanosanos, 1987; Xonkesuy, [TycroBoiiToBa, 1993; Jackson,
1997], TopmoxkeHue pocToBbIX nporeccos [XKonkesuu, ITycroBoiitoBa, 1993;
[ITakupoBa u nap., 1993; Murpuuenko, 1999; Illakuposa, 1999] u, nakonen,
PEe3YIABTUPYIOIINE U3MEHEHUS Psifla MHTETPAIbHBIX MOKa3aTelie opraHusma,
K KOTOPBIM OTHOCST IOTJIONICHHE U YTHIM3ALUIO JIEMEHTOB MUHEPAIBHOTO
MUTaHUs, TPUPOCT OMoMacchl, yposxkaii 3epHa u T.1. [[Tonesoi, 1989; Tribot,
Leblevenec, 1995; Mupkun u ap., 1999; TpanesnukoB u ap., 1999;
PaxmankynoBa, ¥Ycmanos, 2000].

[leHTpasibHBIM 3BEHOM MeETa0OJNM3Ma, KaK W3BECTHO, SIBISCTCS
TOTAJIBHBIA CHUHTE3 O€lika, KOTOPBIM, BEPOSTHO, MOXKHO pacCMaTpHBaTh B
KaueCcTBE MapKepa M3MEHEHHUS aKTUBHOCTH METa0OJIM3Ma KJIETOK B IIEJIOM,
MOCKOJIBKY OH OYeHb UyTKO pearupyeT Ha TEepeMEHy YCIOBUH
npouspactanus pactreHnii. O0 MHTEHCUBHOCTH CHHTE3a 0eTka MOXHO CYIUTh
HE TOJBKO MO BKIIOYCHHUIO MEUEHBIX aMHUHOKHCJIOT, HO M IO aKTUBHOCTH
OCJIOKCUHTE3UPYIOIIETO armapara, 0 KOTOpPOW, B CBOK oOuepeib, MOXKHO
CyIWTh TIO COOTHOIICHHWIO aKTHUBHBIX B CHHTE3¢ Oelka TOJHUCOM H
HEaKTUBHBIX MOHOCOM. Pa3HooOpasHbie 1O TPHUPOJE  CTPECCOBBIC
BO3JICHCTBHSI  BBI3BIBAIOT B  KJETKax JErpajalidio  TPAHCIAIMOHHOTO
anmapara, IpUBOJIAILYI0 K CHIDKCHUIO MHTEHCUBHOCTHU TOTAJbHOTO CHHTE3a
Oenka, TO €CTh MPUCYIIUX HOpME OEJIKOB, Hampumep, npu 3acyxe [['eHkenn
u ap., 1972; lesenyxa u ap., 1983; Gallie, 1993; Kynosposa u ap., 2000],
temriepaTypHom ctpecce [Ferguson et al., 1994; Wollgiehn, Neumann, 1995],
3aconennn [Ramagopal, 1987; Singh etal., 1985; 1987], camwkenun pH
cpenbl [Tupy etal.,, 1986], ynprpaduoneroBom obmydenun [Araoz et al.,
1998], runokcuu [Gallie, 1993 ], rpubHOM naTtorenese [CynaToHOB, AKCEHOBA,
1978; IlakupoBa u ap., 1985; 1989; JlxemuneB u ap., 1990] u apyrux
CTPECCOBBIX (PaKTOpaXx.

AKTUBHOCTh  OEJIOKCHHTE3UPYIOIIEro  ammapata KOHTPOJIUpPYEeTCs
BCEMH KJlaccaMU (PUTOTOPMOHOB M B KaueCTBE AHTArOHUCTA B PETYISAIUU
aKTHBAllUM CHHTE3a Oelika ayKCMHAaMH, [IUTOKMHUHAMU U THOOepesTMHaMU
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yacto BeicTymaeT ABK [Johnson etal., 1974; Klyachko etal., 1979; Ho,
1980; [lakupoBa u ap., 1983; Knsauko, 1985; Kynaesa, 1982; 1987; 1994;
Gallie, 1993]. JleiicTBUTENbHO, CTpEeCcCOBbIE (AKTOPbl Pa3HON MPUPOBI
BbI3bIBalOT Hakormienne ADBK, mpuuem oHO, BEpOSITHO, B OOJIBIIONW Mepe
3aBUCHUT 0T HOBooOpa3oBanusi ABK, mockonbky unruduropst cunresa PHK u
Oeka — KOPAMIENUH M UUKIOTEKCUMHUJ — PE3KO YMEHBIIAIT CTpecc-
WHYyIIMPOBAHHOE IIOBBINICHHE YpOBHS »Toro ropmona [Williams et al.,
1994].

Bmecte ¢ Tem cTpeccoBbie BO3IEHCTBUS YacTO BBI3BIBAIOT B KIIETKAX
pacTeHUi OTHOBPEMEHHO 3HAYUTEIbHBIC, MHOTIa OYCHb OBICTpPHIC, TAJACHUS B
CoJlep)KaHNM ayKCUHOB, IIMTOKMHUHOB W ruOOepemmHOB [IlycToBOiTORA,
1981; XKonkesuu, IlycroBoittoBa, 1993; Jackson, 1997; Kudoyarova et al.,
2001], HemocTaTOK KOHIEHTPALIMM KOTOPBIX TAKXKE MOXKET IMPUBOAUTH K
TOPMOXEHHUIO aKTUBHOCTH TpoiieccoB MeTabonusma. [IpaBna, cnegyer ocobo
MOJYEPKHYTh, YTO CHW)XKEHHE YpPOBHS  OTIEIbHBIX (PUTOTOPMOHOB-
aKTUBATOPOB pOCTa, paBHO Kak U HakoryieHue ABK He Bcernma BwisBisieTCs
npu BozaelicTBuu ctpecca [JKonkeBudy, IlycroBoiitoBa, 1993; Ribaut, Pilet,
1994]. Hago cka3ath, 4TO M3MEHEHUs B OaiaHce (PUTOrOPMOHOB B OTBET Ha
CTpecC MOTYT IMPOUCXOJIUTH OYE€Hb OBICTPO W OHHU JIETKO OOpaTUMBI TPHU
CHSITUU CTPECCOBOTO Bo3feicTBUsS [MypowmiieB u np., 1987; Williams et al.,
1994; Murpuuenko, 1999]. Bce 53T0 mnO3BOJIIET paccMaTpHUBaTh
(GUTOTOPMOHBI B KadeCTBE KIIOYEBOTO 3BEHA B PETYJSIIIUU 3alUTHOTO
TOPMOXXEHUsI MeTabojiM3mMa B ycloBHsX cTpecca [MenexoB, 1985;
Kupmynckas, [llanosanos, 1987; Dunlap, Binzen, 1994; [llakupoga, 1999].

Cornacho  runoteze  E.M. MenexoBa  [1985],  TopmokeHue
MeTaboIM3Ma B KJIETKaX pacTeHWM B Ha4YaJIbHYIO a3y B OTBET Ha CTpeccop,
UMeEIOITee SPKO BBIPAKCHHBIM HECTENU(PUICCKUN XapaKTep, MO-BHIUMOMY,
MOXHO Ha3bIBaTh 3AlIUTHBIM, MOCKOJIBKY OHO HPUBOAUT K CHHXEHUIO
CKOPOCTH TOBPEKJIAOMINX IEJIOCTHOCTh KJIETOK MPOIECCOB B YCIOBUSIX
cTpecca, SBISIONINXCS «MPOIYKTOM» OOMEHA BEIIECTB M HAXOJSAIIUXCS Ha
«OamaHce» OHHEPruu, TOTyYaeMOW OIATh XK€ B PE3ylbTaTe aKTHBHOTO
MeTabonm3Ma. COOTBETCTBEHHO CHIDKECHHE AaKTHBHOCTH META0OIMYECKUX
MPOIIECCOB MPU CTPECCE HOCUT 3AIIUTHO-MPUCIIOCOOUTENBHBIN XapakTep U
MPENATCTBYET Pa3BUTHUIO CAMOIIOBPEKIICHUS, COXpaHSIsi TEM CaMbIM
YKU3HEHHBIN MOTEHIIUAJ KJIETOK JIJIs TTOCISAYIOIIEH penapaluu.

B nonp3y cnpaBeqIMBOCTH 3TOM TMIOTE3bl CBUIETEIbCTBYIOT JTAHHbBIC
00 YCHWICHHH TOBPEXKIAIOIIETO MEHUCTBUS CTpecc-pakTopa U CHUKCHUU
YCTOMUYMBOCTU pacTeHH Ha oHEe 00pabOTKM ayKCHHAMU, ITMTOKWHUHAMH U
ruo0epesiMuHaMi ¥, HAo0OpOT, MOBBINIEHUU €€ mnoa BiausHuemM ABK
[MenexoB, Edppemona, 1988; Robertson et al., 1994; Jackson, 1997]. IlpaBna,
Takoe€  3aKJIIOYEHUE  CHOpaBeIJIMBO  MPU  BO3JICUCTBUU  KECTKOTO

10



MOBPEXKIAIOIIET0 areHTa, Toraa kKak oopaboTka pacTeHuid PUTOropMOHaAMHU-
aKTUBAaTOpamMu MeTabonu3Ma Ipu JeHCTBUM (DU3UOJIOTMUECKUX 103 CTpecc-
¢dakTopa, HaNpPOTUB, COCOOHA MOBBIIIATH UX ycTOoMYMBOCTH [IllakupoBa u
np., 1982; Menexos, Edppemona, 1988; Uepnsinpes, 1997; Paldi et al., 1999].

Oco60 cremyeT MOAYEPKHYTh, YTO MPH OICHKE BIUSHUS Pa3THIHBIX
AK30TCHHBIX (PUTOrOPMOHOB Ha PACTEHHUS B CTPECCOBBIX YCIOBHUSAX Pa3HOM
CTETICHU TIOBPEXKIEHUS HEOOXOIUM TIIATCIbHBIA aHaIN3 CXEMBbI (CpOKa)
o0paboTku mpenaparamu [Kupmynckas, [llanosanos, 1987; Capsar u np.,
1993]. Tak, npenBaputenbHas 0O0pabOTKa MHOTMMH PETYJISTOPaMH pPOCTa
MOXET CYIIECTBEHHO MOBBINIATh YCTOMYHUBOCTh PACTEHHUM K MOCIETYIOIIUM
noBpexaaroimumM gakropam cpeasl [Lllesenyxa u ap., 1983; llakuposa u ap.,
1985; Xupmynckas, [Ilanosanos, 1987; [xemunes u np., 1990; Robertson
etal., 1994; Xpumnau u np., 1995; Tapueckuit u ap., 1999; Illakuposa,
1999].

TopmorkeHne MeTaboIn3Ma KJIETOK B OTBET Ha JEHCTBHUE CTPECcopa HE
ABJISIETCS. TACCUBHBIM M €ro, BEPOSTHO, MOXKHO Ha3bIBaTh HE MPOCTO
3aIIMTHOM, a 3aIUTHO-aJalITUBHON peaKyen, OCKOIbKY XOPOIIO AOKa3aHa
POJTIb TIPOAYKTOB MPOUCXOMASMIETO B ATy a3y KaTaboau3Ma OMOMOIMMEPOB B
3alllUTe PACTeHMM, a TakkKe B HHIYKIUU OOpa3oBaHUs aKTHUBHBIX
AHTHUCTPECCOBBIX MeXxaHu3MoB [Uurpun, 1986; binexman, lllemamosa, 1992;
Bohnert etal., 1995; Dixon, Palva, 1995; IlaxomoBa, 1995; IlaxomoBa,
UYepHoB, 1996; TapueBckuii, 1993; 2000], CIOCOOCTBYIOIIUX
MIPOTUBOCTOSHUIO MOBPEXKAAIOIIEMY JICUCTBHIO Pa3JIMYHBIX
HeOaronpusaTHeIX (GakTOpoB U POpPMHUPOBAHUIO peakiuil agantanuu. K Hum
MOKHO OTHECTH OJIMOCaXxapuHbl; aMHUHOKUCIOTHl MPOJIMH, APTUHUH,
acCIMaparuHOBYIO U TIyTAMUHOBYIO KUCJIOTBHI U JPYTHUE; OJTUAMHUHBI; MOHO- U
JIycaxapa; SHTApHYIO W JAPYTrd€ KHUCJIOThbI; OKCUI'€HUPOBAHHBIC >KUPHBIC
KHUCJIOTBI; HU3KOMOJICKYJISIPHBIE MENTHAbI (HAapUMep, CUCTEMUH) U MHOTHE
npyrue coenunenus [TapueBckuii, 1993; Bohnert et al., 1995; Dixon, Palva,
1995; Ilaxomoma, 1995; Ilaxomoma, UYepnoB, 1996; O3epernkoBcKas,
Pomenckas, 1996; XonkeBuu u ap., 1997; IllesskoBa u np., 1999; Hare
etal.,, 1999; O3zepenkosckas, 1999; Tapueckuit u ap., 1999; 2000; Ryan,
2000].

Taxum oOpaszom, B mepByio (a3zy BO3JCHCTBUS CTpeccopa B KIETKax
pPacTeHH CHIKAETCsl MHTCHCUBHOCTH IPHUCYIIETO HOpME MeTadoim3Ma M
BKJIFOYAIOTCS  TPOIECCHI, HE XapaKTepHbIC IS OOBIYHBIX  YCIIOBHUM
CYIlIECTBOBAaHMS, KOTOpbIE, OJHAKO, HOCSAT BPEMEHHBIA  XapakTep.
MHTEHCUBHOCTh M JITUTEILHOCTh KaTaOOJWYECKUX MPOIECCOB IPH CTpecce
HE JOJDKHBI BBIXOJIUTH 32 PaMKH HEOOPATUMBIX H3MEHEHHU (HEH30ekKHO
BEIyIIUX K THOENM), TO3TOMY, BEpPOATHO, B KIETKaX JIOJKHBI
0o0pa3oBBIBATBLCSI U HAKAIUIMBATBHCS  CTPECC-TUMUTHUPYIOMINE  (PaKTOPHI
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[[TaxomoBa, YepnoB, 1996]. IlepByro a3y cTpeccoBoil peakuuu B
dbopMUpOBAHUM aJanTallid PACTEHUM K TMOBPEKIAIOIMIUM BO3JICUCTBUAM
MOHO pacCMaTpUBaTh B KAYECTBE CPOUYHOM, HO HECOBEPIICHHOMN aJlanTalluu,
TOr/a Kak B mepuoi 2-# ¢as3bl MOCTENEHHO BO3HUKAIOT JIOJTOBPEMEHHBIE
MEXaHU3MBbl aJlalTallid NpU JACHUCTBUU HA OPraHU3M CTPECCOBBIX (HaKTOPOB
cpenbl. Takum oOpazoM, 1-1 ¢a3za cTpeccoBOro OTBETa HE TOJBKO
MPeAIIEeCTBYET aanTallui K U3MEHEHUSIM yCIIOBUN CPEibl, HO U UTPAET B HEH
akTHBHYIO poiib [[TaxomoBa, UepHos, 1996].

B nmpouecce anmantaiuu K = «HEMATOJIOTUYECKUM»  CTPECCOBBIM
(dakTOopaM KIETKHM PACTeHHM MPETEPreBalOT HM3MEHEHHS aHa0OJIMYEeCKOro
Xapakrepa, NPUBOASIIME K TIIOCTENEHHOM aKTUBAIMUM METAa0O0JINYECKUX
MPOIIECCOB, BBIPAXKAIOIIMECS B AaKTUBAIMM XPOMAaTHHA, TPAHCKPUIIUU U
TPaHCIISIIINY, CHIDKEHUH aKTUBHOCTU MHOTHX THJIPOJIMTUYECKUX (PEpMEHTOB
U CcTaOWNM3allMK aKTUBHOCTH JIPYTUMX, BOCCTAHOBJIECHUU AaKTUBHOCTHU
dboToCUHTE3a U JABIXaHUS, POCTOBBIX MPOIECCOB. TO €CTh, B ATOT MEPHUO
OpraHu3M  MEepeXOAUT Ha  HOBBIM  PEXKUM  JKU3HEACSTEIbHOCTH,
CIIOCOOCTBYIOITUIN GOpPMHUPOBAHHUIO  TPHUCIHOCOOMTENBHBIX  PEaKIUit
[[TaxomoBa, UepnoB, 1996; Konapes, 1998], cpeaun KoTOpeIXx Bce Ooliee
BKHOE 3HAYCHUE JIJISl PACTCHHSI PUOOPETAIOT CrIeIU(PUIECKUE.

VY CTOMUMBOCTh PACTEHHI K CTPECCOBBIM (PaKTOpaM 3aBUCUT OT (pa3bl
oHToreHe3a. Ecinu B TOKofAIIEMCS COCTOSHMM pacTeHus HauOoiiee
YCTOWYMBBI, TO B MEPUOABI, HApUMEp, MPOpACTaHUs WU (POPMUPOBAHUS
CEMsH — HauboJee YSI3BUMBI [ Y IOBEHKO U Ap., 1998].

WNnentuduxanuss MEXaHU3MOB 3aIUTHl PACTEHUI OYEHb Ba)KHA IS
IIOHUMAHMUS TPUPOABI E€CTECTBEHHOW YCTOWYHMBOCTH C LEJIBI0 AaKTUBHOTO
YIOPaBICHUsT HMHM JUI  TOBBIMICHUS NPOAYKTHMBHOCTHM  BAXKHEHIINX
CENBCKOXO3AMCTBEHHBIX KYJIBTYD.

Poabr ABK B Hecnienu(puyeckoi yCTOHYUBOCTH PACTCHUI

MHuorue uccnenoBarenu Ha3biBaloT ABK «ropmMoHOM cTpecca» B CBS3U
C TE€M, YTO pa3HOOOpPa3HbIE IO MPUPOJE CTPECCOBHIE BO3/ICUCTBHS BBI3BIBAIOT
ee ObicTpoe HakoruieHue [Lang et al., 1994; KymaeBa, 1994; Hughes, Dunn,
1996; Moons etal., 1997; Leung, Giraudat, 1998; Busk, Pages, 1998].
Opnnako ABK sBisieTcs mpucymuM BCeM PACTCHHUSIM Ha MPOTSHKEHUH BCETO
OHTOTE€HE3a COCIWHEHWEM, OTBEUAIOIUM BCEM KPUTEpHsIM (PUTOrOpMOHA,
GyHKIUA KOTOPOW B PETYISIUU JKU3HEHHO BAXKHBIX (PU3UOIOTHICCKUX
MpOrpaMM B PACTHTEIHHOM OpPTaHW3ME BEChbMa Pa3HOOOPA3HBI: PETYIISITUS
POCTOBBIX TPOIIECCOB, 3aKPhIBAHWE YCTHHI], IMOCTYIUICHHE W TPaHCIOPT
MOHOB, pa3BUTHE U CO3pPEBAHHE CEMSH (peryysiusi OO0e3BOXKUBAHUS W
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WHIYKIUS CHUHTE3a 3allaCHBIX OENKOB), TMOMJCP)KAHHE COCTOSHUS ITOKOS,
MpopacTaHue CEMsH, OMOreHe3 XJIOpPOIUIACTOB, CTApPCHHE JIMCTHEB, OTBET
pacTeHUIl Ha pa3HOOOpPA3HBIC CTPECCOBBIE BO3JACHCTBHUS (MHIYKIIMS CHHTE3a
ctpeccoBbix OenkoB) [Kedbenu u ap.,1989; Skriver, Mundy, 1990; Bray,
1993; Kynaesa, 1994; Kende, Zeevaart, 1997; Bewley, 1997; Jackson, 1997,
Leung, Giraudat, 1998; Bonetta, McCourt, 1998; Piola et al., 1998; Busk,
Pages, 1998; Tester, 1999; Desikan etal.,, 1999]. Kpome Toro, ABK B
KOHIeHTpanmsix 107 M UTPACT BAXKHYIO POJIb B CTUMYJISAIMHM TOCTYTUICHHS
aCCHMHWJIATOB B  Pa3BUBAIOIIMECS 3apOJBIIINA  CeMSH, (OPMUPOBAHUH
KITyOHEH, i pepeHIUpOBKH 3UMYIOLIUX MOYEK, pa3BUTUU
MAapTCHOKAPIUYECKUX  TUIOJIOB,  POCTa  ME30KOTHIS,  THIMOKOTHIISA,
dbopMupoBaHUM AMOPHUOMAOB B  CYCIICH3MOHHOW KYyJIbType  KIIETOK,
oOpa3zoBaHnM CTEOJIe B CEMSIOJBHBIX Y3JIaX M MPUAATOYHBIX KOPHEW Ha
TUMIOKOTUJISIX, @ TaKXKe pocTa KOpHeW y psiia pacteHui [OOpydeBa u p.,
1985; Kedenmu u np., 1989; Huxomaera, 1993; Illasxmerosn, Illakuposa,
1996; 3asxun, Ham, 1998]. M3Bectna pone ALK, Hapsay ¢ sTuineHoM, B
ONAJICHUH JIMCThEB, LIBETKOB M 3aBfA3E€H, KOTOpPAs CBA3aHA C JIKCIPECCUEU
I'€HOB 0€JIKOB, HEOOXOAMMBIX /IS (JOPMHUPOBAHUS OTICIUTEIBLHOTO CJIOS TPH
ux onajaeHuu [Milborrow, 1974; Ham u np., 1990; Bleecker, 1999].

Opnoit w3 HauOosiee ynayHbIX  (PU3MOJOTHYECKHX  MOJENEH,
MO3BOJIMBUIMX MOJYYWTh JOKa3aTelbcTBa omnpeaenstomet ponn ABK B
(OpMHpPOBAaHNHU, CO3PEBAHUM CEMSH, a TAKKE COXPAHEHUH COCTOSHHSI MTOKOS,
ABIIAIOTCS. CEMEHa, M30JUpoBaHHble U3 JAepuuutHbix 1o ABK wu
HeuyBCTBUTENbHBIX K ABK MmyTantoB (0ojiee aecsiTka HMX MOJY4YEHO W3
KyKypy3bl, apabujioncuca U ToMara) Ha pa3Hbx craausax pa3Butus [Cutler
etal., 1996; Bewley, 1997; Busk, Pages, 1998; Bonetta, McCourt, 1998].
N3BecTHO, YTO B XOJle Ppa3BUTUS CEMsSH, OCOOCHHO B IEPUOJ CHHTE3a
3aMmacHbIX BEIIeCTB, HAOIMIOaeTcss 3HauuTedbHoe HakomiieHue ABK, a
MOMEHTY co3peBaHusi (o0Oe3BokuBaHusi) ypoBeHb ABK cHuxaercs
[Rademacher, Drabe, 1984; Skriver, Mundy, 1990; Bousget etal., 1990;
[MakupoBa u gap., 1994]. 3penvie cemeHa, CHOCOOHBIE MpopacTaTh B
MPUPOIHBIX yCIoBUsIX, coaepkaT ABK B BecbMa HU3KOM, HE HHTHOUPYIOIIEH
pOCT KOHUEHTpalud, W MOXKHO MPEANoJIOKUTh, 4YTOo poiab ABK B
IIPOPACTAaHUU CEMSIH CBOAMTCS HE TOJIBKO K OTCYTCTBHUIO MHIMOHMPYIOLIETO
apdekTa, HO U K CTUMYJIHUPOBAHHUIO KAKUX-TO IPOLIECCOB, CBS3aHHBIX C
npopactanueM [OOpyueBa u ap., 1985; Walker-Simmons, 1987; Morris,
1989; Hukomaesa, 1993; Bour u np., 1994].

ABK, BeposiTHO, MOXXHO OTHECTH K YHCIYy OCHOBHBIX (DaKTOpOB
TOPMOXKEHUSI TE€X WIM HMHBIX IPOLECCOB MeTadolu3Ma B CBA3M C HX
¢uznonornyeckoil He06X0AUMOCThIO0. OUEeBHUIHO, B ATOM 3aKIIIOYAETCS €€
Ba)KHAs pOJIb B PEryJALMH NPOLECCOB CTAapeHHs TKaHEW, MOAJEpKaHUs
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COCTOSIHUS TIOKOSI CEMSIH M TTOYEK W CHIYKCHUH aKTHBHOCTH META0O0TUICCKUX
MPOLIECCOB B JKECTKUX CTpecCOBbIX cutyanusax [Kymaesa, 1982; 1987; 1994;
Menexos, 1985; MypomueB u np., 1987; Kedpenu u ap.,1989; Hoffmann-
Benning, Kende, 1992; Bonr u ap., 1994; Jackson, 1997; lllakuposa, 1999].
[Ipu wHeoOxomumoctu ABK Moxer ObicTpo  00pa3oBbIBaThCA U3
KapOTMHOMJIOB  4Y€pe3  KCAHTOKCUH  (XOTS  OCHOBHBIM  IEPBHUYHBIM
MPEAIIECTBEHHUKOM SIBJIIETCS MEBAJOHOBAsl KHCIIOTAa), HAKaIlJIUBAaTbC U
OBICTPO  WMHAKTUBUPOBATHCS B  (ha3eeByl0 KHUCJIOTYy, a 3aTeM B
muruapodazeeByro kuciaory [Bray, 1993; Kende, Zeevaart, 1997; Cutler,
Krochko, 1999], obGecreunBas TakuM oOpa3oM 0OpaTUMOE TOPMOKCHHE
mporiecca, KOTOPBI MOXET MOJTHOCThI0 HOPMAJIM30BATHCSA TOCIE TafCHUS
koHueHTpaiuu ABK [MypowmiieB u ap., 1987].

Tenepp yxe xopomo JokazaHo, u4to wuMeHHO ABK wurpaer
CYILLIECTBEHHYIO pOJIb B HMHIYKIIMM CHUHTE3a psAna 3amacHblx Rab (ABA-
responsible) OenkoB B Xo0Je co3peBaHUs W OOE3BOXKMBAHUS CEMSH W,
BEPOSITHO, OCIKOB, OJOKUPYIONIMX MPEKACBPEMEHHOE MPOpPACTaHUE CEMSH,
XOTs cHeu(pUIECKUX UMEHHO JUIsl TIpopacTaHusi OEIKOB-MapKepOB MOKa HE
Harimeno [Bewley, 1997]. K takum Rab 6Genkam, B 4aCTHOCTH, OTHOCSTCS
oenku cemerictBa LEA (late embryogenesis abundant), Bkitouaromue psif
ro0ynuHOB, Em, peruapuHbl, KOTOpbIE OBICTPO ACTPAIUPYIOT TPHU
3amaunBanuu [Barratt, 1986; Skriver, Mundy, 1990; Holappa, Walker-
Simmons, 1995; Bewley, 1997; Busk, Pages, 1998]. ®ynkmuonaibHas
3HauuMocTh ABK-unaynupyempix LEA GenkoB, BEpOSTHO, 3aKIOYaeTCs B
CTaOMIIM3alMKU KJIETOYHBIX OEJKOB B YCIOBHUSX IIyOOKOTro 00€3BOKMBaHUS,
MOCKOJBKY HX XapaKTEPHOM OCOOCHHOCTBIO SBJISIETCS TUAPO(UIBHOCTD
[Dure et al., 1989; Bray, 1993; Ismail et al., 1999].

BoisiBeHbl  paznuyHble  TyTH  peryisuuu - 3kcnpeccun  ABK-
WHIYIIUPYEMBIX TeHOB. Tak, skcipeccus TeHOB 2-x 6enkoB (7S rio0ynuHa u
Em), xapakTepHBIX UIsi 3peNbIX 3apOMBIINICH TIICHHIIBI, MO-Pa3HOMY
pearupyeT Ha WHTHOUTOPHI TPAHCKPHUIIIUKA W TPAHCISAIUU: aAKKyMYJISIUS
MPHK 7S rmobynmHa wHrHOUpyeTcs IUKIOTeKCUMHUAOM, 3(h()EKTUBHBIM
MHrUOUTOpOM cuHTe3a Oeinka Ha 80S pubocomax, Torna kak cuHte3 MPHK
Em nHe 3aBucuT oT cuHTe3a Oenka de novo [Williamson, Quatrano, 1988].
HHTEepecHo, 4TO B 3TOT XK€ MEPHOJ dMOpHOTeHe3a 3apOAbIIIeH MIICHUIIBI
HaO0JII0/1aeTCsl MAaCCUPOBAHHBIA CHUHTE3 €llle OJAHOro OeKa, SKCIpeccus reHa
KoToporo KoHTpoiupyercs ABK. DTo arrmoTUHUH 3apojbiiia MIIEHUIIBI
(A3I1) [Raikhel, Quatrano, 1986; Mansfield, Raikhel, 1990], koTtopsIii Takxe
MOXeT ObITh OTHeceH K Rab Oenmkam [Skriver, Mundy, 1990], onHako oH He
SBIIICTCS 3alacHbIM OEJIKOM, MOCKOJBKY MPUCYI PACTEHUSM MIICHUIIHI B
xozae Bcero ontoreHe3a [Mishkind et al., 1980; Raikhel et al., 1984; 1986;
[ITakuponsa, 1999].
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B 10 xe BpeMs ocoOblii uHTEpec y uccienoBarenei BoizbiBaeT ABK
BCBSI3M ¢ TpobsieMoil crpecc-ycTtounBocTu pacteHud. Poib  ABK
(npenodpabotka pacrenuid ABK) B moBbIlIeHHH YyCTOMYMBOCTU PACTEHUN HE
BbI3bIBACT COMHEHUM. ABK MmoBbIIaeT yCTOMYMBOCTH HE TOJBKO MPH 3aCyXE€,
npenoTBpamias MOTepr0 KIETKaMH BOJbI, HAMpUMEpP, Yepe3 MEXaHHU3M
3aKpbIBAHMS YCTHUII, €€ MPOTEKTOPHBIE CBOMCTBA MPOSIBIISIIOTCS TIPU THUIIO- U
TUNIEPTEPMUH, 3acojieHuu, maroreHese u T.4. [Skriver, Mundy, 1990;
Robertson et al., 1994; Anderson etal., 1994; Moons etal., 1995; 1997;
Holappa, Walker-Simmons, 1995; Hughes, Dunn, 1996; Leung, Giraudat,
1998; Xiong et al., 1999]. OTo cBumerenscTBYET 0 KitoueBoi ponn ABK B
WHIYKIIUW 3alATHBIX MEXaHW3MOB pACTEHWH B OTBET HAa BO3JCHCTBUE
pa3HO0Opa3HBIX HEOIATOMPHUATHBIX (DAKTOPOB OKPYIKAIOIICH CPEJIbI.

JlonoIHUTENBHBIMU JI0Ka3aTelbcTBaMU BoBiieueHusi ABK B pasBurtue
CTpecc-aJlanTallid PacTeHH MOTYT CIYXHTh JaHHbIE 00 YBEJIUYCHUH
comepkannsi ABK y pacTeHuil B CTpecCOBBIX CHUTyalldsX, a TakxKe
ucroiab3oBanue B omnbiTax ABK-gedunutHbIX MyTaHTOB. JleHCTBUTEILHO,
pa3IMYHBIE IO MIPUPOJIE CTPECCOBBIE BO3ACHCTBHUS BHI3HIBAIOT HAKOIUICHUE B
tkaHsx ABK: 3acyxa [IlycroBoiitoBa, 1981; Quarrie, 1989; Lang etal.,
1994], Bommsenii nedunur [Bray,1993; Curry etal.,1991; Williams et al.,
1994; Jackson, 1997], 3acomenue [Singh etal., 1987; Bostock, Quatrano,
1992; Moons etal., 1997; lllakupoBa u ap., 1998], ocmoTrueckuii 10K
[Skriver, Mundy, 1990; Moons etal., 1995], BwICOKHE u HHU3KHE
temriepatypbsl [EppemoB u np.,1992; IllakupoBa u ap., 1995; Shakirova
etal., 1996; Hughes, Dunn, 1996; IloneBoit u ap., 1997], 3apaxenue
¢uronarorenHbiMu rpudamu [Pegg, 1985; IllakupoBa u ap., 1994; Baciox,
1995; MakcumoB u ap., 1996], nonsl Tskenbix MeTamuioB [TamanoBa u ap.,
1999] u npyrue dakTophI.

OuyeBHUJIHO, YTO CcTpecc-UHAyLUHMpoBaHHOE HakoruieHue ABK Moxer
OBITh OTHECEHO K YHHBEPCAIBHOW HECTICIM(PUICCKON PEaKIUd W CIIYXKUTh
OJIHUM W3 TMPOSBICHHH PEaKIMU 3aIllUTHOTO TOPMOXKEHHS MeTaboIm3Ma
[MenexoB, 1985], mO3BOJSAIONIETO PACTEHUSM «IEPEKUTH» CTPECCOBBIC
CUTyallMl C HanMeHbIMMHU notepsamu [KupmyHckas, [llamosanos, 1987,
[MakupoBa, 1999]. Ilpu 3TOM Ha (OHE CHWKEHHS XapaKTEpPHBIX JUJIs
HOpMaJbHBIX ycioBuil OenkoB, ABK wuHaynmupyer HOBOOOpa3oBaHUe
HEMaJIOro KoJinuecTBa crenuduyeckux s Hee Rab OenkoB. Dtu Oenku
CIIpaBEJTUBO MOXXHO OTHECTH K CTPECCOBBIM OejKkaM, IOCKOJBKY
OOJBIIMHCTBO W3 HHUX MHAYIUPYETCS B OTBET Ha pa3sHOOOpas3HbIC
MOBPEXKIAIOIIME BO3ACHCTBHUSA, U CeiYac MHTEHCUBHO M3YUYalOTCSI MEXaHU3MBI
pPEeryJIAIMU WX CHHTE3a, CTPYKTypa, CBOMCTBA, a TaKKe HX 3HAUYCHHE B
ajanTalyy pacTeHUN K M3MEHsIomuMcs yciaoBusiM cpenbl [Kynaesa, 1994;

15



Moons et al., 1997; Leung, Giraudat, 1998; Busk, Pages, 1998; Xiong et al.,
1999].

Takum o6pa3om, ABK, BeposiTHO, siBIsieTCS OOIIMM MEIUATOPOM
pacTeHUil Ha CTPECCOBBIE BO3JICHCTBUS, OKA3bIBasi BIUSHUE HA U3MEHEHUE B
X KJIEeTKaX TeHHOM JKcmpeccuu. Tak, 4eTKO MPOCIEeKEHAa CBSI3b MEKIY
uHayknuedn mox BnusHueM ABK cuHTE3a CTpeccoBBIX O€IKOB, a TakKe
COEJIMHEHUI CO CBOMCTBAMHM OCMOIIPOTEKTAHTOB (HampHUMep, MPOJIMHA WU
IPOJMH-O0raThiX OE€JIKOB) M YCTOMYMBOCTBIO BETETUPYIOIIMX PACTEHUH U
KJIETOK B CYCIIEH3MOHHOHU KYJIbTYpPE K CTPECCY, BHI3BAHHOMY OCMOTHYECKUM
IIIOKOM, 3aCYXOH, 3acojieHueM, oxyiakaeHueMm u T.1. [Robertson et al., 1994;
Moons etal., 1995; 1997; Chai et al., 1998; Hare etal., 1999]. K Takum
ABK-—uHIynmupyeMbIM B CTPECCOBBIX CHTYallUAX THAPOPUIHHBIM OeIKaM
OTHOCATCA BbllleHa3BaHHble LEA Oenku, XapakTepHble Uil TO3JIHETO
AMOpUOreHe3a B MEPHUOJ] €CTECTBEHHOTO B X0JI€ CO3pEeBaHUsl 00E3BOKUBAHUS
CEMSIH U OOBIYHO HE OOHAPYKUBAIOIIUECS B BETETUPYIOIIUX PACTCHUSIX.

B paborax Moons etal. [1995], a Taxxke Close [1997] mpuBenen
NOAPOOHBIA  aHAIW3 JIUTEPATYPHBIX JAaHHBIX OO0 YCWICHHH YPOBHS
JKCOpEecCUn psga rab TEHOB, OTHOCSIIMXCS K ceMeilctBaM lea, mpu
BO3JICMCTBUM  3acojieHUs, O0e3BOKMBaHMS uiu xonona. llpu »3TOoM
€CTECTBEHHBIC SKOTHITBI, MCIOJB3Ysl MEXaHM3Mbl WHAYKIHH cuHTe3a LEA
0eJIKOB, 00J1aJJal0T KOMIUJIEKCHOM YCTOMYMBOCTHIO K ATUM CTpecc-(haKTopam.
[To aMUHOKHUCTOTHBIM MOCJIEA0BATENLHOCTSIM 3TH OCJIKHU MOAPA3ICIAIOTCS Ha
HECKOJIBKO rpynn [Dure et al., 1989]. Tak, Harpumep,
LEA/Rab/neruapuHoBeie  O€JKH, OTHOCAIIMECS K Tpymme 2, OOBIYHO
HAKaIUTMBAIOTCS. B PACTEHUSX pUCA, SUMEHS, KYKYypy3bl M HEKOTOPBIX
JIBYAOJIBHBIX B OTBET HA JETUIPATAINIO, BBI3BAaHHYI0 O00€3BOKHBAHUEM,
3aCOJICHUEM WIHM OXJIAKIECHUEM; B MPOPOCTKax siumeHsi cuHTe3 LEA GenkoB
rpynnsl 3 UHAYLUPYETCs Aeruaparanueii, xonoaom, sk3oreHHOM ABK wu
cimabee 3aconmenueM u T.a4. [Moons et al., 1995]. Takum o6pazom, Rab/LEA
OenKy, OYEeBUIHO, yYAaCTBYIOT B HECICIU(PUICCKON 3aIIUTE KICTOYHBIX
CTPYKTYp, B YaCTHOCTM KOHCTUTYTHUBHBIX O€JTKOB OT JCHATypaIluw,
BbI3bIBAEMOM Jleruapatupyromumu  (aktopamu cpeasl [Blackman et al.,
1993; Ismail et al., 1999; Wisniewski et al., 1999].

VYke M0CTaTOYHO OOJBIIIOE KOJIWYECTBO 7rab TEHOB, JKCIPECCHUS
KOTOpPBIX ~ MHIYLHMPYETCS  TakXe  CTPECCOBBIMM  BO3JCHCTBUAMM,
UJACHTU(GUIIMPOBAHO, OJHAKO WX POJb B TEPBOHAYAIBLHON HWHUIMAIIUU
BOCTIpUATUS M TEpelaydl CTPECCOBOTO CHTHala 10 KoHua He sicHa. [lo-
BUJMMOMY, OYCHb BaXXHYIO POJIb B 3TOM IEMH MOTYT UTPaTh IPOTCHHKUHA3HI,
B 4YacTHOCTH Rab mpoTemHkHHa3a MHICHUIBI, peryjJupyeMas Takke
NOJBSIAaHUEM, HU3KOW TeMIlepaTypoll U ocMoTudeckuM crpeccom [Holappa,
Walker-Simmons,  1995] wu  peuentop-nojgoOHasi  NPOTEMHKUHA3a
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apabunoncuca [Hong etal.,, 1997]. HurepecHo, 4to »3Kcmpeccus TreHa
MOCJIEAHEr0 OeJika MOXKET WHIYIUPOBATHCS O00E3BOKMBAHUEM HE3aBHCHUMO
or ABK [Hong etal., 1997], To ecTh MOT'yT CyIlIECTBOBaTh MapajjieibHbIC
MyTH BKJIIOYEHUS DKCIIPECCUU OJHOTO U TOTO K€ T'€Ha, YyBCTBUTEIHHOTO U
HeuyBcTBUTENbHOTO K ABK. B KOpHSIX mpOpOCTKOB TOMAaTa TakX e BBISBICH
He3aBUCUMBIM OoT ABK cHuHTE3 MHAyUHMpYeMBbIX 3aCOJICHHEM OEIKOB, XOTS
ypoBeHb 3Ha0reHHOM ABK B ycnmoBusx crtpecca Bo3pactaeT BaBoe [Chen,
Plant, 1999]. MHTepecHO, YTO OCMOTHYECKHI IIOK BBI3BIBAET OBICTPYIO
AKTUBALUIO MHIYUUPYEMOMN CaTuLUIOBOM KUCIOTOW mpoTenHKrnHa3bl ASKI1
B kieTkax tabaka [Mikolajczyk et al., 2000]. Kpome Toro, uMeroTcsi 1aHHbIE
o moBbeimieHnn 1107 BiaugHueM ABK I'Td-cBga3bBaroniei akKTHUBHOCTHU
MeMOpaHHbBIX OCJIKOB B 3apOJIbIIIAX STYMEHS, MO3BOJISIONINE MPEoIaraTb ux
BOBJICUEHHUE B HEUTpanu3anuio nHruoupyromiero s¢pdexra ABK mpopacranus
3apojsiiiei. [Visser et al., 1999].

[Toka3aHo, YTO TOJIEPAHTHOCTH KJETOK B CYCHEH3MOHHOH KyJIbType
KocTpa Oe3zocTtoro K rumeprepmun cBsizana ¢ ABK-uHaynupyeMbim
CHUHTE30M OOJIBIIIOTO YHCIIa HU3KOMOJEKYJISIPHBIX OEJIKOB TEIUIOBOTO IIOKa
(BTIHI) [Robertson et al., 1994]. Bmecte ¢ TemM MakcUMalbHas 3aluTa OT
MOBBIIMICHHON TEMIIepaTyphl BBISIBISUIACH TMPU COBMECTHOM 00paboTke
cycneH3snoHHbIx kineTtok ABK u 8 %-Holl caxapo3oi, 4TO yKa3blBaeT Ha
KOOIEPAaTUBHOE B3aUMOJECHCTBHE CTPECCOBBIX OEJIKOB U OCMOJHUTOB B
MEXaHU3MaxX CTPECC-TOJIEPAaHTHOCTH — 3amuTe OeTkoB W MeMmOpaH oOT
BBI3BAHHOW THUMEPTEPMHUEH JIeHATypaluu. ODTHUMHU K€ aBTOpaMu ObLIO
BBISIBJIEHO, 4YTO OJk3oreHHas AbBK wuHAymupyer Kpocc-aganTaiuio
CYCIIEH3UOHHBIX KJIETOK K 3aMOPa)KUBAHUIO, TEIJIOBOMY IIOKY M 3aCOJICHUIO
0e3 mpeaBapuUTEIbLHOTO BO3IEUCTBUS KAKOT0-T1M00 U3 3TUX cTpecc-(hakTOpoB
[Ishikawa et al., 1995].

CuuTaeTcsi, 4YTO CHHTE3 CTPECCOBBIX OCIKOB HMHIYIUPYETCS TIPH
BO3JICHCTBUHM HEOIAronmpuATHBIX (aKTOPOB CpEabl, OJHAKO JCTATbHBIN
aHaM3 OOHAPYKMBAET HATMYNE HEKOTOPHIE U3 HUX, TIPaB/a, HHOTJA B OYCHB
HE3HAUNTEIHHBIX KOJUYECTBAX, B KJIETKAX NPH HOPMAIBHBIX YCIOBUIX
[Robertson et al., 1994; Pareek et al., 1997]. Tak, BT OsHSP110 B kimeTkax
pacTeHUl puca SBIACTCS KOHCTUTYTHUBHBIM OEITKOM, OJHAKO €ro ypOBEHb
BO3pacTaeT TpH JCHCTBUM TEIUIOBOTO IIMOKA, a Takke 00€3BOKMBAHUA,
HU3KOW TEMIIEpaTypbl W 3aCOJICHHS, NMPUYEM HHTEPECHO, YTO MOCICIHUN
CTpecc HWHAYIHUpyeT Ooyiee, 4eM TpPEXKpaTHOE NPEBHIIICHHE HAKOIUICHUS
aTOrO O€NiKa, B CpaBHEHUHU C jAeiicTBHeM rumneprepmuun [Singla et al., 1997].
BTHI Qs HSP17 u ocMmoTtun-mogo0HbI Oemok Qs OLP HakamimBaroTcs B
Moykax Jay0a U MOTYT UTpaTh BaKHYIO POJIb B MOJIEPKAHUS UX B COCTOSTHUU
nokos [Pla et al., 1998]. Hekoropsie BTII crocoOHbI (hyHKIIMOHUPOBATH B
KJIETKAaX MPU OOBIYHBIX YCIOBHSIX B KaUeCTBE MOJIEKYJISIPHBIX IIAMIEPOHOB U
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y4acTBOBaTh B KOHPOPMALIMM CUHTE3UPYEMbIX MOJIUMENTUIOB U COOPKE UX B
oenkoBbie Komruiekchl [Vierling, 1991; Amnekcanapos, Kucmiok, 1994].
BrisiBiieno, uro sugorennas ABK, konnuecTBo KOTOpoil B HEOIaronpusTHhIX
YCIOBHSIX MOKET OBICTPO M TPAH3UTHO BO3PACTaTh B HECKOJBKO pas3, TaK ke,
kak u ok3oreHHas ABK B orcyrctBuUM cTpecc-(hakTOpoB, MHOTOKPATHO
uHayupyer skcnpeccuto reHoB BTII [Robertson etal., 1994]. 3to
CIIPaBEIJIMBO U MO OTHOLIECHUIO PSJa TEHOB, PErYJIUPYEMBIX OCMOTHYECKUM
mokoM [Deleu et al., 1999] u BogasiM nedururom [Cohen et al., 1999].

Nwmerotest nannbie 00 yyactun ABK B HOpMalIbHOM MHIyKLIIMHA CHHTE3a
Oenka 26-x/l B kieTkax pacTeHuil Tabaka, KOJUYECTBO KOTOPOTO CHUJIBHO
Bo3pactaeT B npucyTcTBuu NaCl, mpuueM HakomjieHHe OejKka CBSI3aHO C
pPE3KMM  BBI3BAaHHBIM  3acojieHueM yBenaudueHueM ypoBHsS ABK wu
MOCJIEAYIOIIEN TOJIEPAHTHOCTBIO KJIETOK PACTEHHI K JAaHHOMY BO3JICUCTBUIO
[Singh etal., 1985; 1987]. Buecenue B cpemy wunkybOamuu NaCl wuam
MOJIMATWICHTJIUKOJISI TPUBOAUT K TPaH3UTHOMY HAKOIUIEHHIO Kak Asrl
MPHK, tak u Asrl 6enka B mpopoCTKax TOMaTa, XOTs B OOBIYHBIX YCIOBHUAX
UX COAEp)KaHWE JIOBOJIBHO HHU3KOE; IPUYEM B MEXAaHU3MBI CTpecC-
WHIyUMPOBAHHOW AKTUBAlIMM SKCIPECCUU TeHa Asrl TakKe BOBIIEKAETCS
ABK [Amitai-Zeigerson et al., 1995].

Taxkum oOpazom, ABK, ypoBeHb KOTOpPOil B KJIETKaxX MOXET OYCHb
OBICTPO M3MEHATHCA TMOJ] BIUSHUEM pa3HOOOpa3HbIX CTpecc-(haKTOpOB,
BIIOJTHE MOKET CIY>KUTh SHIOTEHHBIM CHUTHAJIOM, CIOCOOHBIM BKJIIOYATh
MEXaHU3Mbl aJanTalid W OOECleYMBaTh B3aMMOCBS3b OPraHOB B IIEJIOM
pacTeHUH B OTBET Ha HeOjarompusiTHoe Bo3zeicTBue [Jackson, 1997]. Bce
ATO yKa3bIlBaeT Ha KitoueByro poib ABK B perymsuuu Hecnenupuyeckon
YCTOWYHUBOCTHU PACTCHUMU.

MexaHu3Mbl YCTOHYHBOCTH PACTEeHHUH K (pUTONMATOreHAM

3alUTHBIE MEXaHU3Mbl PACTEHUN K (PUTOMATOrE€HAM MOXHO YCIIOBHO
MOJpA3IeTUTh Ha KOHCTUTYTHMBHbIE (IIACCUBHBIE) W HWHIYLIMPOBAHHbIE
(axTuBHBIE). K MaccUBHBIM MOKHO OTHECTH CBOMCTBA pacTeHUU, MPHUCYLIUE
pacTUTENbHBIM  OpraHW3MaM BHE  3aBUCUMOCTM OT  KOHTAaKTa C
00JIC3HETBOPHBIMM areHTaMu: aHaTOMO-Mop(doiorunyeckue OCOOEHHOCTH,
XUMUYECKUN COCTaB TKaHEH, CKOpPOCTh MPOXOXACHUS (a3 OHTOreHe3a,
XapaKTepHbIE JJI1 pacTeHUN (U3HOJOTUYECKHE U OMOXMMHYECKUE CHUCTEMBI,
HaxXOJsIIMECSd B COCTOSHMM TOTOBHOCTH IIPEMSATCTBOBAaTH BHEIPEHUIO U
Pa3BUTHUIO MTATOr€HA. AKTUBHBIE PEaKIIMM HA BHEAPEHUE MAaTOre€HA WK TaKUX
MOBPEXAAIOIINX areHTOB, KaK TMOpaHeHHEe, JJIHCUTOPbl OHOTHYECKOW U
aOMOTUYECKON MpUpo B! (ITPaBaa, K UX YUCITY MOKHO OTHECTH U aKTUBALIMIO
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MAacCCUBHBIX  MEXAaHU3MOB, Hampumep, ¢opcupoBaHue 00pa3oBaHUS
bu3MUecCKUX U XUMHUYECKUMX OaphepoB Ha IyTH MaroreHa) [AHIpees,
Tanuesa, 1991]. AKTUBHBIE MEXaHU3Mbl YCTOMYMBOCTH YaIlle BCETO CBSA3aHBI
C U3MEHEHUSIMH B CIEKTPE IKCIPECCUPYEMBIX T'€HOB, KOAUPYIOIIUX OCIKH,
obOecrnieunBaroIIre 3amuTry oT naroreHoB [Dixon, Palva, 1995; TapueBckuii,
2000]. Ilepuon axkTHMBAUMM 3alIUTHBIX MEXAHU3MOB B pACTEHUSX IMPHU
BO3JICUCTBUM OMOTHUYECKOTO CTpecca MpeACTaBisieTcss Haubojaee BaXKHBIM B
CBSI3M C TMPOOJEMON TMOBBIIMICHHUS YCTOMYMBOCTU, TIOITOMY IE€IECO00Pa3HO
OCTaHOBHUTBHCS HA HEM 0oJiee Mo IpoOHO.

NuduumpoBanue Bo30yIUTENSIMU  pa3HbIX OOJE3HEW  sIBISETCS
pacnpoCTpaHEHHBIM CTPECCOBBIM BO3JICHCTBUEM, BBI3BIBAIOIIAM OOBIYHO
KacKaJ METAa0OJUYCCKUX HW3MEHCHHH, KOTOpPhIE MOXKHO CYMMHPOBATh Kak
MYJIbTUKOMIOHEHTHbIE OTBEThl. OHHM BKJIIOYAIOT HAKOIUICHHE MOJUCAXapoB,
(dheHoJI0B, TUTHUHA, CyOepHuHa, (UTOATECKCUHOB U (DUTOHIIMIOB U (DEPMEHTOB,
YYaCTBYIOIIMX B UX CHUHTE3€, THIPOKCUIIPOJIUHOOTATHIX OENKOB, MHAYKIUIO
CUHTE3a U YBEIMYECHHUS YpPOBHS TaK Ha3biBaeMbIx «pathogenesis-related»
(PR)-6enkoB, B 4aCTHOCTH, XWTWHA3, TJIIOKaHA3, UHTHOUTOPOB IMPOTEHHA3,
JIPYTUX CTPECCOBBIX OENKOB, HApUMeEp, Mepokcuaas u T.4. [UYurpun, 1986;
CaBuu, 1989; Kiraly et al.,1991; Kolattukudy et al., 1995; wsixoB, 1994;
Dixon, Palva, 1995; Hammond-Kosack, Gones, 1996; Mauch-Mani,
Metraux, 1998; Ryan, 2000].

JIOBOJIBHO CHIOKHO OBIBa€T OLIEHUTH JOJI0 BKJIAJa TE€X WM HHBIX
MEXaHU3MOB B 3alllUTE PACTEHUH, MOHATh MX CYLIHOCTb, BBIWICHSS IJIS
U3YYEHUS U3MEHEHUE CKOPOCTH KaKOro-iTuOo Mpolecca WM COJepKaHUs
KOHKPETHOTO COEIMHEHMUS, TOCKOJIBKY TOT WJIM MHOM UCXOJ B3aUMOICHCTBHUS
«IApTHEPOB», OTHOCSIIMXCS K PAa3JIMYHBIM TaKCOHAM, Oa3upyercs Ha
CIIO)KHOM U JIMHAMUYHOM B3aUMOJEHCTBUU MHOTHX (DAaKTOPOB KaK CO
CTOPOHBI PACTEHUSA-X0341HA, TaK U natoreHa [Yurpun, 1986; JIpsikos, 1994;
Knogge, 1996]. [losToMy HEyAUBUTENHHO, YTO OJMH MIPU3HAK HEIOCTATOYEH,
9TOOBI CyaUTh 00 YpOBHE YCTOMYHMBOCTH PACTCHHH K TATOTEHY, KOTOPBIN
JOCTUTAETCS. ~ COBOKYNMHBIM  WJIM  IOCJEJOBATEIbHBIM  BKJIIOYEHHUEM
HECKOJBKMX MEXaHMW3MOB, YacTO pPa3HbIX B 3aBUCUMOCTH OT HPUPOJbI
¢uTonaToreHa u pacteHus-xo3suHa [Ykanukos, 1996].

TeM He MeHee creayer CIEeHUaIbHO OTMETUTh, 4YTO H3MEHEHHUE
WHTEHCUBHOCTM CHHTE€3a W YPOBHS OOJIBIIMHCTBA MEPEUYMCICHHBIX
KOMITOHEHTOB II€JI0OM CUCTEMBI OTBETOB CKOpPEE BCETO MOXHO OTHECTH K
HECTIeIU(PUIECKUM PEaKIUsIM, MOCKOJIbKY OHM WHIYIIUPYIOTCS MaToreHaMu
pasHOW mpuponsl (TpuOBI, OakTepuu, BHUPYCHI M T.O.) U HE TOJIBKO
MaToreHaMy, HO 4acTo M IMOopaHeHueM (TIpaBja, MOpaHEHUE, KaK IMPaBWIIo,
SABJISIETCS. ~ HEOOXOJUMBIM  YCIIOBUEM  TMPOHUKHOBEHHUSI  IATOTCHOB),
AJIUCUTOPAMH, XHMUYECKHUMHM  areHTaMH, TEMIIEPATYPHBIM  IIIOKOM,
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OHAOTECHHBIMH PETYJATOPAMH POCTa, YTO M OOCYXKIAeTCS B OOJBIITMHCTBE
MPOLIMTUPOBAHHBIX  BhIIe  pabor.  CremoBaTeNbHO,  paccMaTpuBas
MEXaHU3Mbl AaKTHBHBIX 3aIUTHBIX PEAKIIUH PACTCHHM, BOBJICKAIOUIUXCS B
bOopMHpOBaHWE YCTOMYMBOCTH K 3apaKCHHIO, CKOpPEe BCEro, MOYKHO
TOBOPHUTH O PAa3BUTHH YCTOMYMBOCTH K (PUTOMATOTEHAM KaK K YacTHOMY
CIIy4aro M3 pa3HOOOpa3HbIX CTpeccoBbIX (pakTopoB [Dixon, Palva, 1995].

[leHTpasibHBIM 3BEHOM B peryisnud (OPMHPOBAHUS OTBETHBIX
peaknuii PaCTUTEIBHBIX OPraHU3MOB Ha WHOUIMPOBAHUE, BEPOSITHO,
SBIIIETCS TOPMOHAJIbHAS CHCTEMa, TPUYEM B 3TOM CIIy4ae WUMEET MECTO
CJIOXKHAsl KapTHHA aKTHBHOTO B3aWMOBJIUSHUS TOPMOHAIBHBIX CHUCTEM JIBYX
MApPTHEPOB, OINPEACISIONICTO XapaKTep Pa3BUTHSA 3alIUTHBIX MEXAHH3MOB
pacTeHuil K (PUTOMAaTOreHaM W pPa3BUTHS MEXaHHU3MOB (PUTOIATOTCHOB IS
o0ecIieueHusl MX yCHEIIHOTo mapasutupoBanus. OO0 3TOM CBHIETEIBCTBYIOT,
C OJHOW CTOPOHBI, HCCJIACAOBAHHMS IO aHAIM3y OalaHca DSHJIOTCHHBIX
TOPMOHOB OOJIBHOTO PACTCHHSI M BIIMSHHUIO SK30TCHHBIX (PUTOTOPMOHOB Ha
pa3IUYHBIC MPOIECCHI META00IM3Ma PACTUTEIIBHBIX KIIETOK, BOBJICKAFOIIHXCS
B 3allUTy OT TATOTCHOB, PabOThI IO OICHKE CIIOCOOHOCTH TPUOHBIX
MaTOICHOB CHHTE3UPOBATh BEIIECTBA (PUTOTOPMOHAIBLHON MPUPOABI H
TUHAMUKHA WX COJIEp)KaHMs B TMpollecce JKU3HEHHOrOo IHKIa, C JAPYrou
cropossl [Hurpun, 1986; Ukanukos u 1p., 1990; Bosget et al., 1990; Hughes,
Dickerson, 1990; Poupet etal., 1990; Li, Heath, 1990; Tanuesna,
Ounumonona, 1992; Ilpouenko u ap., 1993; BonwmHen u ap., 1993a,0;
Anppees, Tanmuesa, 1996; Makcumos u 1p., 1996, 2000].

Bormpockl, kacaromuecst 3Ha4CHUST N3MECHEHUH TOPMOHAIBHOTO CTaTyca
OOJMBHOTO pacTeHus TpU UHPUIMPOBAHMH TPUOHBIMU TMATOTEHAMH,
pPa3IMYaAOIIMMUCS 10 TUITY MUTaHHSA, OYIyT CHENHUabHO PacCMOTPEHBI B
riaBe 4.

Yamie Bcero axTUBaIlUs MEXaHU3MOB YCTOMYMBOCTU CBsi3aHa C
WHIYKIMEH WIN YCUJICHHEM DKCIPECCUM T'€HOB OENKOB, 3aJ€HCTBOBAaHHBIX B
cUCTeMe OTBeTa pacTeHui Ha maroreH [[IpskoB, 1994; Dixon, Palva, 1995;
Hammond-Kosack, Gones, 1996; Bent, 1996; Tapuesckuii, 2000]. OxgHoit u3
HauOoJiee HW3YUYCHHBIX CHUCTEM 3alllUThl PACTCHUH SBJSICTCS CHHTE3 W
HaKOIUICHHE (PUTOAJEKCUHOB, OOpa3yIoOIUXCSI B OTBET Ha 3apaKCHHE
dbuTONaTOreHAMH, MEXaHMYECKOE IIOpaHEHHWE W JCHCTBUE DIIMCHUTOPOB
[[CopbaueBa u ap., 1991; Unbunckas u ap., 1991; Hammond-Kosack, Gones,
1996;  OsepenkoBckas, 1999]. Dro mnpousBoAgHBIE  MeTabOIM3Ma
dbenunmnponanougos [Collinge, Slusarenko, 1987; Dixon, Palva, 1995]. K
ATOU TPYyNIE COSAUHEHUN OTHOCSTCS CECKBUTEPIEHOWBI, N30()IIaBOHOUIBI,
muruapodeHanTpeHbl u Jap. BeposSTHO, OCHOBHBIM MEXaHH3MOM KOHTPOJIS
CUHTE3a U coJiepKaHusi (PUTOAIEKCUHOB SIBIISICTCS PETYJSLMS UX OuoreHesa
3a CUeT WHIYKIIMU WU TOJABJICHUS aKTUBHOCTU (DEPMEHTOB, YUaCTBYIOIIUX
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B HeMm, Hanpumep ¢enuwnanannHamMmonuinuassl (DPAJI) [Collinge,
Slusarenko, 1987; Hammond-Kosack, Gones, 1996]. ®uToanekCuHBI
WHTUOUPYIOT POCT TPUOHBIX KJIETOK, BO3MOXKHO, 3a CYET HapylICHUs
LEJTOCTHOCTH MX LUTOIIa3MaTudeckux meMOpan [Mauch-Mani, Slusarenko,
1996].

NudunmpoBanue, o0pabOTKa HSTUIEHOM U DIUCUTOPAMH TaKkKe
BBI3BIBAIOT  YCUJICHHE  AaKTUBHOCTHM  ()EPMEHTOB, YYacTBYIOIIMX B
Moau(dUKalUK  KJIETOYHbIX CTeHOK pactennit — OAJl, mnepokcunaas,
nommderon-okcuaaz. OHU  ydacTBYIOT B oOpa3oBaHum (PEHOJIOB U
nonEeHOJI0B, KOTOPHIE, CBA3BIBASICH CO CTPYKTYPHBIMH O€JIKAMU KJIETOUHBIX
CTEHOK pacTeHHH, yKperuisitoT ux [['opbaueBa u np., 1991]. Baxunas poib B
VKpEIUICHUH OapbhepHBIX CBOMCTB KIETOYHBIX CTEHOK MPUHAJJICHKUT
ACCOLMMPOBAHHBIM C PACTUTENBHBIMU KJIETOYHBIMH CTEHKAMH AaHHOHHBIM
nepoKcuaa3aM, KOTOpble 3aJeiCTBOBAaHBI B CHHTE3€ JIMTHUHA U cyOepuHa
[Kolattukudy et al., 1995; Xatipymnun u ap., 2000].

Jlo 10 % KJIETOYHO-CTEHOYHBIX CTPYKTYPHBIX OCJIKOB MPUXOIAUTCS Ha
JIONII0  OKCHUIPOJIMHOOTaThIX OENKOB, U3 KOTOpPhIX Hamboiee Hu3ydeH
KapTo(enpHbI OENOK 3KCTEHCHH, OTHOCSIIMWCA K KIaccy [-JEKTHUHOB,
[Showalter, 1993], ypoBeHb KOTOpPOTO CYILIECTBEHHO TMOBBIIIACTCS MPHU
unuupoBanuu [Mazau, Esquerre-Tugaye, 1986]. Coneprkanue 3KCTEeHCHHA
peryiaupyercss 3KCTEHCMH mnepokcuaasor [Brownleader etal., 2000].
NHTepecHO, UYTO eOWHWYHAs KOMMS TeHa OJKCTEHCHHA BbIJENEHA W3
apabujorncuca, U 3TOT T'€H KOAMPYET OelIOK C HEOObIYHBIM MOTHBOM, a
YPOBEHb €ro 3KCIPECCUU aKTHUBUPYETCA B OTBET Ha MOpaHeHHEe, 00paboTKy
MetripkacMoHatoM, ABK u canmmumnoBoit kucinotoit [Merkouropoulos et al.,
1999]. BeposiTHO, 5KCTEHCHH TaKK€ BHOCUT Ba)KHbBIN BKJIaJ B APXUTEKTOHUKY
KJIETOYHBIX CTEHOK, M, CJIEIOBATENIbHO, PETYJSLMIO PACTSHKEHUS KIIETOK,
MOCKOJIBKY CIIIMBAHUE €r0 MOJIEKYJ Yepe3 TUPO3UH C yUYaCTHEM MEePOKCUAA3BI
o0Opa3yeT MaTpUKC Ui CBA3BIBAHMSA C TOJHCAXapHuIaMu, LEJUTI0JI030M U
NEKTUHOM, U TMOJU(EHOIaMH, JINTHUHOM U CyOepHHOM, YTO CIIOCOOCTBYET
YTOJILIEHUIO KJIETOYHBIX CTEHOK PACTEHUU U 3aTPyAHEHUIO MPOHHUKHOBEHHS
naroreHa B kjetku [['opbaueBa u np., 1991; Ilponenko, 1996; Dey et al.,
1997]. B ykperieHun KJIE€TOYHBIX CTEHOK Ba)KHYIO POJIb OTBOAAT W TJIMLIMH-
OorateiM OenkaMm Onarojaps HAJIWYUIO THUPO3UHOBBIX OCTAaTKOB BHYTPHU
[JIMIUH-00TaThIX TOBTOPSIOUIMXCS MOTHBOB B TOJIMIENTUIIAX, CHHTE3
KOTOPBIX HWHAyIUpyeTcss npu rpuOoHoM wuHbunupoanuu [Cornels et al.,
2000].
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Ee.mm, CBA3aHHBIC C IATOI'CHE30M

K nHacTosimemy BpeMeHM HaKOIUIEH OOJIbIION (PaKTHUECKUN MaTepuall
00 WHAYKIIMK B pa3IWYHBIX pACTUTEIBHBIX OOBEKTaX B OTBET Ha
MH(ULIMPOBAHKE BUPYCaMHU, OAKTEpUAMH U IpruOaMH CUHTE3a MHOTUX HOBBIX
oenkoB, PR-6enkoB [Van Loon, 1985; Carr, Klessing, 1989; Enpesa, 1991;
Konecnuk, 1991]. Ha ocHOBaHMM 3HAYE€HHIl HMX MOJIEKYJSPHOW MAacCHhI,
CEPOJIOTUYECKUX XaPAKTEPUCTHK, aMHUHOKHCIOTHBIX MOCIEA0BATEIbHOCTEN
OHM TIOJIPA3JEISIIOTCS Ha HECKOJIBKO CEMEHCTB, BKIIIOYAIOIINX, HAIIPUMED, B
pacteHusix Tabaka ot 20 mo 25 pa3nuuHbIX OENKOB, B COCTaB KOTOPBIX
BxomaT [3-1,3-rrokaHa3bl, XWUTHUHA3BI, TEPOKCHUIA3bl, TAyMaTHH-TIOJOOHBIE
oenku, 6enku kinacca PR-1, 0enku, mogoOHbIe MHTHOUTOpaM mpoTenHas [Van
der Bulcke etal., 1990]. Cpeaun HHMX eCThb KHUCIbIE U IICIOYHBIE OCIKH,
MOPOSBIISIIONIME WM HENpOSBISIOMIME (PEPMEHTATUBHYIO  aKTUBHOCTh
[MinbuHckas u ap., 1991].

Oco0oe BHHMMaHUE B CBSI3M C WM3YUYEHHEM MEXaHM3MOB 3allUTHl OT
(GUTONATOTEHOB YACNSAIOT THUIPOJUTUYCCKUM (PEpPMEHTaM XWUTHHA3aM |
B-1,3-rmrokanazam, 3alIMTHAS POJIb KOTOPBIX MPH MATOT€HE3€ HE BBI3BIBACT
comHeHus [Schlumbaum et al.,, 1986; Mauch et al., 1988; Van der Bulcke
etal., 1990; Ward et al., 1991; Hammond-Kosack, Gones, 1996], moatomy
OHM COCTABJISIOT BOXXHYIO 4acTh B cemelicTBax PR-0enkoB. OqHako MoMuMo
y4acTUss B THAPOJW3E  KIETOYHBIX CTCHOK TIpHOOB, OCHOBHBIMHU
KOMITOHEHTAaMU KOTOPBIX SIBJISIOTCA XUTHUH M TiokaH [Bartinicki-Garcia,
1968], oHn MOryT crnocoOCTBOBaTh MHIYKLIHMH APYIHMX 3aIMUTHBIX PEAKLUH.
Tak, omurocaxapuaHble (QParMEeHTHl TPHOHBIX KICTOYHBIX CTCHOK U
OPOAYKTHl ~HMX THIAPOJIW3a BBICTYHNAlOT B  KadeCTBE  DIUCUTOPOB,
WHIYIUPYIONUX 3allATHBIE PEaKIMd B HEWH(DHUIIMPOBAHHBIX TKaHIX
[O3epenkoBckasi,  PomeHckas, 1996; Creelman, Mullet, 1997;
OzepenkoBckast, 1999]: cuntes dpuroanekcunoB [Woloshuk et al., 1991] win
AKCIPECCHI0 TeHOB Apyrux PR-0enkoB, Hampumep WHTHOUTOPOB MPOTEHHA3
[Van der Bulcke et al., 1990; Ryan et al., 1994].

Nurubutopsl mpoTewHa3 00Jaal0T BBICOKOW CHENMU(PUIHOCTHIO K
CBSI3bIBAHMIO MIPOTEHHA3 MAaTOTC€HOB, B CHJIY YEro MOCJIEAHUE TEPSIOT CBOIO
aKTUBHOCTh. B 3TOM M 3akiioyaeTcs HMX BaXHOE 3HAYCHHE B 3allUTE
pacteHuit ot ¢uromnaroreHoB [MoconoB, 1983; Ryan etal., 1994; Ryan,
2000]. Cunrte3 PR-0GenkoB, B TOM 4YHCI€ HWHTHOMTOPOB MPOTEHHA3, U
MOBBIIIICHUE WX AaKTUBHOCTH WHAYIUPYETCS HE TOJBKO MpU 00padOTKe
pPAaCTEHUN DIMCUTOPAMHM, HO W CAJUIMIOBOM M KACMOHOBOM KHUCJIOTaMH,
ATUJIIEHOM, a TAK)KE IPU PAHEBOM CTPECCE, MPUYEM IOCICAHUNA BBI3BIBAECT
CUHTE3 FOPMOHOMOI00HOTO MENTHAa CUCTEMUHA, UTPAIOLIEr0 LEHTPATbHYIO
POJIb B CUTHAJILHOM PETYJISIIIUM YKCIPECCUU 3alUTHRIX TeHOB [Ryan, 2000].
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Kak mnpaBuiio, B 3J0pOBBIX PACTEHUSX YPOBEHb CHUHTE3a MHOTHX
PR-0OenkoB kpaitHe HU3KHI, OOHAPY>KMBAIOTCS CJIEJOBbIE KOJIMYECTBA 3THUX
OenkoB. XOTS HEKOTOpble WX HK30()OPMBI  MOTYT  HaKaruIMBaThCs
KOHCTUTYTHUBHO, HO MPHU 3apakeHUH (UTONATOr€HAMU YPOBEHb IKCIPECCUU
reHoB PR-0enkoB Bo3pactaer B jaecsaTku W coTHU pa3 [Lui etal., 1994],
IpUYEM OHKCIPECCHUsl, HANpUMep TIE€HOB XWUTHHA3 U TJIIOKaHA3, OOBIYHO
HHIyIpyeTcss kKoopauHupoBaHo [Vogeli-Lange etal., 1988; Ward et al.,
1991], uto cocTaBisieT Ba)XKHYK YacTh 3alllMTHOM CTpaTEruu pacTEHHI,

HaIlpaBJICHHOW Ha JUMUTHPOBAHHE POCTAa KJICTOK MHOIrMX rpuOoB [Mauch
et al., 1988; Caruso et al., 1999].

OpHako BaXHO e€mIe pa3 TMOMYEPKHYTh, UYTO OIKCIPECCHUS TCHOB
PR-0enkoB MOXET MPOUCXOAUTH HE TOJBKO B YCIOBHUSAX HHQPHUIIUPOBAHUS
WIM TI0J] BIMSHUEM 3JINCUTOPOB, HO M B X0JIc HOPMAJIbHOT'O OHTOTEHE3a —
IpopacTaHus CEMsSH, IPU [BETCHHM M CTapCHHHM TKaHEH, a TaKke
MOBPEIKJICHUM, BBI3BAHHBIX IOPAaHCHUEM, BO3ICHCTBHEM cojiell Oapwus,
MarHusi, pTyTH, YIbTPapHO0IETOBOTO O0IyUYCHHS, B YCIOBUIX OCMOTHICCKOTO
I0Ka, TIePEeyBIAXKHEHUs, 00pabOTKU XUMHUECKUMH Tipenaparamu, [Van der
Bulcke et al., 1990; Unpunckas u ap., 1991; Enpesa, 1991; Konecauk, 1991;
Ponstein et al., 1994; Kauss, Jeblick, 1996; Creelman, Mullet, 1997; 1997a;
Caruso et al., 1999; Morris et al., 2000].

Bmecte ¢ Tem uHAaynupoBaHWe aOMOTHYCCKUMH (HaKTOpPaMH CPEIbl
CHUHTE3a, Ka3zaJlochb Obl, TakKuX CHeNUPUUECKUX [0 OTHOIICHHIO K
duTonaroreHaM 3allUTHBIX MOJEKYJ, kak PR-Oenku, mo-BuauMomMy, MOXKET
paccMaTpuBaThCAd KaK 3allyCK MEXaHM3Ma IMpejajanTallid pPacTeHHH K
BO3MOXHOMY HMH(MUIIMPOBAHUIO, TIOCKOIBKY OTH CTPECCOBBbIE (haKTOPHI,
0C3yCJIOBHO, CYIIECTBEHHO CHHXKAIOT JKU3HCHHBIH W DHEPreTHYCCKUMA
MOTEHIIMAJI PACTEHUM, YTO JiejaeT uX 0ojiee YSI3BUMBIMHU IIPH TOCIICIYIOMICH
MMaTOT€HHOM arpecCum.

Nmerotcst manHble 00 WHIYKIWWA DKCIPECCUU OTACIBHBIX T'E€HOB
PR-6enkoB ¢uroropmonamu ABK [Chalupkova, Smart, 1994; Moons et al.,
1997], murokuamnamu [Pupet et al., 1990; Simmons et al., 1992; Yuko et al.,
1995], stunenom [Ishige et al., 1991; Simmons et al., 1992; Xu et al., 1994;
O'Donnell et al., 1996], xxacmonatoMm [Xu et al., 1994; Doares et al., 1995;
O'Donnell etal., 1996; Unbuackas u ap., 1996; Creelman, Mullet, 1997,
Ryan, 2000]. OueHp MHOTO JaHHBIX B OTHOILIEHUH WHIAYKIHUH SKCIPECCHH
6omnpmiol rpynmnsl PR-6enkoB camumunoBor kucinoroit (CK), Ha anammse
KOTOPBIX MBI OCTAaHOBHUMCS ITOAPOOHO B CIICIIMAIIBHOM TJIaBE, MOCBAIICHHOM
yuacTtuto CK B pa3BUTHU CTpPECC-yCTOMUUBOCTH PACTCHUH.

Takum oOpaszom, O6osbioe ceMeicTBO PR-0e1K0B MOXKeT BOBIEKAThCS
B (popMHUpOBaHNE YCTOWUYMBOCTH PACTCHHUH HE TOJBKO K (hUTOIMATOTeHAM, HO

U K IIHPOKOMY KpyTy (PakTopoB U cTpeccoBbix cutyauuid. [losTomy Oenku,
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Ha3BaHHbIE B MOMEHT MX OTKpbITUS Kak «pathogenesis-related», B yactHocTH
CBSI3aHHBIE C (DOPMUPOBAHMEM PEAKIMHU THIEPUYBCTBUTEIBHOCTU B TKaHSIX
Tabaka TpU 3apaxeHUu BUpycoM TabauHou mozauku (BTM) [Van Loon,
1985], x0Ts ¥ MPOAOIKAIOT HOCUTh 3TO UMsI, CKOpEE MPUHAJIEXKAT K CTpecC-
HHIyIUpyeMbIM WM cTpeccoBbiM [ExapeBa, 1991; Jung etal.,, 1993] u
3amuTHBIM Oenkam [Ryan, 2000].

Ota rpymma OeIKOB Takke, KaKk W JIPyrue, UMCEIOIIHECs] B apceHae
pacTeHU MEXaHW3Mbl 3allUThl OT TPUOHBIX OOJIE3HEH, BHI3BIBACT
HECOMHEHHBI WHTEpEC VY UCClenoBareieii, O YeM CBHJIETEIbCTBYIOT
MHOTOYHMCJICHHBIC MYOJIMKAIlUKA, KaCalomUecs BCECTOPOHHEIO W3YUYCHHS
POOIEMBI B3aMMOOTHOIIICHHUS ~ PACTEHUSA-TIATOTEHAa  C  TIO3WIUHU
YCTOWYMBOCTH, 3HAHWE KOTOPHIX MOJKET TIO3BOJIMTH IICJICHAIIPABICHHO
yIpaBisTh €10 [Jouanin et al., 1998].

JIEKTHHBI B 3ALIUTHBIX PEAKIUAX NP MHPUUUPOBAHUU PACTCHUH

B ¢opmMupoBanum peaknuii MeKIy pacTeHUEM-X035MHOM U TTaTOTEHOM
BaXHAs poiib oTBoauTcs ¢uronektuHam [Kopone, 1984; Mernuukui,
OzepenkoBekasi, 1985; Jlaxtun, 1987; Cammue etal., 1990; Chrispeels,
Raikhel, 1991; Jlroommosa, 1991; Peumans, Van Damme, 1995; Jouanin
et al., 1998; Espinosa et al., 2000].

JIeKTHHBI — 3TO OCOOBIH KjacCc OEJIKOB WM TJIHUKOIPOTCHJIOB,
Pa3HOOOpPa3HBIX IO CBOCH CTPYKType M OHOXMMHUYECKHUM OCOOCHHOCTSIM,
o0JaaronMX 3aMevyaTeNIbHOW CIIOCOOHOCThIO crenuduuecku U 00paTUMo
CBSI3bIBATh YTJICBOJIbI, HE BBI3BIBAS MX XUMHYECKOT0 mpeBparieHus. O0mum
CBOWCTBOM JIEKTUHOB SBJSIETCS HMX CIOCOOHOCTHh  arrilOTHHUPOBATH
OPUTPOIUTHI KPOBU, M3-3a YETO WX HA3BIBAIOT AarrIIOTHHUHAMU, MPUYEM
arTJIIOTUHAINSA TTOAABISICTCS CHEU(PUISCKAMU yTIEBOAHBIMA TaNTEHAMHU.
HecMoTpst Ha  jAeTalibHOE  HWCCleNOBaHWE  (U3UKO-XUMHUYECKHX U
OMOJIOTHYECKUX  CBOWCTB ~ MHOTHX  PACTUTEIBHBIX  JIGKTHHOB, WX
dbusnogornyeckas  3HAYMUMOCTh  JUUII  pacTEHWH BCe  eme  HOCHUT
MIPEANOIOKUTEIBHBIA XapaKTep, XOTS PEIIAMIIYI0 pPOJb B BBINOJIHCHUU
mpeanoaaraeMplx (GYHKIIUH OTBOJSAT HAJIMYHIO B HUX YTJICBOJICBSI3BIBAIOIINX
JIOMCHOB, 0J1arojapsi KOTOPhIM JIEKTHHBI MOTYT B3aUMOJICHCTBOBATh KaK CO
CBOOOJTHBIMM MOHO- M OJINTOCaXapuaaMH, TaK MU C OCTaTKaMH YIJICBOJOB B
COCTaBe MOJIMCAXApPUJIOB, TJIMKOJHMIIUIOB M TIIUKONPOTEUI0B [JIyruk m mp.,
1981; Kopones, 1984; Chrispeels, Raikhel, 1991; Peumans, Van Damme,
1995; Roy, 1997; Jouanin et al., 1998; Espinosa et al., 2000].

HOCKOHBKy B COCTaB KIICTOYHBIX CTCHOK q)HTOHaTOFCHOB BXOOAT
YIJICBOJAHBIC KOMIIOHCHTEI, TO 3TO CBOMCTBO JICKTHHOB MOJKET 00€CIIeUHMBaTh
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pacTeHUSIM CIIOCOOHOCTh PAacTOo3HaBaTh IENBIN sl GPUTOTATOTESHOB JIAXe 10
CIabbIM  pa3jauuMsiM B YIJIGBOJHOM  CTPYKType  IOBEPXHOCTEH
MHKpPOOpPraHU3MOB. MMeromascs Ha CETOAHSIIHMN JCHh OTPOMHAs Macca
DKCIIEPUMEHTAIBHBIX JIAHHBIX TIO3BOJISIET pPAacCMAaTpUBATh JIGKTUHBI B
KauecTBE  perenTopa B MEKKICTOYHBIX  B3aMMOJICHCTBHSX,  YTO
aHAJM3UPOBAJIOCH TOAPOOHO B cucTeMe 0000BBIX C OaKTEepUSIMHU-
cuMmOuontamMu poja Rhizobium [Etzler, 1986; Lis, Sharon, 1986; Kiraly
et al., 1991; baitmues, 1999; Etzler et al., 1999].

Opnako B mporeccax B3aUMOJCUCTBUS C  a30T(HUKCHUPYIOIIUMHU
OaKTEepHsIMU MOTYT Y4acTBOBAaTh U JAPYTHUE JICKTUHBI. Tak, UMEIOTCS TaHHbBIE
O BOBJICYCHWM JICKTMHA TIICHWIIBI BO  B3aUMOOTHOIICHHE  CO
CBOOOTHOKUBYIIIUMH OaKTEpUSIMU POJIOB Azotobacter, Spirillum u 0coOEHHO
CWIbHOE B3aUMOJICUCTBHE JIEKTUHA C AaCCOLMATUBHBIM JUISL 3JIaKOBBIX
KYJbTYp a30T(QPUKCUPYIOIIUM MUKPOOPTaHU3MOM Azospirillum brasilense u
YCWJICHHE TI0J] €r0 BIUSHUEM a30TQUKCUpYIolIe akTuBHOCTH [Hukutuna u
ap., 1987; Nocunenko u ap., 1996]. C npyroi cTopoHsl, IOKa3aHO y4acTHE
JIEKTUHOB KJIETOYHOM TOBepXHOCTH A. brasilense w A. lipoferum B
cnenuuyeckord anare3ud OaKTepuid Ha KOPHAX IMINEHUIBI, a TaKke
CIIOCOOHOCTh JIEKTMHA JTUX OaKTepuil K B3aUMOJCHCTBHUIO C MIICHHUYHBIM
nexktuHoM [Hukutuna u ap., 1996].

Y4yacTre DSHIOTEHHBIX JICKTUHOB B PEKOTHHIIMM W CBS3bIBAHUU
a30TUKCUPYIOMNX OAKTEPHI OYEHBb MPHUBJICKATEIBHO JIJI MCCIICIOBaTENICH,
OJIHAKO OHO JOJKHO OBITH TIIATEIILHO MOJATBEPKIACHO (QYHKIIMOHUPOBAHUEM
in vivo B 3TOW CJIOXKHOH CHCTEME B3aUMOOTHOIICHUN MEXIy MapTHEpaMu
[Peumans, Van Damme, 1995; Van Ejisden etal.,, 1995; Long, 1996;
Rudiger, 1997; Etzler et al., 1999].

Cneayer MOAYEpPKHYTh, YTO JIGKTHHBI OBIBAIOT HE TOJBKO B (opme
CBOOOTHBIX U TOIIIIa3MATHUCCKUX OCIIKOB, JIOKQJIM30BaHHBIX B
IIUTOTIA3MAaTHICCKUX ~ KOMITAPTMEHTAX, BaKyOJIIX, W CBS3aHHBIX C
[UATOIIa3MAaTHYCCKUMU MeMOpaHaMHu W KJIETOYHOM IIa3MajJeMMON (9TO Tak
Ha3bIBaEMbIE «KJIACCUUECKHUE» JICKTUHBI). IMEIOTCS TaKkKe MPOUYHOCBSI3aHHBIC
C KJICTOYHBIMU CTEHKAMH JIGKTUHBI, WJIH [-JICKTUHBI, KOTOpHIE, XOTSI H
00Jaaf0T JOMEHAMHU YTJIEBOJHOW CHEnu(UIHOCTH, HO HE CIIOCOOHBI
arTIIOTUHUPOBATh JPUTPOLUTHl WM AarTIIOTHHUPYIOT HMX OYeHb Ci1ado
[Cellier et al., 1978; Dey et al., 1997]. K B-nexkTuHamM OTHOCUTCS, HAllpUMep,
BBIIIIEYNIOMSIHYThIN sKkcTeHcuH [KoponeB, 1984; Etzler, 1986; JlroOumoga,
CanbkoBa, 1988]. BeposiTHO, UMEHHO NOCIEAHUM MPUHAJICKUT BaKHAS
pPOJIb B MEXKKJICTOYHOM B3aHMMOJCHCTBHHM, JIC)KAIIEM B OCHOBE Y3HaBaHHS
MaTOICHOB pacTeHUsIMHU-X03seBaMU. [IpOYHOCBSA3aHHBIH € KJICTOYHBIMH
CTCHKaMU IKCTEHCHH arrIIOTUHUPYET OONBIIOE KOJIWYECTBO aBHPYJICHTHBIX
mraMMoB  Pseudomonas  solanacearum,  BEpOSITHO,  MOCPEIACTBOM
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B3aMMOJICHCTBUSI C MEMOpPaHHBIM Jumononaucaxapugaom oakrepuii (JITIC), Ho
MPaKTUYECKU HE CBSI3bIBAET BUpYJIeHTHbIE ITaMMbl [Leach et al., 1982]. OTo,
MO-BUIUMOMY, O0YCJIOBJICHO T€M, YTO BUPYJICHTHBIE IITAMMBI IPOAYLIUPYIOT
AKCTPaLEIUTIOJISIPHBIN MOJIMCaxapu/l (BIIC), MPEISITCTBYFOLIUAN
B3aumozeicTeuto JiektuHa ¢ JIIIC, Torma kak mnpu ynpanenun OIIIC
BUPYJICHTHBIE KJIETKH MPUOOPETAIOT CIIOCOOHOCTH CBSA3BIBATHCS C JIEKTUHOM
[JTrobumoBa, CanbkoBa, 1988]. Cinabyro pereniiuio BUPYJICHTHBIX IITAMMOB
Erwinia stewartii T€KTUHOM KYKypy3bl TaKXX€ CBA3BIBAIOT C BBIJICICHUEM
uMu B okpyxkarotryto cpeay IIIC [Bradshaw-Rouse et al., 1981].

Hapsiny ¢ skcteHCMHOM B KapTodese CyIIeCTBYET OYE€Hb OJIM3KHUI K
HEMY T0 XUMHUYECKON CTPYKTYpE, COCTaBy U CBOMCTBAM BOJOPACTBOPUMBIH,
CBSI3aHHBIM C IUIA3MAJIEMMOM JIEKTHH, KOTOPBIA MOXKET pacCMaTpUBATHCS B
KauecTBE MpENIIECCTBEHHUKA JKCTEHCHHA, M OH, €CJIM W HE Yy4YacTBYeT B
CO3JaHUHM TPOYHOTO KOMILJIEKCAa KJIETOK B CHUCTEME pacTeHUE — TMaToreH,
MOCKOJIBKY HE BCTPOEH B CTPYKTYpPY KJIETOUHON CTEHKH, TO PEaTbHO MOXKET
y4acTBOBaTh B CTAHOBIIEHUM B3aUMOOTHOIICHUN MEXay KapTodeinem u
Bo3OyaureneM Qurodroposza [Jlroommona, CampkoBa, 1988; JlroOumora,
1991]. BsaumopgelcTBUE  JIEKTUHOB C  YIJICBOJAHBIMH  TalTEHAMH
(UTOIATOrEHOB MOJKET 3aIlyCKaTh B OTBET HA MUKPOOHYIO MH(MDEKIIHUIO I1CTIh
3AIIUTHBIX PEAKIUi B PACTEHUU-XO3IMHE, B TOM YHUCIE 3a/ICiICTBOBAHHBIX B
oOpa3oBanuu peaknuu cBepxuyBcTBuTenbHOCTH (CBY) [Leach etal., 1982;
Mazau, Esquerre-Tugaye, 1986; Etzler, 1986; JlrobumoBa, CanpkoBa, 1988;
Showalter, 1993; Brownleader et al., 2000].

Takum oOpa3oM, MEpPBbIM 3TalOM B3aUMOOTHOIIEHHUS PacTEHUS-
XO3fMHA M TMaTOr€Ha SBIISIETCS MEXKIECTOYHOE Y3HAaBAHHE MapTHEPOB
[JTrobumona, lepOyxun, 1991], koTopoe MOXKET ONpeneiaTh AaTbHEHITYIO
Cylnb0y pa3BUTHS ATUX OTHOIICHUM, W POJb PEIENTOPOB B PaclO3HABAaHUU
Yy>KE€POJIHBIX HUHPEKIUOHHBIX CTPYKTYP MOTYT BBIMOJIHSATD [3-JTE€KTHUHBI.

OmHako CymecTBYeT HEMalo JaHHBIX O BEPOSTHOM Yy4YacTHH B
MEXKKJICTOYHOM y3HaBaHMHM pPACTEHUSIMH KaK aBHUPYJICHTHBIX, TaK M
BUPYJICHTHBIX IITaMMOB (DUTOIATOICHOB W BOBJICUCHHH B (DOPMHUPOBAHHE
3AIMTHBIX PEaKIUi PaCcTCHUH PACTBOPHUMBIX «KJIACCHUYSCKHUX)» JICKTHHOB,
KOTOPOE 3aKJII0YaeTCd B HMX CBS3BIBAHUHM CO CHOpaMH (DHTOIATOIESHHBIX
rpu0OB U APYTUMHU UHPEKIIMOHHBIMU CTPYKTYpPaMU MaTOTCHOB U, BCIEACTBUE
ATOTO, MOJABICHUM POCTa W pa3BuTus nociennux [Brambl, Gade, 1985;
Metnuukuit, O3epenkoBckas, 1985; Chrispeels, Raikhel, 1991; JlroOumoga,
1991; Peumans, Van Damme, 1995; Ciopraga et al., 1999].

B nmreparype umerorcs maHHbie 00 WMHAYKIMHA 110l BIMSHUEM
Pa3IMYHBIX JICKTUHOB JIBYIOJBHBIX pacTeHUM (Tropoxa, KJICIIEBUHBI, apaxuca,
dacomn) o0Opa3oBaHUs dbuToanekcuHa ropoxa — NU3aTHHA,
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CBUJICTEIBCTBYIOIINE O BO3MOXKHOCTH JICHCTBUS PACTBOPUMBIX JICKTHHOB B
KaudecTBe cuTopoB [Toyoda et al., 1995].

XUTHUHCBS3BIBAIOIINE JIEKTUHBI OJlaroapsi cBoed crenu@UYHOCTH K
N-anerun-D-ratoko3amuny (GIcNAc) u onmuromepam XWTHHA SIBISIIOTCS
HanmOoJiee BEPOSATHHIMU KaHAWJATaMU IS BBIMOJHEHUS 3alIUTHOW POJH B
pacTeHUsIX OT XWUTHHCOJEP)KAIUX HACEKOMBIX M TPHUOHBIX TATOTEHOB
[Chrispeels, Raikhel, 1991; Paumans, van Damme, 1995; Oka et al., 1997;
Jouanin etal.,, 1998], Tak kak OGONBIIMHCTBO (UTOMATOTEHHBIX T'PUOOB —
xutuHconepxkammue [Peberdy, 1989]. K Takum Oenkam oTHOCSTCS, HAIPUMED,
BBILLICYIIOMSAHYTBIA PAaCTBOPUMBINA CBSI3aHHBIM C IUIA3MAJIEMMOW JIEKTUH
kaptodens [JlrobumoBa, CanbkoBa, 1988; JlroOumona, 1991], nextun
KopHeBHIIla KkpanuBbl [Broecaert etal., 1989], a Takxe arrmOTUHUH
3apoeiiia mieHuIlsl (A3IT) [Allen et al., 1973].

Bo3moxHocTs BbImonHeHust aHTudyHransHoit ponu A3Il Bmnepsbie
nokasana B pabote Mirelman et al. [1975] B onbiTax in vitro, B kotopbix A3II
MHIMOMpOBan mpopactanue cnop Irichoderma viride w Fusarium solani,
JABIINX OCHOBaHHE MPETOI0KHUTD, qTO0 A3II, oOamaronui
cneruuyeckum cpoactBoM K GICNAc — CTpyKTypHOMY KOMITOHEHTY
XUTHHA, TIOJIAaBIIICT €Tr0 CHHTE3 W, TaKUM O00pa30M, MOKET BBIOTHATH
3aIATHYIO  POJIb B  PACTCHHWsIX MPU  OOJIE3HSAX,  BBI3BIBAEMBIX
XUTHHCOJEP)KAIMUMHA  (uTOmaroreHHbIMu ~ rpudamu.  [lo3gree  ObLTO
nokaszaHo, uro A3IIl B3aumonelcTByeT ¢ rpuOHBIMU MATOr€HAMU MIIIEHUIIBI
Tilletia caries, Puccinia graminis, TOJaBJIsIi TPOpPACTaHUE UX CIOP
[Barragueta-Egea, Schauz, 1983], ¢ rudamu rpuboB Helminthosporia
sativum [Jlaxtun, SlkoBneBa, 1987], c¢ raycropusimu Erysiphae graminis
[Ebrachim-Nesbat et al., 1982], ¢ ximerounsiMu cTeHKamMu F. graminearum u
F. oxysporum [Ciopraga etal., 1999], mnpuyem MHUKPOCKOIIUYECKUE
uccienoBanus BiusiHUS A3Il HA paHHHWE cTaauu pa3BUTHS ABYX IMOCIECIHUX
rpu0OB  BBIIBUJIW  pPAa3NHYHbIE  MOIU(DHUKAIMKA  POCTOBBIX  TPYOOK,
OITyX0JIe00pa3oBaHMe, BAKYOJSIUIO KIETOK M JIM3UC TPUOHBIX KIIETOYHBIX
creHok [Ciopraga et al., 1999].

[TockonbKy TIPUBEICHHBIC BBIIIIE PE3YyJbTAaThl OBLIM TOJYYEHBI C
npuMeHeHreM 3Kk30reHHoro A3IIl, y HEKOTOpPBIX HCCIIeI0BaTeNIe BO3HUKIM
comMHeHUs B yuctoTe mpemapara A3Il, Tak kak Jake OYCHb MAaJICHBKHE
MPUMECH XUTHHA3bl B Mperapare MOTYT BBI3bIBATh WHTHOMPOBAHHUE POCTa
rpu6oB [Schlumbaum et al., 1986; Dixon, 1986]. B oTBeT Ha 3TO BO3paKeHHE
Broekaert ¢ coaBt. [1989] Oblim mpojenaHbl CHEIHAIBHBIC OIBITHI 110
THIATEILHONM TEPMHYECKOH OYHCTKE JICKTHHA KOpPHEBHINA KpPAIHUBEHI,
obnmamaromero, Takxke, kak u A3Il, cnemuduunocteio k GIcNAc, or
BO3MOKHBIX IIPUMECEN XUTHUHA3BI C OJHOBPEMEHHOM NMPOBEPKOW Iperapara
Ha XUTUHA3HYI0 aKTHBHOCTh. HecMOTps Ha TO, YTO mpermapaT JEKTUHA TOCTIe
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JOTIOJTHUTEIHHOM OYUCTKH TEPSJT XUTHHA3HYIO aKTUBHOCTh, OH TEM HE MCHEE
noAaBisin pocT Botrytis cinerea, Trichoderma hamatum, Phycomyces
blakesleeanus [Broekaert et al., 1989]. IIpoBepka 4uCTOTHI OT XUTHHA3 ObLIa
npoBejieHa U B oTHoneHuu npemnapara A3II [Ciopraga et al., 1999].

Crnenyer noa4epKHYTh, YTO HPSIMBIX TI0KAa3aTeabCTB BoBieueHUs: A3II
B (hopMHpoBaHHUE 3AIIMTHBIX peakUuil B cucTeMe pacteHue — rpud (in vivo)
MOKa HE MOJyYeHO, XOTS B MOJIb3Y €r0 y4acTus B OTBETE HAa MH(DUIIMPOBAHHE
MOTYT CBHJETEIbCTBOBATh JIaHHbIE O 2—3-KPaTHOM YBEJIMYEHUU YPOBHS
3TOro OejKka B 3apaXKCHHBIX KOPHEBOM THUJIBIO M CENTOPUO30M PACTEHHUAX
nmenunsl [[IlakupoBa u gp., 1990; 1994], a Ttaxxke npu o00padOTKe
anucuropamu [Cammue etal., 1990] u npemaparamu, MNOBBIIAIOUIUIMUI
YCTOMYMBOCTD MIIEHUIBI K BO3OYAUTENSIM TPUOHBIX OoJie3Hel [ XapyuiuH u
ap., 1992; lllakupona, 1999].

JlaHHbIe, KacarolMecs y4acTus pa3HOOOpa3HBIX JIEKTMHOB B 3alllUTE
pacTeHUl OT MATOTE€HOB, CO BCEH YOEIMTEIBbHOCTBIO CBHUAETEIBCTBYIOT O
TOM, 4YTO OTU Oenku, Omaromapss CHeHUUIHOCTH K YIICBOIHBIM
KOMITIOHEHTaM KJIETOYHBIX IOBEPXHOCTEH (PUTONMATOT€HOB, MOTYT HIpaTh
BaXHYIO POJb B Ienu (OPMUPOBAHUS 3AIIMTHBIX PEAKUUN pACTCHHHM Tpu
MHOULIMPOBAHUU, TPU 3TOM, BUAMMO, CaMOH HMHTPUTYIOUIEH SBIsSETCS
BO3MOYKHOCTbh UX Y4YacTHsl B IE€PBOM CTaJMM B3aMMOOTHOILIEHHUS PAaCTEHUE —
MAaTOT€H — B MEKKJIETOYHOM Y3HABaHUU MATOr€HA PACTEHUEM-XO035UHOM.

O4eBuAHO, B 3aIIUTE PACTEHUH OT XUTUHCOACPIKAITUX (PUTOMATOTCHOB
JIEKTUHBI TECHO B3aMMOJIEHCTBYIOT C XWTHWHA3aMH, 0OJiee TOro, Hampumep,
OOHapy>XEeHO CpOACTBO N-TEpPMHUHAIHLHOTO XWUTHHCBS3BIBAIONIETO OMEHA
XUTHHA3 Kiacca [ Tabaka ¢ TaKOBBIM Y HEKOTOPBIX PACTUTEIHHBIX JICKTHHOB
[Ponstein et al., 1994], a skcmepUMEHTHl ¢ MYTalWsIMH B TOTCHIIMAIBHO
KaTAUIUTUYECKUX TOCJIEA0BATEIbHOCTIX XUTHHA3bl A Ta0aka MoKa3ajiu, YTo
3aME€Ha TJIIOTaMaTOB B mojoxeHusx 122 u 144 Ha ajmaguH W TJIMIUH
NPUBOJUT K TMOTEpPE KaTAIUTUUECKON (TUIPOJUTUYECKON) aKTUBHOCTH
JIOMEHa XWTHHA3bl C TPEBpaAlllEHUEM €r0 B XUTHHCBS3BIBAIONIUN JIEKTUH
[Iseli-Gamboni et al., 1998]. NHTepecHa paboTa MO CO3JaHUIO XUMEPHOU
KOHCTPYKIIMU Oejika, COOpaHHOTO0 U3 JIGKTHHA KOPHEBHUILA KpaluBBI H
KaTaJUTHYECKOro JoMeHa xuTtuHasbl I Tabaka [Does, Cornelissen, 1999].

Bmecre ¢ Tem, HapsQy € ydacTHEM B 3alUTHBIX pPEAKUUAX K
dbuTomaToreHaM, JIGKTHHBI BOBJEKAIOTCS B (OPMUPOBAHUE OTBETHBIX
peakuuii K aOMOTHYECKUM CTpeccOoBbIM (akTtopam cpeasl. Hmeercs
JIOCTAaTOYHOE KOJIMYECTBO JAHHBIX, CBUIECTEIBCTBYIOMIMX O MOBBIIICHUU
reMarrIlOTUHUPYIOIIEH aKTUBHOCTA Pa3HBIX JIEKTHHOB (B TOM 4YHUCIE U
KJIETOYHO-CTCHOYHBIX) MpH mopaHeHuu [Jlrobumona, 1991], Bo3aeiicTBUM
Hu3kux Temreparyp [Komapoa u ap., 1999; TumodeeBa u ap., 1999],
YCWJIEHUH CHUHTE3a U TMOBBIIICHUHM WX YPOBHS Ipu runeprepmuu [Spadoro-
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Tank, Etzler, 1988; IllakupoBa u ap., 1995; Shakirova et al., 1996], 3acyxe u
ocmoruyeckoM moke [Cammue et al., 1989], 3aconenun cpene [llakuposa u
ap., 1993], a Ttakke 00 MHAYKIUU OHKCIPECCUU TE€HOB JIEKTUHOB MpU
nedurute Biaru [Singh et al., 2000], paneBoM [Zhu-Salzman et al., 1998; s
et al., 1999] u coneBom [Zhang et al., 2000] ctpeccax. IHTepecHbI cBeeHUS
0 BO3MOYHBIX MEXaHU3Max KPUOTIPOTEKTOPHOTO sabdexra
raJlakTO30CTIeIM(PUYHBIX ~ JIGKTHHOB ~ CEeMsSH  psAja  pacTeHudl  Ha
M30JMPOBAHHBIE THJIAKOUIHbIE MeMOpaHbl JmcTtheB [Hincha etal., 1993].
brnaronmapsi otHocuTenbHOU THAPOGOOHOCTH ITHUX JEKTHUHOB OHH MOTYT
CBSI3BIBATHCS C TIJIMKOJMUIMUIAMU MeMOpaH, YTO MOXET CIOCOOCTBOBATh
YKPEIUICHUI0 MEMOpaHHBIX CTPYKTYp THJIAKOWIOB W CHIDKEHUIO WX
MOBPEXKJICHUS B XOJE MPOMOPAXUBAHUS. AHAIN3 CE30HHBIX M3MEHEHUU B
YPOBHSIX JICKTHHOB JUCTHEB OMEJbI (MaKCHMalbHBIE B 3WMHHE MECSIIHI),
HapsIAy C WX UYeTKUM 3alUTHBIM  3(G(EKTOM Ha HU30JIMPOBAHHBIE
TUJAKOUJHBIE MEMOpaHbl INMMHATa, TO3BOJSICT TNPEANoiaraTb  HMX
BOBJICUCHHEC B CBS3BIBAHWE C TIWUKOJIUIHUAAMH, TPUCYTCTBYIOIIMMHU B
OOJIBIIMHCTBE KJIETOYHBIX MeMOpaH, U, TaKUM O0pa3oM, B CTaOUIIM3AIUIO
MEMOpaHHBIX CTPYKTYP JIMCTHEB OMEJIBI in Vivo Tipu 3aMopakuBanuu [Hincha
et al., 1997].

Bce 3Tu naHHBIE CBHUIETENBCTBYIOT O BO3MOXXHOW pOJIM JIEKTHHOB B
aJanTaluyd  pacTeHU K pa3HOOOpa3sHbIM 1O TMPHPOAE CTPECCOBBIM
BO3JICICTBUSIM W BOBJICUYCHHMM UX B (POPMHUPOBAHHE HECTEIU(PUIECKUX
3alMTHBIX PEAKLHUH, YTO elle pa3 MOJIYEPKUBAET, KaK Mbl 00CYXAaJId BBIILIE,
CYLLIECTBOBAHHE YHHMBEPCAJIIbHBIX MEXAaHU3MOB 3alUThl PacTeHUH K
pa3zHOOOpPa3HBIM IO IPUPOJAE BO3ACHCTBUAM.

Utak, ¢u3nonoro-6MOXMMHYECKUE B3aMMOOTHOIIEHHsI IaTOT€Ha U
pacTeHUsA-X035IMHA B X0J1e¢ MH(OULUHUPOBAHUS MPEICTABIAIOT COOOM CIIOKHBIE
pEryJIATOPHBIE B3aMMOCBS3H MEXIy ABYMs opraHu3smamu. M3ydeHnue sTux
B3aMMOCBSI3€M Ha Pa3HBIX YPOBHSX, OT OPraHU3MEHHOTO A0 KIIETOYHOTO,
CBUJCTEIBCTBYET O TOM, 4YTO Ha pa3HBIX JTamax pa3BUTUA OOJIE3HU
BKJIIOYAIOTCSl PA3IMYHbIE MEXAaHW3Mbl HANaJCHUs MATOTeHa W 3allluTHBIC
pPEaKIUu PACTeHHS, KOTOPBIE PETryIHPYIOTCS BHYTPEHHUMU M BHEUTHHUMHU
(dakropamu.

CyMMupys JaHHbBIE, KaCalOIIUECsl aHAJIU3a MEXaHU3MOB €CTECTBEHHOMN
YCTOWUYHUBOCTA PACTEHUM K MPUPOJHBIM CTPECCOBBIM  BO3ACHCTBUSAM,
BBISIBIISIFOTCSI YHUBEPCAIbHBIE HECTIEIU(UUECKUE MEXaHU3MBbI, K KOTOPHIM, B
MEePBYIO OYepeab, MOKHO OTHECTHM U3MEHEHHUs B OanaHce (PUTOrOPMOHOB,
CBSI3aHHbIE, HanmpuMmep, ¢ HakormieHueM ADBK, npoaykuwen stwieHa wu
CHI)KCHHEM COJIepKaHUs (PUTOTOPMOHOB «aKTUBATOPHOTO» THUIIA JCUCTBUS.
[ToBpexparonme BO3AECHUCTBUS OKPYKAIOUIEH CPEIbl NMPUBOIAT B LEJIOM K
CHUIKEHUIO UHTEHCUBHOCTH CHHTETUUYECKHUX MPOIIECCOB B KIIeTKaxX, Ha (oHe
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KOTOpPOTO HWHIYLUUPYETCS CHUHTE3 CTPECCOBBIX OCJIKOB, B TOM YHCIE H
PR-GenkoB, a Takxe psga MNOPUCYLIUX HOpME O€JIKOB, Hampumep
TUAPOTUTHYECKUX (PEPMEHTOB, (PEPMEHTOB JBIXAaTEIbHOU 1IETMH, EPOKCHIA3
U OTJEIbHBIX KOHCTUTYTHBHBIX OeikoB. Hapsgy ¢ stum  ycunuBaercs
oOpa3oBaHU€ COeTMHEHUN (PEHOIBHON MPUPOIbI, UTPAIOIIUX BAXKHYIO POJIb B
3alllMTe PACTEHU MPHU aTaKe MaTOT€HOB UM PAHEBOM CTPECCE U T.]I.

Takum oOpazom, ¢GopMuUpOBaHHWE YCTOMYMBOCTH Y pPACTEHUM K
CTpECCOBBIM (haKTOpaM pa3HOW MPUPOMABI 3aBUCHT OT 3(PGHEKTHBHOTO
B3aMMOJICUCTBUS B JKUBOU CHCTEME 00IIero (Hecmenu(uueckoro) ¢ 9aCTHBIM
(cnenuduyeckum), W B OTOM 3aJ0KE€HA BO3MOXHOCTh AKTHUBHOI'O
pearupoBaHus OpPraHW3MOB Ha HEOJIATOMPUSATHBIC YCIOBUS CPEIbl KUBBIX
CHUCTEM WM Pa3BUTHE ATON CIOCOOHOCTH B MPOIIECCE UTUTEIHHON IBOIIOLIMH.
[ToaTOMy, MO-BUAUMOMY, HET €IUHOM yCTOWYUBOCTH, & €CTh YCTOWYUBOCTH
€IMHOTO0 — OJHOTO U TOTO Y€ PACTEHUS C OJHUM M TEM K€ T'€HOTHUIIOM,
pEaAM3YyIONIET0 PAa3IMYHbIE T€HETUYECKHUE MOANPOrpaMMbl U TEM CaMbIM
paznuyHble  (U3UOJIOTO-OMOXMMUYECKHE W  MOJIEKYJIAPHO-T€HETUYECKUE
MEXaHU3Mbl YCTOWYHUBOCTH B OTBET Ha JEHCTBHUE PA3TUUYHBIX CTPECCOPOB.

W3BectHass HecnmenmupuyHOCTh  (OOMIHOCTH) ©  CHENU(DPHUIHOCTH
(0COOEHHOCTb) OTBETHBIX pEAKIMA pPACTEeHU Ha JEWCTBUE pPa3Iu4HbIX
CTPECCOPOB TOBOPUT 00 OMPEACICHHON KOPPEIANU (CONMPSIKEHUHN) YacTen
pPa3IMYHBIX TE€HETWYECKUuX noanporpamMm |[Ypmannes, I[Iponunna, 1986;
TutoB u gap., 1987; Kysnenos, Crapoctenko, 1993; pskoB, 1994;
ITaxomoBa, 1995; Konapes, 1998; Mupkun u ap., 1999; Tapuesckuii, 2000].
Bcst COBOKYIMHOCTh TPOTEKAIOMIMX B OTBET Ha CTPECCOBBIE BO3JACUCTBUS
peaKkiuii, U3 KOTOPbIX MHOTHE €I, BEPOSITHO, HEM3BECTHBI, & U3 U3BECTHBIX
€€ y MHOTHUX TMPEJCTOUT BBIICHUTh HMX (PYHKIIMOHAIBHYIO 3HAUYUMOCTD,
CBOOUTCA K TMOJAEPKAHUIO TOMEOCTa3a pACTUTEIbHOIO OpraHu3Ma B
AKCTPEMATBHBIX YCIIOBUSX, HAIMPABICHHOTO HAa MPEOJIOJICHHE, OciabieHue
WJIU YCTpaHEHUE MOBPEKIAIOIIETO ACHCTBUS CTpeccopa Ha pacTEHUE.

MpbI co3HATEIBHO CAENaly B 3TOM paszjiele aKIeHT Ha pa3HooOpa3uu
YHUBEPCAIIBHBIX MEXaHU3MOB YCTOMYMBOCTH PACTEHUM, MOCKOJBKY 3HAHUE
KJIFOUEBBIX  3BEHbEB  HECHEIU(PUYECKOM  yCTOMYMBOCTH  HEOOXOJMMBI
UCCleoBaTeNsIM Ui pealu3aldd  CHOCOOOB  IIEJICHANPABICHHOTO
MPAKTUYECKOTO TOBBIMIEHUSI YCTOMYMBOCTH PACTEHHM K pPazHOOOpa3HbIM
HEOJIArOMPUSITHBIM BO3JCUCTBUSIM, KOTOPBIM DPACTEHHUS CHUCTEMaTHYECKU
IOJBEPTatOTCs B €CTECTBEHHBIX YCIOBUSAX MMPOU3PACTAHUS.

B cBa3u ¢ 3TOM mpoOiieMoil OTBOJAT 3HAYMUTEIHHOE MECTO B
COBPEMEHHOM PACTCHUEBOJCTBE MCIOJIb30BAHUIO (PUTOTOPMOHOB U JIPYTHX
DHJIOTEHHBIX PEryJIATOPOB POCTA, a TAKKE CO3JAHHBIX HAa HMX OCHOBE
cuHTeTUYecKux mpenapatoB. Ha crmocobHOCTh AK30TeHHOM 00padoTku ABK
MOBBIIATh YCTOWYHUBOCTh PACTCHHH K JIEPUIUTY BIarv, SKCTPEMaIbHBIM
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TEMIEepaTypaM, 3acOJCHHIO Cpelbl MBI YK€ YKa3blBald B pasjede,
MOCBSIIIEHHOM 3TOMY TOPMOHY. BMecTe ¢ TeM He0OX0MMO OTMETHTb, YTO B
CneKkTpax (PU3MOJOTHYECKOTO JACHCTBUS MPEACTABUTEICH IPYruX KIACCOB
(UTOTOPMOHOB — IUTOKMHUHOB, OPACCHHOCTEPOHJIOB, a TAKXKE IHJIOTCHHOTO
perymsitopa pocta (PEHONBHOH TPHPOABI — CAJHUIMIIOBOM  KHCIIOTHI,
sBIsitonuxcst, B ornuune oT ABK, akTMBaTOpamMu pOCTOBBIX MPOIECCOB
pacTeHHMIA, 3aMETHOE MECTO 3aHUMAET M 3alIUTHBIN APPEKT MO OTHOIICHUIO K
JEHCTBUIO PA3HOOOPA3HBIX IO MPUPOJIC HEOIArONPHUITHBIX (PaKTOPOB CPEIBI.

COOTBETCTBEHHO HCCIEAOBAHNE MEXAaHU3MOB, JIGKAIIUX B OCHOBE UX
AHTUCTPECCOBOTO s dekra u CIIOCOOCTBYIOIINUX MOBBIIICHUIO
Hecnenu(@UIeCcKoW YCTOMYUBOCTH, SBIICTCS OYEHb aKTyaJdbHBIM B CBS3U C
BO3MOYKHOCTBIO IICJICHANPABIICHHOTO YIMPABICHUS ATUMH MEXaHH3MaMU C
[ENbI0  TOBBIMICHUST YCTOMYMBOCTH W TPOAYKTHBHOCTH  pPacTEHUH.
PaccMoTpeHHIo poiu IMTOKMHUHOB, a TAK)KE COSAMHECHUMN, CO3JaHHBIX Ha MX
OCHOBE WJIM UMHUTHPYIOIIUX ITUTOKUHUHBI B CIICIU(PUUECKUX JJI HUX TECT-
CHCTEMax, B TOBBIIICHUU CTPECC-yCTOMUYMBOCTH PACTCHHA W TOCBSIICHA
cleytomias riaBa JaHHOW paboThI.



MABA 2.  POJIb BEJTOKCUHTE3NPYIOWENO AMNMAPATA
B MOBbIWEHUN YCTONYMBOCTUN PACTEHUN
noAd BIIMAHNEM LUINTOKMHNHA
M OPYTMX COEQMHEHWMI, OBNAOAKOLLMX
LINTOKMHNHOBOW AKTUBHOCTbLIO

duznonornyeckass poyib MUTOKMHWUHOB B  KJIETKaX PACTCHHM
pa3HOOOpa3Ha M BKJIIOYACT PETYJISAIHUI0 MHOTHX IPOIECCOB, JICKAIINX B
OCHOBE JKH3HEJCATEIPHOCTH PACTCHUA Ha TMPOTSHKCHHH BCETO OHTOTCHE3a.
MexaHu3MaM JEUCTBUS ITUX (DUTOTOPMOHOB W CHCTEMaM BOCTIPUATHS U
TPAHCAYKIIMM I[IMTOKMHUHOBBIX CHUTHAJIOB IIOCBSIIEHO HeMaylo paboT
[Kynaesa, 1973; 1982; 1984; 1987; Kistuko, 1985; MypomueB u ap., 1987;
[Tonesoit, 1989; Binns, 1994; Jackson, 1993; 1997; Schmulling et al, 1997,
Kakimoto, 1998].

B mmupokom cmekTpe (U3MOIOTHYEeCKOT0 NEeWCTBHS IHUTOKMHUHOB
BBISIBIISICTCS YETKO BBIPAKCHHBIM 3aIUTHBIN 3(PQGEeKT Ha pacTeHHus MpU
BO3JICHCTBHH Pa3HBIX MO MPHUPOJIE TAKMX CTPECCOBBIX (DAKTOPOB, KaK 3acyXxa,
TUNO- U TUIEPTEPMUS, 3aCOJICHHE, BO30YyIUTENU OOJIE3HEH, TIKEIbIC
Metasuiel U ap. [KymaeBa, 1973; Poupet etal.,, 1990; Angra etal., 1990;
Uepnsanben, 1997; 3aypanos, 1997; 2000; IlycroBoiitoBa u 1ap., 1997;
Barciszewski et al., 1999; Becenos, 2000; Kobayashi et a., 2000], yto maet
OCHOBaHHWE paccMaTpUBaTh MPUPOJHBIE IUTOKHMHUHBI, a TakKXke uX
CUHTETUYECKHE aHaJOTrd B KauyeCTBE IEPCIICKTUBHBIX COCAMHEHUN IS
MPaKTHYECKOTO PACTEHHWEBOJICTBA. 3alUTHOE JICHCTBHUE IPEIACTABUTEIICH
ATOTO Kjacca (PUTOrOPMOHOB, TO-BHIMMOMY, CBSI3aHO C XapaKTEPHOU IS
HUX OCOOCHHOCTBIO OKA3bIBATh OMOJIAKUBAOMIHNKA d(PPEKT HA pacTUTEIIbHbBIE
OpraHU3MBbI, KOTOPBHIA OCOOCHHO SIPKO TMPOSBISETCS HA HW30JIMPOBAHHBIX
opraax. IloaToMy WX 4YacTO UCHOJB3YIOT [JIi W3YyYCHHUS TOHKUX
PETYIATOPHBIX MEXaHU3MOB aHTHCTPECCOBOTO JACHCTBUS IIMTOKWHUHOB.

N3051MpoBaHHbIE CEMSIIONMU SIBISIOTCS OJHOM M3 PAacHpOCTPaHEHHBIX
MOJICNIBHBIX ~CHUCTEM Oylarojaps HX BBICOKOW YYBCTBUTEIBHOCTH K
AK30TeHHOM 00paboTke huroropmoHamu. J[eMCTBUTENIBHO, BHECEHHE B CPEIY

allMd W30JIMPOBAHHBIX CEMSJO0JIEN THIKBbI CHHTETHYECKOTO aHajiora
_1a, 6-6emsmnamubonypuHa (BAII), mnpuBogMT K CyIIECTBEHHON
aKTHUBAIMM MX pocTa, Toraa kak ABK, mampotus, — K €ro HHTHOMPOBAHMIO.
Paznuune B AedcTBUM 3TOWM mMapbl (PUTOTOPMOHOB Ha POCT, BEPOSITHO,
CBS3aHO C MX  NIPOTHUBOMNOJIOKHBIM  BJIMSHUEM  HA  COCTOSIHHE
TpaHcisIMoHHOro0 annapara: bAIl uaayuupyer cOOpKy akKTUBHBIX B CUHTE3€
Oenmka momucoM U3  MoHocoM, a ABK BbI3bIBaeT jmerpamanuio
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OEJIOKCUHTE3UPYIOIIEro  amnmnapara, CYLWECTBEHHO YBEJIWYUBAs  JIOJIIO
HEAaKTUBHBIX B TPAHCIISIIMA MOHOCOM B mpemnapare pudocom [Klyachko et al.,
1979; Ananues u np., 1980; Kynaesa, 1982; IllakupoBa u ap., 1982; 1983;
Kisiuko, 1985], 4To 0cOOEHHO SpKO MPOSBISETCA B YCIOBHUSX TOJIOAAHUS
CeMsII0JIeH THIKBBI B TE€YEHUE HECKOJIBKUX CYTOK IOCJE M30JSLMU Ha BOJIE B
TEMHOTE.

Crnenyer 3aMeTUTh, 4YTO aHAIU3 COCTOSIHUA TPAHCISLHOHHOTO
ammapara UMeeT Ba)XHOE 3HAYCHHE B OIEHKE MHTEHCUBHOCTU CHHTE3a OeiKa
B KJIETKaX, KOTOPbIA B 3HAYUTEIBHOW MEPE ONPEAEISACTCS YpPOBHEM
aKTUBHBIX B CHHTE3€ OeJika mosrcoMm. B cBOIO ouepesib, ypOBEHb aKTUBHBIX B
cCUHTe3€e OeJKa MOJIUCOM SIBISETCS MPOU3BOAHBIM JIBYX IMTOKa3aTesel: 00IIero
CoJIep>KaHusl pUOOCOM B KJIETKaX M COOTHOIICHHUSI MOJHMCOM M MOHOCOM B
BBIICIICHHOM TIpenapare pudocom.

Biausinue rosiogaHusi ¥ HUTOKHHMHA HA AUHAMHUKY POCTa U KHHETHKY
CﬁOpKlfl IMOJIMCOM B H30/IMPOBAHHBIX CEMANOIAX

JlaHHbBIE, TPUBEICHHBICE HA PHUC. |, JEMOHCTPUPYIOT, YTO CKOPOCTH
pOCTa H30JIMPOBAHHBIX OT 4-CyTOYHBIX IIPOPOCTKOB TBIKBBI CEMSAOJEH B
XO0JZle TOJIOJJaHHsI Ha BOJAE B TEMHOTE HA NPOTSHKEHUU 4-X CYTOK JOBOJIBHO
Hu3Kas. MHKyOMpoBaHHE ceMANoJeil cpa3y Iocie HM30JALUU Ha pacTBOpE
BAIl npuBOAMT K HEMEUIEHHOMY YBEIWYEHHUIO CKOPOCTH HX pOCTa.
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Puc. 1. /IluHamMumka pocra H30JHPOBAHHBIX CeMsAA0JIell TBHIKBbI NPH HX
HHKY0AllUM B TEMHOTe HA BojJe (KOHTPoJib) uiau 50 mxM BAII nocjie pazaudynoro
BpPEeMEHH TIOJIOJAHHUS HUX Ha BoJe mociae m3oasiuuu. CTpeskoil ykazaH MOMEHT
BHeceHusn1 cemsaojsim BAIL. CmuomHas JuHusi — Bec cemsigojieii Ha BAII,
NpepbIBUCTAs — HA BOJE
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BHecenue ke HTMTOKMHUHA CEMSIOJISIM, TOJI0AABIIUM B Te€UeHUE 1-3-X CyTOK
MOCJI€ M30JISIIMA HAa BOJE B TEMHOTE, MHAYLIUPYET UX POCT C HEKOTOPOW
3aJIEP)KKOM, TAK YTO Yy TOJIOJIABIIMX B TEUEHUE 3-X CYTOK CEMSI0JIeH
Ha0roaeTces Aaxke 3-X yacoBoM Jar-nepuoj. BMmecte ¢ TeM B moclienyomuii
nociie gobasnenue bAII nepuos, HaMPOTUB, CKOPOCTh UX POCTAa CTAHOBUTCS
BBIIIE, YEM IIPU €r0 BHECEHHHM K CBEXKEU30JUMPOBAHHBIM CEMSJIONSM, O UYEM
MOYHO CYJIUTh M0 YBEJIMYEHHUIO yTIila HAKIIOHA KPUBBIX POCTA.

B npouecce ronomaHus MNPOUCXOAWUT TMOCTENEHHAS JAerpajauus
OCJIOKCUHTE3UPYIOIIETO anmnapara B CEMSJI0MISAX, TaK YTO Yy TOJOJABIIUX B
T€UEeHUE 3-X CYTOK CEeMSJ0JIeM J0Jig TMOJUCOM B Ipernapare pubdocom
coctapisiet aunib 50 % (puc. 2).
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Puc. 2. Binsaune BAIl Ha KuHeTMKY COOpPKHM NOJHCOM B HM30JMPOBAHHBIX
ceMsiI0JIAX THIKBbI: A — cCIUIOIIHASA JUHUSA — Ha pactBope 50 mxM BAII,
npepbiBUCTasi — Ha Boae. Bpemsi nodaBiaenuss BAIl yka3aHo cTpeskoii.
b — usmenenune ckopoctu popmuposanus noaucom (V) mox peiicrsuem BAII ot
HCXOAHOro mnpoueHta MoHocom (%). Pasmepnocts V — % copmupoBaHHBIX
nosaucoM 3a 1 4

JoOaBnenne BAIl cemsioisM, TOJOJABIIMM B TEUYEHUE Pa3HOIO
BPEMEHH, UHAYLHUPYET COOPKY MOJIMCOM, IPUYEM CKOPOCTH 3TOTO Mpoliecca
HAXOAWUTCS B JMHEHHON 3aBUCHMOCTH OT KOJMYECTBA CBOOOIHBIX MOHOCOM B
npenapare pubocoMm (puc. 2b). Hawubonbuieir OenokcHHTE3UpYIOLIEH
AKTUBHOCTBIO  XapaKTEpU3YIOTCSA, KaKk BUIHO, CBEXEH30JUPOBAHHBIC
cemsionu. IlockonbKy A0Js MOJIMCOM B BBLAECJIEHHOM W3 HUX IIpenapare
pubocom camas BbIcOKas U cocraBiaser ©Oonee 90 %, ckopocTb
BAIl-unayuupoBaHHoro (GopMHUpPOBAaHUS MOJIMCOM Y ITHX CeMsIoJel camas
Hu3Kas. BMmecte ¢ TeM B Xo0zA€ TOJIOAAHUS CEMSAONEH IPOUCXOAUT
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YBEJIMYEHUE JI0JM CBOOOJHBIX MOHOCOM B Ipenapare puOOCOM, MOITOMY
CKOPOCTh BbI3BAHHOM IIUTOKUHUHOM COOpPKHM IIOJMCOM BO3pPACTAET, OHA
MaKCHMMaJlbHa y TOJIOJABIINX B T€UeHHUE 3-X CyTOK cemsiaotiei. OOpaiaer Ha
cebst BHMMaHue (aKT SBHOrO 3alIMTHOrO H>(P¢eKra LUTOKMHUHA Ha
COCTOSIHME anmapara OeJKOBOrO CHHTE3a Yy CeMsojell cpasy mocie
U30JISIUK, KOTOPBIM MPOSBISIETCS B MPEAOTBPAIICHUH  BBI3BAHHOTO
roJI0JIaHUEM pacraja MoJUCOM.

ConocraBiienne xapakrepa BaussHus bAII Ha poct cemsponen B xone
rOJIOJIaHHSI U KHHETUKY COOPKH IOJMCOM NOKAa3bIBAET YETKYIO 3aBUCUMOCTh
CKOPOCTH POCTAa CEMSJOJIEM OT COCTOSHMS TPAHCISALMOHHOIO amnmapara B
Hux. Jlunelinas BAIl-uHaynMpoBaHHas akTUBalMs pocTa HaOIOmaeTcs y
CBEKEU30JIMPOBAHHBIX CEMSJIOJNEH, O00JalaronuXx MaKCUMaIbHOW JoJiei
IOJIUCOM B IIpernapaTte pubocoM, Toraa Kak B XOJE TOJOJaHUs IPOUCXOAUT
paspylIeHue anmnapara TPaHCIALUN, IPUBOAALICE K 3aMEIIIEHUIO POCTOBOIO
OTBETa II0CiE€ J100aBJIEHUS TOPMOHA. YBEIMYEHHE CKOpPOCTH pocCTa
CEMsII0JIEN, MOABEPTHYTHIX I'OJIOJIAHUIO, HAOJIOIAETCs JIMIIb CITyCTS BPEMS,
HEOOXO0UMOe ISl pernapanui TPaHCISALUOHHOTO amnmnapara IMoj BIMSHHEM
BAIIL

Takum o0pazom, BAII-uHynMpOBaHHAs aKTUBALIMS POCTA CEMsIIONEH
MOXET MPOUCXOAUTH TOJBKO MPHU YCIOBHUH, KOTJA JTOJISl AKTUBHBIX B CUHTE3E
Oenka MmoiaMcoOM B IpemnapaTe pUOOCOM IIPEBBINIAET HEKOE IIOPOTOBOE
3HAYEHUE, KOTOPOE B JAHHOM MOJEIBHON CUCTEME COCTaBIISIET OKOJO 50 %.
JlanbHeillee yBEIMYEHUE CKOPOCTH pOCTa IOABEPTHYTHIX TIOJIOJAHUIO
CEeMAI0JICH HaXOAUTCS B IIPSIMOM 3aBUCUMOCTH OT JIOJIA ITOJINCOM B HHUX.

Ypoenu pezynayuu wyumoxununom cunmesa 0Oenka 6 U30IUPOBAHHBIX
CeMA00NAX MblKEbl. AHANM3 TOMYJNSAIUH PUOOCOM B  TPaTUCHTE
KOHIICHTPAIIMU Caxapo3bl MOKa3bIiBaeT (puc. 3), 4TO MUTOKHMHHUH CIIOCOOEH K
obicTpolt (B mpenenax 1-3-x 4) akTUBanuu amnmnapara OEIKOBOTO CHUHTE3a Y
MOJIBEPTHYTHIX TOJOJAHUIO CEMSA0JEH, O YEM CBUAETENIbCTBYET CHUKEHUE
JI0JI HEAaKTUBHBIX B CHHTE3€ O€JKa MOHOCOM B BBIJIEJIEHHOM H3 HHX
npenapare pubocoM. Ilpuyem 1o mepe yBeIMYEHUS BPEMEHH WHKyOaluu
cemsioneir Ha BAIl HaOmrogaeTcss HE TOJBKO CABUTI PUOOCOM U3 30HBI
MOHOCOM B 00JIaCTh MOJUCOM, HO M BO3pAaCTaHUE JOJU TSDKEJIbIX MOJIMCOM B
CPaBHEHUU C KOHTPOJIEM.

VYke camMa CKOpOCTb COOpPKH IMOJHMCOM MOJ BIMSHHUEM LHUTOKWHUHA
AT OCHOBAHWE MpeaIoJiaraTh y4acTHE TOPMOHA B PETYJISIUUU 3TOTO
Ipolecca He TOJIBKO Ha TPAHCKPUIILUOHHOM, HO U NOCTTPAHCKPUIILIMOHHOM
ypoBHsX. Mcnonb3oBaHWE€ WHTMOMTOPHOTO aHajau3a IMOATBEPAMIIO 3TO
npeanoioxkenue. Tak, NOAABICHHE CNEUUPUUECKUMU HUHTHOUTOpaAMU
TPAHCKPHUIILUU O-aMaHUTUHOM M KOPIMLENMHOM cUHTe3a ToTanbHoi PHK u
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nosi(A)-conepxamedr PHK Oonee wem Ha 70 % He CcHMXKAET YpOBHS
BAIl-unnyuupoBaHHOM COOPKH MOJMCOM B CEMSJIOJNIAX THIKBbI [AHAHUEB U
ap., 1980; IlakuposBa u ap., 1982; 1983; Kusuko, 1985]. CnenoBarensHo,
aKTUBALMSl UUTOKMHUHOM (POPMHUPOBAHUS TMOJUCOM B H30JUPOBAHHBIX
CEMAIOJISAX, FOJIOAABIIMX B TEMHOTE HA BOJIE B TCUEHHE ABYX-TPEX CYTOK IIO
KpallHEll Mepe B TEUYEHUE IEPBBIX TPEX-IIECTH YacOB IPAKTHUYECKH HE
3aBUCUT OT HOBOooOpazoBaHusi pubocom um MPHK, T1.e. ropmMoH moxer
y4acTBOBaThb B PETyJSILUMU 3TOr0 IpoLecca Ha MOCTTPAHCKPUILMOHHOM
YPOBHE.

A 260 um
A
0,300

0,200 = L *

0,100 I~ — —

1 ] 1 ] 1 1 1 I
12 24 12 24 12 24
Homep chpakyim

Puc. 3. Bausinue BAII Ha pacnpenesneHue pudé0coM B rpaJHeHTe KOHIEHTPALUH
caxapo3bl (10-35 %). IloaucoMbl BbIAeJeHbI M3 ceMsi0Jieil, BbIIEPKAHHBIX
B TeyeHMe 3-X CYTOK Ha BojAe B TeMHOTe (A) u 3areM MHKYyOupoBaHHbIX 1 4 (b)
wiu 3 4 (B) na pacreope 50 mxM BAIlL. Konuentpanusi caxapo3bl yMeHbIIAETCS
cieBa Hampaso. Crpesika yka3bIBaeT HAa MUK MOHOCOM, CJieBa OT KOTOpPOro
pacnoJiaralTcst HoJIUCOMBI

[IpuyeM netanbHBIM aHATU3 PaCIPEACIICHUS MOMYJISUN, BbIIEICHHBIX
u3 obpaborannbix BAII cemsigoneit pubocoM B TpaJHeHTE KOHLIEHTPALUU
caxapo3bl (puc.3), MOXET YKa3blBaTh Ha BO3MOXXHOCTb aKTHUBALIUU
HUTOKUHUHOM WHULMAIIMK TpaHCasauuu. [lpu 3TOM BEpOSITHBIM IyTeM
peryJialiii MHUIMALIMM CUHTE3a Oelika sIBIsSeTCS akTuBauus (pakTopoB
WHULIMAIMK Wi pudbocoManbHbix OenkoB [Yakovleva etal., 1992; 1997].
Bwmecte ¢ Tem, yuuthiBas crnocoOHocTh BAIl uHaynupoBath HaKOILICHHE
PHK B kieTkax, 4To 3aMeTHO NPOSBIAETCS JHIIb K 69 OT Hayaiga €ro
neiictus [IllakupoBa u ap., 1982], MOKHO moJsiarath, YTO B MOCIEAYIOMIMI
1ocjie 3TOro TMEepPHOoJl BPEMEHM Bce OONbIIMi MacmTad B JACHCTBUU
[IMTOKMHWHA HA CHHTE3 Oellka MpuoOpeTaeT TPaHCKPUIIIIMOHHBINA YpPOBEHBb
PETYISIUU 32 CYET YBETUYCHUSI 00beMa OEIOKCUHTE3UPYIOIIETO armapara.
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Takum 00pa3oM, HUUTOKUHHUHBI PETYJIHMPYIOT CHUHTE3 OejKa Kak Ha
TPAHCKPHUIIIIMOHHOM, TaK W IOCTTPaHCKpHUMNIIMOHHOM ypoBHiIX [Fosket,
Tepfer, 1978; Ananues u np., 1980; [llakuposa u ap., 1982; 1983; Kynaena,
1982; 1987; Knsuko, 1985; Gaudino, Pikkard, 1997; Schmulling et al., 1997;
Kakimoto, 1998; Barciszewski et al., 1999].

Pacnpenenenne B IpaJiMeHTE KOHIIEHTPALMU caxapo3bl BBIAECICHHBIX
U3 pacTeHWil TMpemapaToB pUOOCOM, OYEBUIHO, IO3BOJSET CYIUTh 00
aKTUBHOCTH B KJIETKAaX TOTAJIBHOTO CHHTe3a Oeika, Ha (oHE KOTOpOro
MPAaKTUYECKH HEBO3MOXKHO BBISIBUTh AaKTUBALMIO WM WHTHOWpPOBAHUE
CUHTE3a WHAMBUIYaJIbHBIX OCJIKOB TMOJ BIUSHUEM (UTOTOPMOHOB. Tak,
HarpuMep, NMPUBEJACHHBIE PE3YyJbTaThl YOETUTEIBLHO CBUICTEIBCTBYIOT 00
WHIYKIUU UUATOKUHUHAMH (OPMHUPOBAHUSI TIOJMCOM, B TO K€ HUMEIOTCS
CBEJICHUSI O TOJIABJICHUU MO BIUSHUEM 3THUX FOPMOHOB SKCIPECCUU psla
reHoB [Teramoto et al., 1994; Toyama, 1995]. Hao6opot, ABK BbI3BIBacT
JIerpajjaiio  OCJIOKCUHTE3UPYIOIIETO arapaTa, SBISSICh AHTarOHHUCTOM
IUTOKWHUHA B PEryJisiliud COOPKH TOJMCOM B KIETKAaX, U BMECTE C TEM
MHOTOYHCJICHHbIE JTAHHBIE CBUICTENbCTBYIOT 00 yuactuu ABK B mHaykiuu
HKCIIPECCUU TEHOB U CUHTE3a 0o0Jiee JecsiTKa OEIKOB.

Tem He MeHee anTaroHusMm nuToknHuHa M ABK mnposiBnsercs He
TOJIBKO B UX JCHCTBUM Ha COCTOSIHUE TPAHCIISIIMOHHOTO armmapara (Io-
BUJIUMOMY, MUMEHHO CTaJlisi WUHMIIMALUU SIBJSIETCS KPUTUUECKOM I ATUX
ropmoHoB [IIlakupoBa u mp., 1983; Kisuko, 1985]), HO U B peryiasuuu
reHHoil skcmpeccur. OO0 3TOM CBHUAETENBCTBYIOT, HANpuUMep, AaHHBIE O
MPOTUBOIONO0KHOMN peryisiiuu ABK ¥ TUTOKMHUHOM FeHHON TPaHCKPUIIIUU
B KJIETKAaX M30JMPOBAHHBIX cemsiaoiel monuHa [Kuznetsov et al., 1998].

[IpuBeneHHbie  pe3yibTaThl yOEMUTEIHLHO  CBHUACTEIBCTBYIOT O
CIIOCOOHOCTH IUTOKMHWHOB  aKTHBUPOBATh Iporecc (popMupoBaHus
MOJINCOM W COOTBETCTBEHHO CHHTE3 O€lika B PACTCHHUAX, KOTOPBIA, Kak
M3BECTHO, SIBJISICTCS KIIFOYEBBIM 3BEHOM MeTabonm3Ma KiaeTok. Heobxomumo
OTMETUThb, YTO UMUTOKMHHMHBI OKa3bIBAIOT 3alIUTHBIA 3ddexT Ha
OCIOKCUHTE3UPYIOIIMIA  amnmapaT KJIETOK, KOTOPbIA  MpOSBISIETCS B
NpeloTBpallleHU  ero  Jerpajaldd B YCJIOBHUSIX  BO3JCUCTBUS
HeOaronpuaTHeIX (HakTopoB cpeabl (B YACTHOCTH, TOJOAAHUA). OTH
TOPMOHBI TAaK)K€ MOTYT UTPaTh BAXKHYIO POJIb B YCTPAHEHHM TMOCIEACTBUMN
MOBPEKJIAIOMIET0  JCHCTBUSA  CTPECCOBBIX  (DaKTOPOB HAa  KIETOUHBIN
MEeTabOJIM3M, MPOSBIISIONIETOCS B TOPMOKEHUU TOTAIBHOTO CUHTE3a Oeska, a
WMEHHO, B peTapaiuy ammapara TPAHCIAIHH, B KOTOPOM HEMAJIOBAXKHOE
3HAaY€HWE, MO-BUIMMOMY, UMEET CIOCOOHOCTh BKIIOYCHHS IMUTOKHHUHAMHU
OBICTPBIX HE3aBUCHMBIX OT TPAHCKPHUIIIIMA MEXaHU3MOB PETYISIITUU COOPKHU
MOJIMCOM U3 TpecyiecTByomux puoocom u MPHK.
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IloBbIIeHHEe YCTOHYMBOCTH PACTEeHHIl K CTPeccOBbIM (akTOopaM cpeabl
NpH JelCTBUH KAPTOJIHHA

N3yyenue MexaHuW3MOB JEHCTBUS (DUTOrOPMOHOB KpaiHE Ba)KHO HE
TOJBKO IS TIOHMMAaHUST HMX POJM B  OCYLIECTBICHUM PETyJISIUU
(bU3HOTOTHYECKUX MPOLECCOB B PACTUTEIBHBIX OpraHU3Max Ha MPOTSKECHUU
BCEr0 OHTOI€HE3a, HO U C TOYKH 3PEHUS UX MPAKTUYECKOTO MPUMEHEHHUS B
pactenueBoacTBe. C 3TOH 1ENbIO MPOBOJUTCA CUHTE3 U 0TOOP 3P (HEKTUBHBIX
aHAJIOTOB MPUPOJHBIX (PUTOTOPMOHOB C 33JJAHHBIMU CBOWCTBAMH TOBBIIIATH
MHTEHCUBHOCTh POCTOBBIX IPOLECCOB PACTEHHN M YCTOWYMBOCTh HMX K
pa3HO0Opa3HBIM CTPECCOBBIM BO3JICHCTBUSIM, @ CJI€I0BATEIBHO, YBEINYUBATh
OOy 0 IPOYKTUBHOCTH PACTCHHM.

Bonbiryto 3HaYUMOCTb Cpelld TaKUX COCAMHEHUM HMMEIOT BEIIECTBA
IMTOKWMHUHOBOI'O TUIIA JIEUCTBUSI, HanlpuMep KapToiuH. [IpenapaTt kapToyuH,
CUHTE3UPOBAHHBII HAa OCHOBE OTHAJEHHBIX CTPYKTYPHBIX aHAJIOTOB
UTOKWHUHOB MyPUHOBOTO psna u audenuamoueBunbl FO.A. backakoBbiM ¢
cotp.[1981; 1984], O6b11 oTOOpaH MO CIOCOOHOCTH 3aMEHSTh IIUTOKMHUH B
CTUMYJIAIIMA POCTA CYCHEH3MOHHOW KYJBTYpbhl KJIETOK Ta0aka W MOBBIIIAThH
YCTOMYMBOCTD KaJUTyCHBIX KJIETOK MIIEHUIBI K TPOMOpakuBaHuIo [backakoB
u 1p., 1981; byrenko u np., 1982]. Kpome TOro, BeISBICH 3aIUTHBINA D PEKT
KapTOJMHA HA MHTAKTHBIE PACTEHHS MPU BO3ACHCTBHUM JIPYTHX CTPECCOBBIX
(bakTOpOB.
3acyxa. KapronuH CyIIECTBEHHO TOBBIMIAET YCTOMYMBOCTh pPaCTEHUU
SYMEHS K 3acyxe, YTO yOeAMTENIbHO TOKa3aHO B BEreTAI[MOHHBIX OIbITaX
[[lIeBenyxa u mp., 1983]. B koHme kymeHus — Hayajie (a3bl BBIXOJA B
TpyOKYy pacTeHHs SUYMEHS COPTOB, PA3IMYAIONIUXCS IO YCTOWYUBOCTH K
3acyxe: Hansg, ®aBoput u VIHTEHCHBHBIA, ONPBICKMBAIA PACTBOPOM
KapToJinHa u3 pacyeta 2 kr/ra. CrycTst OIMH-/IBa THS PACTCHUSI TIPEKpaIain
MOJIMBaTh W MOJAJEpkKUBaIU yciuoBus 3acyxu (20-25% ot mnonHoM
BJIArOEMKOCTH TIOYBBI) B TeueHUe 2 Henenb. [locne dero BIa)kHOCTh MOYBBI
JIOBOJWJIM JI0 COOTBETCTBYIOIIEH KOHTpoJdbHOMY BapuaHty (70 %), KoTopyro
MOIJICPYKUBAITH 10 YOOPKHU ypOsKasl.

Kapronun, mogo0HO HUTOKUHUHY, TPOSBWI 3alIUTHBIA 3¢ GdeKkT Ha
TPaHCIISIIIMOHHBIN anmapar JIMCTbEB B YCIOBUAX 3acyxu (puc. 4. u Tabm. 1),
MPUYEeM PACTCHUSI PAa3HBIX COPTOB HE OJMHAKOBO OTBEYAJIW Ha 00pabOTKY
KapTOJMHOM B YCIIOBHSIX 3aCyXH, YTO IMO3BOJIWJIO BBISIBUTH TPU TUIA OTBETA B
3aBUCUMOCTH OT CIEIU(UKHU COpTa.

Tak, B copre Hansg kapToiauH mnposBisieT CTaOMIM3UpYOWUN (Ha
ypoBHE KOHTpOJs) 3(P(DEKT Ha OETOKCHHTE3UPYIOUIUMN ammapar KIETOK.
Pacrenus copra ®DaBOpUT, OYEBUIHO, CHUJIbHEE JAPYIHX IOJABEPKEHbI
JNEUCTBUIO 3aCyXH, TaK Kak B HHUX OBLJIO MaKCHMMAaJbHOE TMaJIeHUE J0JIU
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MoJIMCOM B Tpenapare pudbocom (puc.4), BMecre ¢ TeM OHHU OoJee
YyBCTBUTEJIbHBI K KAPTOJIIMHY, KOTOPBIA JaKE B YCIOBHIX 3aCYXHU BBI3bIBAJ B
HUX 3HAUUTEIBHYIO CTHUMYJSILMIO COOpKH MonucoM. ONpbICKUBaHUE Ke
KapTOJIMHOM pPacTeHUU s'YMEHsI copTa MIHTEHCUBHBIN B YCIIOBUAX 3aCyXU HE
BBI3bIBAJIO KAKUX-IMO0 M3MEHEHUH B MOMYJISLUH pUOOCOM, MpaBia, HyKHO
OTMETUTb, YTO B OTUX YCJIOBUAX PE3KOTO IaJECHUS YPOBHA IIOJIUCOM B
JIUCTBAX HE IPOUCXOAWNIIO.

Aze0

03} A 031 B 0,15 - &

02}k 0,21 01|

01F 0.1t 0,05 - K\
| \ ! !

12 24 12 24 12 24
Homep ¢hpakumm

Puc. 4. Ilpo¢puan cenmMeHTAlUM B TPaJMeHTe KOHUEHTPAIUM Caxapo3bl
(10-35 %) npenapaToB puOOCOM, BBbIIEJEHHBIX M3 JINCTbEB SYMEHH COpPTa
DaBopuUT. A — KOHTPOJIbHbIE pacTeHusi; b — pacTeHus, moaABepPruyThie 1eiiCTBHIO
3acyxu; B — pacrenusi, 00padoTaHHbIe KAPTOJMHOM Iepe HA4YaJI0M 3aCyXH

Mexanusm JEUCTBUs KApTOJIMHA, HAIPABJICHHBIA HAa NOAACPKAHUE
aKTUBHOTO  COCTOSIHUSL  OGJOKCHHTE3UPYIOILEro  ammapaTra, BEpOsITHO,
SIBIISICTCS] KJIFOUEBBIM B MPOSIBICHUHU €T0 3aIIUTHOTO d((dexTa Ha pacTeHUS B
YCIOBHSIX 3aCyXH, YTO HAILIO OTPaKEHHE B PE3YJIbTATAX IO YPOXKAK 3€pHA
(tabn. 1). Tak, KapTOIUMH NPAKTUYECKH HE OKA3bIBAET BIUSHUSA Ha ypoxkKal
saMeHss copta VHTeHCuBHBIN, Torma kak B copte Haas o0paboTka
npenaparom Oosee yem Ha 50 % mnpenorBpamiaeT BbI3BAaHHOE 3acyXOH
CHIW)KEeHHE ypoxkas 3epHa. Cnenu@uka OTBETHBIX pPEaKIMil B 3aBUCHMOCTH

Taoaunma 1
Baunsinue 3acyxu u 00padoTKky pacTeHMil AUMeHs] KAPTOJIUHOM
HA KOJIN4eCTBO 10JucoM (%) B BbIICICHHOM M3 JINCTHEB Npenapare pudéocom

Yci10BUSI BIpALIUBAHUSA Copt ssumenst
pacTeHui Hans dasoput NHTeHCcuBHBIH
Koutpon 65 45 64
3acyxa 33 18 42
3acyxa+kapToJuH 62 63 44
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OT COPTOBBIX OCOOEHHOCTEH sIUMEHsI Ha 00pabOTKYy KApTOJIMHOM B YCIOBHUSX

3aCYILJIMBOr0 BEr€TAlMOHHOTO MIEPHO/Ia BLISIBJICHA U B TIOJICBBIX UCTIBITAHUSIX
[KoBanes, 1998].

Takum oOpazom, 3amuTHBIM dS(QexT KapToiWHa, TNpenapara,
00J1a/1af0IIeT0 HEKOTOPHIMU CBOWCTBAMH ITUTOKHHWHA, HA PACTCHHS STUMEHS
B YCIIOBHUSIX 3aCyXH MPOSIBISIETCS B MPEIOTBPAICHUHA BHI3BAHHOW 3aCyXOM
Jerpajanuyd  OeTOKCHHTE3UPYIOIIEro ammapara, 4To, B KOHEYHOM CueTe,
CHOCOOCTBYET CYIIECTBEHHOMY CHH)KCHHMIO CTEIICHH MOBPEXKIAIOIIETO
JICHCTBHS TaHHOTO CTPECCOBOTO (hakTopa HAa GOPMUPOBAHUE YPOKas 3epHA.

Myunucmasn poca. K 00beKTUBHBIM MPUYMHAM, HAHOCSAIIUM 3HAUYUTEIBHBIN
YPOH YpOXKar BAXKHEHIINX MPOJOBOJIbCTBEHHBIX KYJIBTYpP, MOXXHO OTHECTH
3apakeHne BO30yauTensMu TpuOHBIX Oone3Heil. OrpomHOe pa3zHOOOpasue
rpUOHBIX MATOTEHOB, HMX BBICOKAs BapuaOENbHOCTh M KOJOCCAJIbHAs
CHOCOOHOCTh MPUCHOCAOIUBATBECS K PACTEHUIO-XO35IMHY IPEACTaBISET
coboli cepbe3Hylo mpoOsieMy B 3amure pactenuit. HecMoTpsi Ha TO, 4TO
BOCIIPUMMYHMBOCTh PACTEHUN B TMPHUPOJIE SIBISIETCS CKOPEE HCKIIOUEHUEM,
yem npaswioM [Basuiio, 1986], B roxapl, OJaronpusaTHbEe A1 Pa3BUTHUS
¢dbuTonaToreHHbIX rpudoOB, HEAO00P YpoKas KYJbTYPHBIX PACTEHUU MOXKET
nocturath 50 % [Paccen, 1982]. K yuciay Hanbosee Bpe1OHOCHBIX OTHOCSTCS
MAaTOT€HbI, BBI3BIBAIOLIME PAa3BUTHE MYYHUCTON POCHI, KOPHEBBIX THUJIEH,
CENTOpPHO3a.

Hcnonp30BaHMEe XUMUYECKUX CPEJICTB 3alIUTHl B MUPOBOM MpPaKTHKE
pPacTEHUEBOJACTBA SIBJISETCS OJIHUM U3 JIEUCTBEHHBIX MEXAHM3MOB pPELIEHUS
npoOsieMbl OOpLOBI ¢ TpUOHBIMU Oose3HsMU. KapToiivH, BEpOSITHO, TaKXKe
MOXKET OBbITh UCTOJIb30BaH st 3Toi 1enu [[lakuposa u ap., 1985]. O6 s3Tom
CBUJICTEIICTBYIOT JAHHBIE OMNBITOB MO HM3YYEHUIO BIMSHUSA KapTOJWHA Ha
YCTOMYMBOCTh K MyYHHUCTOU pOce, KOTOPBIE IPOBOIWIIN B MOJIEBBIX YCIOBHUAX
Ha ©Oa3ze Ywummuackoro OIIX ©Ha mnmenune copra bamkupcekas 9,
WHOKYJIMPOBAaHHOW crmopamu  Erysipfe graminis f. tritici KOHTaKTHBIM
CHOCOOOM.

VYder cTeneHn yCTOMYUBOCTH OOJBIIOTO KOJMYECTBA PACTCHUM B 3TUX
OMBITaX JAEMOHCTPUPYET (DAKT CYIIECTBEHHOI'O CHUIKEHHUS MOJ| BIUSHUEM

00pabOTKM KapTOJIMHOM Oaiia MOpaKeHUs MUIEHUIBI MYYHHCTOW POCOM
(Tabu. 2).
OmnpbICKMBaHUE PAaCTEHUI MpenapaTroM MpeAoTBpaIlaio BbI3BAHHOE
UHOUIIMPOBAHUEM TaJIEHUE TTPOTYKTUBHOCTH MIIIEHUIBI (TalI. 3).
[ToBpIlIeHNE YCTONYUBOCTH U MPOIYKTUBHOCTH MIICHUIIBI B YCIOBUAX
rpuOHOTO MATOreHe3a MOJl BIMSHHUEM KapTOJIMHA Takke, KaK M 3acyXu,
CBS3aHO C €ro JeWCTBMEM Ha aKTUBHOCTh amnmapara OeJKOBOrO CHHTE3a

(puc. 5).
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Tadoaunma 2
Biausinue KapTOJMHA HA YCTOWYUBOCTH MIIEHUIIbI K MyYHHCTOH poce

Yueo M3 HuX oTBeYaeT 6Ty 10 IKaJIe
Bapuant HCCIeI0BAHHBIX YCTOHYHBOCTH K 3200/ICBAHUIO
pacreHuii 0 1 D) 3 4
Be3 00paboTkn 503 - — — — 503
Obpadorka 483 79 | 196 | 208 | - | -
KapTOJIUHOM

[Ipumeuanue. Ilmenuny B ¢a3zy kymenuss onpbsickuanu 0,2 %-HbIM
pacTBOpoM KapToiuHa (2 Kr/ra).

Tadaunna 3
Bansinne 00padoTkM KapTOJIHHOM M HH(MUIIMPOBAHUS PACTEHU I NMIIIEHUIIbI
MYYHHUCTOM pocoii Ha maccy 1000 cemsin (1)

Koutpoas NudunupoBanue +HH§:III)I:I(;)J:)I/]I:;HH6
29,3+£0,3 19,2+ 0,4 30£0,3
A260 HM
06r A - B - B
0,3F - _
1 1 1 1 1 1
12 24 12 24 12 24

Homep dpakunun

Puc. 5. Ilpopmim cexumeHnTanmu B rpaaueHTe caxaposbl (10-35 %)
npenaparoB  pu0ocoM, BbIAeJIECHHBIX M3 JIHCTbeB IIIEHUIBI  COPTA
bamkupckas 9. Crpesika yka3piBaeT NHK MOHOCOM; A — KOHTPOJIbHbIE
pactrennsi, b u B — pacrenusi, nHOKyJMpoBaHHbIe My4YHHCTOIl pocoii (b — 0e3
00padoTkm, B — 00padoTaHHbIe KAPTOJIUHOM)

3apakeHHne MPUBOANT K 3HAUUTEIHHON JIerpajalliyl TPAHCISIIMOHHOTO
annapara. OOpaOoTka pacTeHUM KapTOJIMHOM HE TOJBKO MPENSTCTBYET
ATOMY MPOIIECCy, HO U HHAYIIUPYET 00pa30BaHKe OIUCOM, U, TO-BUANMOMY,
yBeJIM4eHHe O0IIEero KOJMYECTBa pUOOCOM, O YeM CBUCTEIbCTBYIOT JaHHBIC
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no conepxxanuto PHK B Bbiceukax U3 JMCTheB 0OpabOTaHHBIX pacTEHUM
(Tabn. 4). DTO, BEpPOSTHO, CBA3AHO CO CIOCOOHOCTBIO KapTOJHHA
aktuBupoBath padory PHK-nomumepasei I [IllapenkoBa u ap., 1983].
BMmecre ¢ Tem 3apaxxeHHME pPaCTEHUHM MYYHUCTOM pPOCOM  BbI3BIBAET
JIBYKpaTHOe cHWKeHHe coaepxanus PHK B Bbiceukax M3 JIMCTHEB.

Taoauna 4
Bausinue 00padoTKH KAPTOJIMHOM U 3apasKeHHusl PACTeHUI MYYHHUCTOM pPocoii
Ha 10J110 nosmncoM (%) B npenaparte pudé0COM U3 JIMCThEB NMIIEHUIIbI
U cofiep:kaHMe B HUX ToTajJbHOH PHK

Bapuant Joast moJimcom PHK, mke/éviceuxka
KonTtposbHbIe pacTennst 48,5+2.5 15,610,5
HNHoxkyIupoBaHHbIE PACTEHHS:

He 00pa0oTaHHbIEe KAPTOJIUHOM 22.549.5 8,0£1,0
0o0pa0doTaHHbIE KAPTOJIMHOM 78,0+8,0 19,0+0,7

CrnenoBarenbHO, BAJKHOW COCTABIISIIOIIEH B MOBBIILIEHUN YCTOMYMBOCTH
pacTeHUN TNIIEHUIBl K MYYHHCTOM pOCE TMOJ BIUSHUEM 00padOTKU
KapTOJIMHOM SIBJISIETCS NPEJOTBpAICHHUE JAErpajaluy anmnapara OeIKoBOTro
CHUHTE3a, YTO B KOHEYHOM CUYET€ IPUBOJUT K COXPAHEHUIO YPOXKAUHOCTU
IIIIEHULIBI HA YPOBHE HE3apAKCHHBIX KOHTPOJIbHBIX PACTCHUM.

OTH JaHHBIC YE€TKO IEMOHCTPUPYIOT (PaKT aHTUCTPECCOBOTO JACHCTBHUS
KApTOJMHA HA PACTEHUs SYMEHS B YCJIOBHUAX 3aCyXM M IIICHHLBI NPH
rpuOHOM 3apa)K€HUHU, KOTOPOE MPOSBIAETCS B MOIJIEPKAHUM AKTUBHOCTHU
TPAHCJSILIMOHHOTO aIllapaTra B HUX Ha YPOBHE PAaCTEHUU, HE MOABEPIHYTHIX
JEUCTBUIO Pa3HbIX IO MPUPOJIe HEOJAronpUATHBIX (PAKTOPOB, WK JaKe
NpeBbllIeHUd ero 3HadeHus. [lpm 3ToM  00paboTka KapTOJIMHOM
CYILLIECTBEHHO CHWXXaeT BBI3BAHHOE CTPECCOM IIaJICHUE YPO)Kas 3€pHA WIH
JlaXKe MOJIHOCTBIO MIPEAOTBPALIACT €TO.

Taxum obpasom, pPacCMOTPEHHBIE BBIIIIE pE3yNbTAThI
CBHUJIECTEIICTBYIOT O HAJWYUU B CIEKTPE NECUCTBUA KApTOJIMHA CBOMCTB
UTOKMHUHA akTUBUpoBaTh paboty PHK-nmomumepassl I u cbopky mommcom B
KJIIETKaX pPacTEHWHA B YCIOBUAX CTpecca, a TaKKe HEKOTOPBIX APYrux
CBOMCTB, YTO TO3BOJISIET pPACCMAaTPUBATh €r0 B KAYECTBE AHTUCTPECCOBOIO
npenapaTta UMTOKMHUHOBOTO THMa nevicteus [ backakos, 1988].

AHaJIN3 UMEIOIINXCS B JIUTEPAType NaHHBIX, HE MO3BOJISIET, BEPOSITHO,
CTOJIb KaTETOPUYHO OTHOCHUTH KapTOJUH K COCIMHEHUSIM LUTOKUHUHOBOTO
TUMA JACUCTBUS. DTO BEIIECTBO CHUHTE3UPOBAHO HAa OCHOBE OTAAJICHHBIX
CTPYKTYPHBIX aHAJIOTOB IIUTOKMHUHOB, OHO CMOCOOHO 3aMEHSATh IIUTOKUHUH
B MOJJIEPAKAHUU POCTA KYyJIbTYypbl KJIeToK [byrenko u ap., 1982]. Hapsnay c
ATUM, KapTOJIMH MPOSBIISECT 3alUTHBINA YPHEKT Ha KIETKU KAJLTYCOB, a TAKXKe
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INPOPOCTKM O3MMOW MILEHULIBI [PU BO3JCUCTBUM HU3KUX TeEMIEpaTyp
[byrenko u gp., 1982; bowapoBa u ap., 1983], nmoBbpIaeT aKTUBHOCTH
PHK-nonumepasbl | B 1ucThsAX stuMenst npu aepuuute Biaru [[llapeHkoBa u
ap., 1983], mposiBisieT aHTUCTPECCOBOE NEMCTBHUE HA MPOPOCTKU STUYMEHS IIPU
terioBoM 1moke [EdpemoB u np., 1992; Capsar u nap., 1993], mosbimaer
XOJIOAOYCTOMYMBOCTh PACTEHHUI IMpoca, Orypua U KyKypy3sl [3aypaios,
1997; 2000], nmpenoTBpaIiacT aerpajanuo 0eJTOKCHHTE3UPYIOIIETO anmapara
B pPAacTEHUSAX SYMEHS U IIIEHUIBI B YCJIOBHMSX 3aCyXH U TpUOHOrO
3apa)K€HUs, TEM CaMbIM IIOBBIIIAET CONPOTHUBIIAIEMOCTh PAcTEHUH K
MOBPEXKAAIOIIEMY JEUCTBUIO 3TUX cTpeccoBbiX (pakTopos [LlleBenmyxa u ap.,
1983; Illakuposa u np., 1985].

[lepeuncnennple  Bbllle  MpOsIBICHUS  d(PPEKTOB  KapToJIMHA
JICUCTBUTEJILHO OTHOCSITCSI K CBOWMCTBaM HUTOKMHUHOB [Kymnaesa, 1973;
1982]. B To ke BpeMs HMMEETCS HEMaJi0 JAaHHBIX, CBUJETEIIHCTBYIOIIUX O
CYLIECTBEHHBIX pPa3UYUSAX B IIMPOKOM CHEKTpe (PU3NOIOTHYECKOrO
JEUCTBUS KApTOJIMHA M LUTOKMHUHOB. Tak, B KJIACCUYECKOW IS
UCCJIEIOBAaHNUSI MEXAaHU3MOB JCHCTBUS LIMTOKUHUHOB MOJEIBHOU CHUCTEME
U30JIMPOBAHHBIX CEMAJOJIEH THIKBBl KapTOJIMH B OOJIBLIOM JHAarna3oHe
KOHLIEHTPalUi HE CTUMYJIMPOBAJI UX pOCTa U HE UHAYLUPOBAJI, B OTJIUYHE OT
BAIl, dbopmupoBanne mnomucom B Hux [Kmsuko u mp., 1987]. Kapromun
TAaK)K€ HE OKa3blBaJl CTUMYJHMPYIOLIErO JEHCTBHS Ha POCT HMHTAKTHBIX
IPOPOCTKOB THIKBBI, UX CEMSO0JIEH, THIOKOTUIIEH; crabee, O CPAaBHEHUIO C
BAIl, nonmaBnanm pocT TJIABHOIO KOpHS, HO TIpu 0oJjiee BBICOKHUX
KOHLEHTpanusax cuibHee, yeM BAII, ctumynupoBan oOpazoBaHne OOKOBBIX
KopHel [bypxanoBa u ap., 1984].

OTO MO3BOJISIET CAENATh BBIBOJ O CYLIECTBOBAHUU OCOOBIX, OTIIMYHBIX
OT LUTOKMHHMHA, MEXaHMW3MOB JIEMCTBUS KapTOJIMHA, HA OCHOBE KOTOPOIO
MOJKET OBITh CHHTE3UPOBAHA IIeJlasi TPyNa XUMUYECKH aKTUBHBIX BEIIECTB C
SPKO BBIPAKEHHBIM aHTUCTPECCOBBIM 3 deKkToM neicTBrs. Takoi mmpokuid
CHEKTP 3al[UTHOrO JAEWCTBHUS KapTOJMHA HA PA3JIMYHBIE KYJIbTYpPbl IAeT
OCHOBaHHWE paccMaTrpuBaTh €ro B KadecTBe A(PPEKTUBHOTO IS
MPAKTUYECKOTO IPUMEHEHUS MpernapaTa, MOBBIIIAIOIIEr0 HECTIEUPUIECKYIO
YCTOWYHUBOCTbH PACTCHUMU.

Bausinue Oucosia2 u OaliTaHAa HA COCTOSIHHME TPAHCJISIHUOHHOIO
anmnapara UHGUIUPOBAHHBIX PACTEHUH MILIEHUIbI

B mocnegHue mATh-CeMb JIET M3-3a PE3KOr0 COKPAIICHHS O00BEMOB
HCTIOJIb30BAHUSI UMIIOPTHBIX mecTuiuaoB B Poccum B 1,5, a B oTAeiabHBIE
rojsl B 2 pa3a yBEIWYWINUCH MOTEPU ypOKas OT COPHAKOB, BPEIUTEIECH U
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OoJie3HEN Ba)KHEMINMX CEIbCKOXO3SIMCTBEHHBIX KYJIbTYP, B TOM YHUCIE H
MIIEHUIIBI, YTO CBHUJETEIBCTBYET O PEHTA0CIbHOCTH UX MNPUMEHEHUS
[Baxapenko, 1998; IllasxmeToB u ap., 2000].

3HAYUTENbHBII MHTEpEeC [UIsl CEJIbCKOTO XO3SAHCTBA B CBSI3U C
MOBBIICHUEM YCTOMYMBOCTH K TPHUOHBIM OOJE3HAM MPEACTABISIOT
CUCTEMHbIE (YHTHIUABl TPHUA30JOBOIO psfa, HMHTHOMPYIOIIME CHUHTE3
CTEpOJIOB, B YaCTHOCTH KOMIIOHEHTa KJIETOYHOW MeMmOpaHbl TpuOOB
sprocrepoja Kak B YHCTOM KyJbType TpPHUOHBIX KIETOK, TaKk U
pa3BUBAIOIIMXCS B KIETKaX pacTeHusa-xo3simHa [Burden etal., 1987].
[IpousBoanbie Tpuazona o00JAJAIOT HE TOJBKO BBICOKOW (DYHTUIIMIAHOM
aKTUBHOCTBIO, HO U YETKO BBIPAXKEHHBIMH CBOWCTBAMHU PETYJIATOPOB POCTA, B
YaCTHOCTH PETapIUPYIOLUIUMH, TO-BUIUMOMY, B CBS3H C TIOJaBICHHEM
(dbepMEeHTaTUBHOTO  OMOCHMHTE3a THOOEPEINTMHOB. JTO  CIOCOOCTBYET
dbopMHpOBaHUIO pAacTeHH ¢ Oojiee HU3KUM U YTOJIICHHBIM CTeOJeM,
XOpOILIO Pa3BUTOM KOPHEBOM CHCTEMOM, 4YTO WrpaeT BaXXHYIO pOJIb B
MpeIoTBpalleHUH ToJieTaHus 3epHOBBIX KynbTyp [[IpycakoBa, Ymkosa,
1998; 1999]. HauGonee wu3BECTHBIMM W3 TPHUA3O0JIOBBIX (PYHTHUIIUIIOB,
MCIIOJIb3yEMBIMHU JIJIS 3AIIUTHI 371aKOB OT TPUOHBIX OOJIE3HEMH, SIBISIOTCS THIIT
(mponukoHazon), Oaiftan (TpuaguMmeHos) u OaiteToH (TpuamumedoH).
[Tpuuem GaliIeTOH B PaCTUTENHHOM OpPTraHU3MeE OOBIYHO TpaHCHOPMUPYETCS
Ha HECKOJIbBKO METa0OJIMTOB, OAWH M3 KOTOpBIX — OaiitaH [MHUHBKOBA,
Komaposga, 1987].

BaxxHO oTMernTh, 4TO OAaineToH, OaliTaH W Jpyrue QyHTHIHIBI
TPUA30JIOBOTO psijia 00JIaIal0T HEKOTOPHIMH CBONCTBAMH IIMTOKWHWHA B
[IUTOKMHUHYYBCTBUTENbHBIX ~ TecTaX  [Fletcher, Arnold, 1986] m
XapaKTePU3YIOTCA  MYJbTUIPOTEKTOPHBIM  JICWCTBHEM Ha  pPaCTCHHS,
MOCKOJIBKY PacTeHUs, Mpe100paboTaHHbBIE MU, MEHBIIE ITOBPEKIAFOTCS TIPH
BO3JICCTBUM HE TOJBKO OHOTHYECKHX, HO M TaKuX aOHMOTHYECKUX
CTpecCOBBIX (haKTOPOB, KaK BBHICOKHME W HHU3KHE TEMIIEPATyphl, 030H, 3acyxa
[Fletcher, Hofstra, 1985; 1987; Bonham-Smith et al., 1988; Ronchi et al.,
1997; TlpycakoBa, UnxoBa, 1998]. OgHako ciemyeT MOAYEPKHYTh, YTO BCE
3T (QyHrUnuasl 3OPEKTUBHBIE TPOTHUB PA3IUYHBIX BHJIOB IIOYTH BCEX
TaKCOHOMHUYECKUX Tpynm TpuboB, KpoMmMe (PUKOMHUIIETOB, SIBISIIOTCS
UMITOPTHBIMH, TIO3TOMY HEOOXOAWMMO BECTH pabOTy MO CHHTE3Yy W3
JIOCTYITHOTO CHIPbSI OTEYSCTBEHHBIX JICHICBBIX, AKOJIOTHYCCKH OE30MacHBIX
IpernaparoB, CIIOCOOHBIX IOBBINIATH YCTOWYMBOCTH PACTCHUHW K TPHOHBIM
00JIe3HM.

K TakuMm mpemnapatamMm MOXKHO OTHECTH pa3paboTaHHbI B MHcTUTyTE
opraanueckoit xumuu YHI[ PAH (Vda) npenapatr amuHOBOTO psina Oucos 2,
oOJnagaromuil BEICOKON 3(h(PEKTUBHOCTHIO B 3aIUTE CEIbCKOXO035HCTBEHHBIX
KYJBTYp OT IpUOHBIX O0JIE3HEH B KpailHe HU3KUX KOHIEHTPAIUSIX, OCHOBHOE
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JEUCTBYIOLIEE  BEIIECTBO  KOTOPOrO  —  NIABEJIEBOKUCIBIA  TETpa-
METWIMETWICHIMAMUH. JTOT TMpenapar XapaKTepu3yercs CBONHCTBOM
UMMYHOCTUMYJIITOpPA,  YTO  TJIaBHBIM ~ 00pa3oM  ObIO  MOKAa3aHO
LUTOJIOTMYECKUMU METOJAaMH B OTHOIIEHWM NAaTOTE€HOB, BbI3BIBAIOIINX
KOpPHEBbIC THWIM U pKaBuuHy [AmaneeB u np., 1990; Ixemunes u np., 1990;
Tpomua u ap., 1991]. B MoaenpHBIX OMbITax OBUIO TaK)XE YCTaHOBJICHO,
yro Oumcon2 Beger ce0d Kak peryjsTop pocra, oOiagarouui
[IUTOKMHUHITOO0HBIM 3¢ dexTom [Epkees u np., 1988].

[loneBbie  ucnbiTaHust Oucojla 2  TMOKa3ajdd €ro  BBICOKYIO
3¢ ()EKTUBHOCTh B MOBBIIIEHUH YCTOWYMBOCTH MILEHULBI K rpubaM poJoB
Fusarium u Helminthosporium=Bipolaris, BbI3bIBalOIIMM KOPHEBYIO T'HHJIb
[[[lakupoBa u nap., 1989; JlxxemuneB u np., 1990]. Hecmotpst Ha TO, 4TO
npeanoceBHas oopadorka 0,001 %-HpIM pacTBOpoM Oucona 2 CHUXKAET, HO
HE MpeA0TBpalIacT 3apaKeHUE MIISHUIIbI BO30OYIUTEISIMU KOPHEBON THUIIH,
KaK 3TO HabJto/aeTcsa B Clydyae MCIOJb30BaHUs OaiiTaHa, oHa TeM HE MEHee
CIIOCOOCTBYET 3aMETHOMY TOBBIIIEHUIO MPOJIYKTUBHOCTH MHOKYJIMPOBAHHON
MIIeHUIsI (Tao. 5).

Tabauna 5
Bausinue Oucosia 2 u 6aiiTaHa HA YCTOWYMBOCTDH MIEHUIbI K KOPHEBOW THUJIN
U 3JIEMEHTBI CTPYKTYPbI YPOKas

Yucao Yucao 3epeH

Bapuanr 3apaKeHHBbIX B IIABHOM Macca 1000
© oo 3epeH, 2
pacreHuii, % K0JIOCE, Uim.
Pacrenus

Ha MHGEKIHOHHOM (oHe 44,9+3,0 21,7+ 1,1 334+1,2
To ke + 6ucos 2 13.2+2,1 23,1+0,9 38,3+2,1
To e + Gaiitan 3,8+2.8 223 +0,7 36,7 +2,5

[Ipumeuanue. Cemena obpabareiBamu 0,001 %-HbIM pacTBOpOoM Omcona 2
nim oy apuBanu OaiiranoMm («Bayery, OPI),
HOpMa pacxoja 2 KI/T.

Pe3ynbraTel, mnpuBeneHHbIE B Ta0i. 6, MOKa3bIBAIOT, YTO CKOPOCTh
CHUHTe3a Oelika B BBICEUKAX JIMCThEB W3 MpeAoOpaboTaHHBIX OMCOJIOM 2 U
OaifTaHoM pacteHuii B ¢azax KymieHus u TpyOkoBanus Ha 35-40 % Bsie,
4YeM B JINCTHSIX 3aPKCHHBIX, HO HEOOPAOOTAHHBIX PACTEHU, IPH ATOM OIS
BKJIFOUCHHSI MEYEHOW aMUHOKHUCIIOTHI B O€JIOK OT €€ MOCTYIUICHUS B BHICEUKHU
MOJ1 BIMSHUEM 00OMX TpenapatoB He nmpeBsimaio 10 %.

Kak yxe 00CyXganoch BBIIIE, WHTCHCUBHOCTh TPAHCIISAIUU B
3HAYNTEIBLHOW MeEpe OMpEeNeseTCs YPOBHEM AaKTHUBHBIX B CHHTE3e Oeika
nosiucoM. M3 Tabmn. 6 u puc. 6 BUAHO, YTO JOJS MOJKMCOM B Mpernaparax
pubocoM, BBIJICJICHHBIX U3 TpeAoOpabOoTaHHBIX OHCOJIOM U OalWTaHOM
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Tadauna 6
Baunsinne npeanoceBHoii 00padoTku OucosioM 2 u GaliTaHOM
HA CKOPOCTHh CHHTe3a 0esIKa M J0JI10 I0JIMCOM B Ipenapare pudocoM JINCThEB
NIIEeHNIbI, HHPUIUPOBAHHON KOPHEBOH MHUIBIO

Kymenue TpyOxoBanme
Bapuanr BKJIIOUEeHH e BKJIIOUEeHHE
P “C-penmnananuna HOH]/:,;OMLI’ “C-penmnananuna Homf,;OMH’
B 0eJI0K, BK/gbiceuky ’ B 0eJ10K, bK/8bICceuKy ’

Pacrenus

Ha MH(EKIHOoH- 204 +£4,0 75+ 1,0 210+ 5,0 36+2,0

HOM ¢oHe
To :xe + Oucou 2 282 £ 10 89+0,5 266+ 1,0 54+1,0
To ke + daiiTan 267 £ 27 87+0,5 250+ 10 -

pactennid Ha (QoHe WHGEKIMH, Tak)Ke BBIIIE IO CPaBHCHHIO C
HeoOpabOTaHHBIMM ~ pAacTCHUSMH. B Xoje OHTOreHe3a  HaOIOIaeTCs
nerpajganus OeJOKCHHTE3UPYIONIETO armapata B JUCThAX 3apaKEHHBIX
pacTeHul, OJIHAKO B PACTEHUSAX, 00paOOTaHHBIX OMCOJIOM 2, OJIS TIOJUCOM B
npenapare pudOCOM 3aMETHO BBIIIE, YTO CIIOCOOCTBYET OOJIbIIEH CKOPOCTH
TPAHCJISIIIY OTBITHBIX PACTCHHM.

Ao
120 a 120~ © 300 B
200
60| 60 N
100
| | | | | |
10 20 10 20 10 20

Homep dhpakummn

Puc. 6. AHaau3 cOCTOSIHMS TPAHCJIALMOHHOIO ANNAPATA JHMCThEB MIICHUIbI B
dase kymeHusi NpU 3apakeHUM BO3OYIMTENSIMM KOPHeBOM THWIH (a) H
o0padoTke OucoJioM 2 (0) u GaliTaHoM (B)

IIpuBeneHHbIE PE3YJAbTAThl MO3BOJISIIOT 3aKIOYUTH, YTO OJHUM U3
MyTEH TIOBBIICHUS YCTOMYMBOCTH MIICHUIBI K KOPHEBOM THWIH W
YBEIIMYEHUSI B ATUX YCIOBHUSIX €€ MPOAYKTUBHOCTU MpPHU MPEANOCEBHOMN
0o0paboTke 6ucosoM 2 U GalTaHOM SIBJIETCS MPEAOTBpAILEHUE AETpaaaluu
OCJIOKCUHTE3UPYIOIIEro amnmapata W BCJIEACTBUE ATOTO MOJJIEpKAHUE
BBICOKOW CKOpPOCTH cHHTe3a Oenka. [Ipu 3TOM BBIABISIETCS aHAJIOTUS B
JNEeUCTBUU  OTUX  TpenapaToB  Ha  (DYHKIMOHAJIbHYIO  aKTUBHOCTh
TPAHCISLIMOHHOTO anmnapara WHGUIMPOBAHHBIX PACTEHUM, YTO, OYEBHUIHO,
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CBUJICTEIILCTBYET O CXOJICTBE MEXaHU3Ma WX JCHUCTBUS Ha OEIKOBBIM OOMEH
pacTEHUM.

CnenoBaTenbHO, MOXHO TMpEANoJiaratb, 4YTO TPAHCISIIMOHHBIN
anmnapaTr KIJIETOK SIBISIETCS JIMMUTUPYIOUIMM 3BEHOM B OTBETE PACTEHUU Ha
pa3HooOpa3Hble CTPecCOBbIE (AKTOPHI M €r0 COCTOSHUE MOXET CIY>KUTh
KpUTEPHUEM IS OLIEHKH 3aIIUTHOTO JCHCTBUSA B YCIOBUAX HEOIArONPHUSITHBIX
(haKkTOpOB Ccpe/ibl pa3IUUYHBIX 110 CTPYKTYPE COCTUHEHUI.

CyMMHpYsI paCCMOTPEHHBIC B 3TOH TJIaBe MaTEpHUaJIbl, MOJKHO CKa3aTh,
4T0 ()YHKIIMOHATHHOE COCTOSIHUE OCTOKCHHTE3UPYIOIIECH CUCTEMBI B KJIETKaX
SBJISIETCS KaK Obl MHAMKATOPOM (DU3HUOJIOTUUECKOTO CTaTyca PaCTUTEIIBHOTO
opraHm3Ma B IeJOM. MeXaHu3Mbl PEryJslud aKTHBAIUU Mpolecca
dhopMUpOBaHUS TTOJMCOM U COOTBETCTBEHHO CHMHTE3a OCiIKa (PUTOTOPMOHAMH
IIUTOKWHUHOBOMN TMPHUPOJIBI, BEPOSITHO, JIEKAT B OCHOBE TOBBIIIECHUS TOJ UX
BIUSHUEM TIPOJYKTUBHOCTA PACTEHHH HE TOJBKO B HCKYCCTBEHHO
MOJICTUPYEMBIX CTPECCOBBIX CHUTyaIlUsiX, HO © OOBIYHBIX YCIIOBUAX
Mpou3pacTanmsi. ITO OUYCHb BAXHO, TaK KaK (OIYyKTyaruu TPUPOTHBIX
YCIIOBHM XOPOIIO U3BECTHBI.

[TockonbKy OETOKCHMHTE3UpYIOIIasi CHUCTEMa KJIETOK OYEeHb YYTKO
pearupyer Ha HM3MEHEHHUs BHEIIHEW cpelbl, KOTOpble MOTYT OBITh OY€Hb
Pa3HBIMU IO CTENEHU MOBPEXKICHUS, TO 3aIIUTHBIA 3 PeKxT mpenodpadoTku
COCJIMHEHUSAMH, O0JIaalOMMUA CBOMCTBAMHM IIMTOKWMHWHOB, HAINpaBieH Ha
CHI)KCHHE CHJIBI TIOBPEXKIAIOIETO JEHCTBUS HEOIAronpHusSTHRIX (HaKTOPOB U
nokasaresneM Takoro 3d¢dexTa SBISETCS MPeAOTBpaAleHUE Jerpajaliuu
TPAHCISALIMOHHOTO amiapara, UMEIoIIee, BEPOSITHO, ONPEIEIIAIoNIee 3HAaUCHUE
JUIs TIOJAJIep>KaHUsl BBICOKOM aKTUBHOCTH POCTOBBIX MPOIIECCOB PACTCHUM,
JeKAIUX B OCHOBE (POPMUPOBAHUS TIOJHOIIEHHOTO YpOJKasi 3e€pHa.

Bmecre ¢ TeM 3TH TOPMOHBI, TMO-BHJIMMOMY, CIIOCOOHBI HWIrpaTh
BOXHYIO pOJIb B YCTPAHCHWH IIOCJICACTBUN IOBPEKIAIOIICTO JICHCTBHUS
CTPECCOBBIX  (DAKTOPOB HAa  KIETOYHBIK  MeTaboIM3M, a HMEHHO,
HHIYIIMPOBaTh  pelapanuio  ammapara TpPaHCISAIMH B IEPUOA  HX
MOCJICICHCTBUSI, YTO, B CBOIO O4Yepe/b, SBIACTCS HEOOXOIUMBIM IS
YCKOpPEHUS BOCCTAHOBJICHHS MHTCHCUBHOCTHU HHTETPaTbHBIX
(U3HOTOTUYECKUX TPOIECCOB, CIOCOOCTBYIOIMUX COXPAHCHHUIO BBICOKOM
MPOTyKTUBHOCTH PACTCHHM.



nasa 3.  CANLUMNOBAA KNCITOTA §
KAK MHOYKTOP YCTONYNBOCTU PACTEHNU

B npenpiaymeit rinaBe ObUIM pacCMOTPEHbl MEXaHU3MbI JIEUCTBUS
CUHTETHUYECKUX PETYJISITOPOB POCTa KapTOJIMHA, OKcona 2, 6aiiTaHa, KOTOPbIE
3¢ (EeKTUBHBI B 3alllUTE PACTEHUs OT TPUOHBIX Oosie3Hel. Hacrosmas riasa
IOCBSIILIEHA aHAJIU3y MEXAaHW3MOB aHTHCTPECCOBOIO JIEHCTBUS dHJOTEHHOTO
perysaropa pocra, OOHapyKEHHOI'O B JIMCThSIX U PENPOAYKTHBHBIX OpraHax
Oonproro konmuecTBa pacreHmit [Raskin, 1992], — camuuuioBoi KUCIOTE
(CK). D10 »HmoreHHoe coeauHeHHWE (PEHOIBHON MPUPOJBI TPUBIICKAET
OrPOMHOE BHUMAaHHE HCCIEAOBaTENe B CBA3M C €ro CHOCOOHOCTBIO
UHIYLIMPOBATh CUCTEMHYIO IpHOOpeTeHHY0 yctoiunuBocTh (CI1Y) pacTtenuit
K pa3HoOOpa3HbIM MO Mpupoae Bo30yautensMm Oomnesneid. K HacTosmemy
BPEMEHU  IIOJYYE€Hbl  MHOTOYMCIEHHBIE  PE3yibTaTbl, YOEAUTEILHO
CBUJETENbCTBYIOIIME B MOJb3y BoBiedeHUs: CK B MHAYKIUIO U pa3BUTHE
CIIY, kK coOXaJleHHIO, JHIIb €JIWHWUYHbIE W3 HUX [OpUHAAJIEKAT
OTE€YECTBEHHBIM UCCIIEIOBATENISIM.

OnHoll W3 BaXHBIX pEAKUUWA PACTUTEIBHOIO OpraHu3Ma Ha
WHOUIIMPOBAHKE TATOTEHOM SIBIsieTCS (HOPMHUPOBAHME IMPOJIOHTHUPOBAHHOMN
CUCTEMHOM YCTOMYMBOCTH K HTUPOKOMY CIIEKTPY MOCIETYIONTNX HHPEKIIUHA B
OTBET Ha JIOKAJbHO BHECEHHYI0 HWH(EKIHI0O C 00pa3oBaHHWEM B JIHCTE
Hekpo3oB [Bent, 1996]. OtoT denomen Obu1 BoisiBIeH Oonee 90 et Hazax u
MO3/IHEE Ha3BaH (PUBMOJOTMUECKON MPUOOPETEHHON HEBOCTPUHUMYUBOCTHIO
(ummynutet) [Ryals etal.,, 1994; OzepeuxoBckasi, 1999], unu cucremHoit
npUOOpEeTeHHOM yCTOMUMBOCTHIO. [lepBOoHAaYaIbHO 3TH HAOIIOJAEHUS OBLIU
MOJIy4Ye€Hbl B OTHOILIEHUM BHUPYCHOW HWH(PEKUIHH, 3aTeM OaKTEepUaIbHON U
JUIIb CIYCTS TOABbl MCCIEAOBATENN NPUIUIA K BBIBOJY, YTO CTAHOBJICHUE
NPUOOPETEHHOW  YCTOMYMBOCTH  SIBJISICTCSI  XapaKTEPHOM  peakiueut
Pa3HOOOPAa3HBIX PACTUTEIHHBIX OPTraHU3MOB K IIUPOKOMY PSIy MaTOr€HOB,
BKJIOYAasi W BPEIOHOCHBIE  JUISL  CEJIbCKOXO3SIMCTBEHHBIX  KYJIBTYD
dburonarorennsie rpudsl [Kuc, 1982].

[Iporpecc B packpbITUM MEXaHM3MOB, Jexanux B ocHoBe CIIY,
cBs3aH ¢ JaHHbIMH 0 Koppesiuuu CIIY ¢ Hakoruienuem rpymmnbsl PR-6enkoB
0] BIUSHUEM CAIMITMIOBOM KUCIOTHI B Tabake [Van Loon, Antoniw, 1982;
Van der Bulcke etal.,, 1990]. J.Ryals etal. [1994] mnpemnoxunu
npeaBapurenbHyto pabouyro monens CIIY, corimacHo KOTOpoi ee MOXKHO
KOHLENTyaJIbHO MOJPAa3feauTh Ha 2 (a3bl: MHUIMAIMIO U YCTAHOBJICHUS.
Nuaummanus CITY MoXeT OBITh CKOPOTEYHOM M BKJIIOYAET BOCIPHUATHE
naToreHa W Bce coObITHsA, MpuBOsiIe K ycraHnoBiueHuto CIIY: mpomykius
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CUTHAJIOB, CITOCOOHBIX JUCTAHIIMOHHO TPAHCIIOPTHPOBATHCS IO PACTCHHUIO OT
MeCTa JIOKaJIbHOTO WH(MUIIMPOBAHUS TATOTCHOM, KOTOpPbIE HWHAYLIHUPYIOT
Hakoruienne CK, xoTopast B CBOIO ouepeab MHIYIHPYET IKCIPECCUIO0 TEHOB
PR-6e51k0B, CTOCOOCTBYIOIIMUX YCTAHOBJICHUIO YCTOMYHUBOCTH.

Poab PR-0esikoB B pa3BUTHH MHAYHHPOBAHHON CAJTUIMJIOBOI KHCJIOTOM
CHUCTEMHOM NMPUOOPETEHHOH YCTOMYMBOCTH

HetictButensHo, PR-0enku MoryT ciyxuth mapkepom pazsutusi CITY
[Ward etal., 1991; Raskin, 1992; Ryals etal., 1994; 1996; Mauch-Mani,
Metraux, 1998]. Tak, 66110 BBIIENIEHO, TIO KpaiHEeW Mepe, 9 ceMeNCTB reHoB,
KOOPAMHUPOBAHHO  MHAYIUPYEMBIX B  HEUH(OUIIMPOBAHHBIX  TKAHSIX
MHOKYJIMPOBAHHBIX pacTeHuil, KoTopble OblIM Ha3BaHbl CIIY—renamu [Ward
etal.,, 1991]. IIpuuem CK, a taxxe 2,6-IUXJIOPOM30HUKOTHHOBAS KHUCJIOTA
(MHK) — cuHTeTHYECKUI MHIYKTOP YCTOMYMBOCTH, B OTCYTCTBUU UH(DEKIIUH
MHAyUUpyoT aHanornyHbli CIIY-reHaM cnekTp reéHOB y MHOTHMX BHJOB
pactennii [Ward et al., 1991; Metraux et al., 1990; Schneider-Muller et al.,
1994; Ryals etal., 1996; Hammond-Kosack, Gones, 1996], uTto0
CBUJIETEIICTBYET O TECHOM cBsi3u 3Kcnpeccur CITY-TeHOB ¢ ycTaHOBIEHHUEM
YCTOMYMBOCTU pacTeHUl K naroreHaM. Cpean HUX €CTh I'€Hbl, KOAUPYIOIINE
xutuHa3bel U P-1,3-rmrokanaser [Ward etal.,, 1991; Ryals etal.,, 1994],
nuctenHoorateie Oenku, moaoOHbie TaymatuHy [Woloshuk et al., 1991], a
TaKXKe IeNylo TIpynmny OenkoB, 0O0beIUHEHHBbIX B cemelcTtBo PR-1,
WHTUOUPYIONTUX POCT IPUOOB B cucteme in vitro [Ryals et al., 1994].

Hecmotpsa Ha TO, uTrO neranpHO skcnpeccuss CIIY-reHoB n3ydena B
pacTeHusix Tabaka, orypua M apaOuIoICHCa, B KYKypy3€ U SUMEHE TaKKe
uaeHtuduuupoBan psan reHoB, romojoruunbix CIIY-remam [Ryals etal.,
1996]. B nmienunie ObUTH BBISBICHBI KOOPIAWHUPOBAHHO JKCIPECCUPYEMBIC
reHbl-Mapkeppl  XxuMmudeckn  aktuBupyemour  CIIY,  kommpyromme
JUTIOKCUTE€HA3y, IMCTEUH NPOTEMHAa3y W Jpyrue O€NIKu, U XapakTep HuxX
skcrpeccun cxoneH ¢ uHaykuued CIIY-renoB npu oOpabotke CK B
nByIoNbHBIX pacTeHusix [Gorlach etal.,, 1996]. Iloka nHe Bce CIIY-renb
uAeHTUGUIMPOBaHbI, HO paboTa B HATOM HampaBlieHUHd Benercsa. Tak,
PR-6enok ELI3 wu3 pactenuid apalujomncuca U TMETPYIIKH SIBISETCS
JETUApOreHa3o MaHHUTOJA B KIETKaxX Ccelbliepes, aKTUBHOCTb KOTOPOM
MHOTOKpPAaTHO BO3pacTaeT TMOJl BIMSHHUEM »dK30reHHOW o0pabotkun CK
[Wiliamson et al., 1995], 4TO MO3BOJISICT CBSI3bIBaTh
CK—uHIynmupoBaHHYI0 aKTHUBAIMIO JAaHHOTO (epMeHTa ¢ olecredeHuemM
KJIIETOK PACTEHUM SHEpPrued M HCTOUYHHKOM YIJIEpOJa W3 MaHHO3bl MpH
IIATOI€HHOM aTake.
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BepositHo, He Becb Habop CIIY-reHOB sBisieTCsl YHUBEPCAJIbHBIM B
dbopmupoBanuu CITY y pa3nbix pacturenbHbix 00bekTOB [Ryals et al., 1996].
Hampumep, B apabunoncuce cemeictBa 3Tux TreHoB Onusku CIIY-renam
tabaka [Uknes etal.,, 1992], a B pacreHusax orypua OOJbIIMHCTBO M3 HHUX
paznmuarotcs [Metraux et al., 1990]. [IpsmbiM g0Ka3aTEIHLCTBOM BOBJICUYCHUS
CITY—-renoB B craHoBiieHue u nogaepxanve CIIY MOryT Ciiy’KUTh ONBITHI C
UCIIOJb30BAaHUEM TPAHCI€HHBIX pacTeHUuW. Tak, BBICOKMH  YpPOBEHb
sKkcrpeccur reHoB PR-1 B TpaHCreHHBIX pacTeHMsIX Tabaka KOppeInpoBall co
CHI)KCHHEM CTETeHH WHOUIMPOBAaHUS JBYyMs TaTOT€HAMW U3 KJacca
ooMUILIETOB: Peronospora tabaci u Phytophthora parasitica [ Alexander et al.,
1993].

Takum oOpa3om, ¢akt yuactuss PR-GenkoB, komupyembix CIIY—
reHaMHy, BO B3aMMOOTHOIIIEHUU MAaTOT€H — PACTEHHE — XO35UH B PAa3BUTHU U
B nogaepxkanuu  CIIY  He BbI3BIBaeT coMHeHHMs. (OaHako, eciH
UHIylLHpoBaHue uHuIMpoBanueM u o00padoTkoit CK xuTuHA3HOH,
B-1,3-rioKaHa3HOW M JU30LMMHON aKTUBHOCTEW HMMEET MPUHIUIIHAIBLHOE
3HaYeHHE B OTHOILIEHUH YCTOMYMBOCTH K rpubaM U OakTepusM, TO IO
OTHOILIEHUIO K BHpYycaM, OYEBUAHO, JODKHBI (OPMHpPOBATHCS HUHBIE
MEXaHU3MbI, HAIPABIICHHBIE Ha JIOKAJU3al[MI0 BUPYCOB B HEKPOTUYECKUX
00JacTsX TKAaHEW W MPENOTBPAIIECHUE MX PACIPOCTPAHEHHS MO COCYIUCTON
cucteme pacrenuil. Tak, noka3zano ydactue CK B cynpeccuu peruiuKanuu
BUPYCOB M IEPEABMKEHUS UX M0 PACTCHHIO B HEMHOKYJIMPOBAHHBIE TKAaHU
[Murphy et al, 1999]. UnrepecHo, 4TO CaJIMUMUATHAPOKCAMOBAsA KHUCIOTA
uHrnonpyetr CK—MHIyIIMpOBaHHYIO BUPYCOYCTOHYHBOCTb, HO HE OJIOKUpPYET
YCTOMYMBOCTh K (PUTONMATOr€HHBIM IprOaM U OaKTEepUsIM, YTO yKa3bIBaeT Ha
BoBJieueHne CK mo kpaiiHeld Mepe B IBa CAMOCTOSITEIbHBIX MIyTH CUTHAJIIBHOM
TPAHCAYKIMHU B XOAE PA3BUTHUS 3aIUTHBIX PEAaKUUM, HApsAIy C MHIYyKLIHEH
cunte3a PR-0enkoB W ycTOMUMBOCTH K TpHOHOM U OaKTepHaIbHOM
WH(DEKIMU, BO3MOXKHA TaKXK€ AaKTHUBAIMS albTePHATUBHON OKCHJIA3bl,
SBIIIONICICS] KOHEUHON MpU ITUaHUA-yCTONYMBOM Jbixanuu [Lamb, Dixon,
1997].

O tom, uto CK gBnseTcss OOHUM HX KIIOUYEBBIX KOMIIOHEHTOB B
3AIIUTHOW CUTHAIIBHOUW TPAHCAYKUMH, MpUBOAAIIEeH K nHAyKIuu CIIY-reHoB
u pazutuio CIIY, cBUIETENBCTBYIOT HE TOJIBKO JJaHHBIE 0 HakormieHnu CK B
pacTUTENbHBIX TKaHSAX Tpu uHUIMpoBaHuU. boiee yOeguTenbHOE
JI0KA3aTeNbCTBO ObUIO TOJYYEHO B OMNbITAX C TPAHCTEHHBIMH PACTECHUSIMU
Tabaka, coJepKalllUMHU OakTepualibHblii TeH NahG u3 Pseudomonas putida,
KOJUPYIOIUA  THUAPOKCUIA3Y  CAJIMIIMIOBOM  KHUCIOTBHI, —  (PepMeHT,
karanusupytonuii npespamienne CK B karexon [Gaffney etal., 1993].
DKCIpecCHUpyIolIre 3TOT TeH pacTeHus: He HakaruBaioT CK u HecrmocoOHBI
unaynupoBath CIIY B oTBeT Ha BUPYCHYIO, OaKTepHAIbHYIO WA TPUOHYIO
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undexuuun [Gaffney etal., 1993]. Kpome Toro, pacrenusi apabuporicuca,
HECYIIUE aHAJOTHYHBIC TCHBI, TOPa30 YYBCTBUTEIbHEE K Pa3THYHBIM
naroreHam [Delaney et al., 1993].

Cunmes CanuyUI080u Kuciomaul 6  pacmeHusx. [TpsimbiM
npeamecTBeHHNKOM Ha Tyt cuHTe3a CK sBnsercs dheHunananuH, KOTOPhIT
npu yyactuu (penunananmnammonniuinazel (OAJI) mpespaiaercs B TpaHc-
KOPUYHYIO KHUCJIOTY, SIBJISIOIIYIOCS KIHOYEBbIM 3BeHOM B cuHTe3e CK, uto
0COOEHHO XOpOIIO MOKAa3aHO AJiA pacTeHuil Tabaka u orypua [Yalpani et al.,
1993; Dixon, Palva, 1995; Mauch-Mani, Slusarenko, 1996; Molders et al.,
1996; Smith-Becker etal., 1998]. O0 »TOM CBUIETEILCTBYIOT JJaHHBIC,
MOJIyYeHHbIE HA paCTEeHUAX Tabaka C AMUTCHETHYECKH CYIpPEeCCHPOBAHHOMN
skcrpeccuert MAJI, kotopeie He crocoOHbI pa3BuBaTh CIIY B oTBeT Ha
undummpoanue BTM [Pallas etal., 1996]. Kopuunas kwucimora myTem
JeKapOOKCUIIMPOBaHUs TipeBpaiiaercs B 6ensoinyto kucnoty (bK), kotopas
B CBOIO OYepenb Ipu ydacTuuh (epMeHTa 2-rupOoKCcHiia3bl OEH30MHON
kucnoTsl (2I'bK), npespamiaercs B CK.

Brisisneno, uto 2I'bK npencraBisieT co0oi pacTBOPUMYIO ITUTOXPOM
P45 MOHOOKCHUI€HAa3y, HCHOJIB3YIOMIYI0O MOJICKYJSPHBIM KHCIOPOJ ISt
2-rusipoKcuIupoBanus OeH3oiHON KuciaoTel [Leon etal., 1995]. Dtu xe
aBTOophI [Lee et al., 1995] oxapakrepuszoBanu Apyroi Kiro4eBod (GpepMeHT B
merabonmusme CK — rmokosuntpancdepasy CK, karanusupytroniuit
npeBpanienue CK B rmoko3mn-CK, ocHoBHoit Merabomutr CK  kak
SHJOTCHHOW, Tak W dk30oreHHOM [Edwards, 1994]. AHalOru4HbIA MyThH
cuare3a u Mmerabonuzma CK xapakTepeH Takke W Al pacTeHU puca
[Silverman et al., 1995], koTopbie oTIU4aIOTCS OUYeHb BHICOKUM ypoBHEM CK
JlaXX€ B 3J0pPOBBIX PACTEHUSIX, HA TMOPSAOK OOJbIIMM B CPaBHEHUH C
JUCThSIMU Tabaka, O3TOMY, KaK IOJIararoT aBTOpbl, B pacreHusax puca CK,
CKOpEe BCEro, He SBISAETCS MHIYKTOPOM YCTOMUYMBOCTH, TaK KaK 3apa)K€HUE
HE BBI3BIBACT €€ HAKOIICHUSI B HUX.

Opnnako B psge pactenuid cuHte3 CK omocpenyercs mpeBpaiieHreM
TPAHC-KOPUYHOM KHCIOTHI B ()-KyMapoOBYIO KHUCJOTY, KOTOpasi 3aTeéM B
pesyabTare nekapookcunupoBanus mnpeBpamaercs B CK [Chadha, Brown,
1974]. O6paboTka MucThEB KapTodes apaxuJoHOBON KUCIOTOW MPUBOIUT K
WHIYKIIUU OBICTpOTO JOoKanmbHOTO cuHTe3a CK u HaKOIIeHUS KOHBIOTATOB
CK, cxomubix ¢ 2-O-TIOKONUPAHOCATUIUIOBON KHUCIOTOM, TOrJa Kak B
HeoOpaboTaHHbIX AnucuTopoM JHCThiIXx CK Takxke cuHtesupyercs u3
dbeHWIanaHMHAa W KOPUYHOM W OEH30MHOM  KHUCIOT B  KayecTBe
untepmenuatron [Coquoz et al., 1998].

Takum  o6pazom, cuHTe3 CK B  KeTkax MOXeET  HATH
albTEPHATUBHBIMH MYyTAMH, YTO MOJUEPKUBAECT BAXKHOCTh 3TOI'0 COEAUHEHUS
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B Ku3HM pactenuil. Hanbonee BepostHbIM MecTom cuHTe3a CK sBisroTCS
XJIOPOILIACThI, B KOTOPBHIX HOBOCHMHTE3WpoBaHHAs CK MoxeT 3amacaTbcs, a
npyu HHPUUUMPOBAHUM MAaTOr€HAMU OBICTPO BBICBOOOXKIATHCA U3 HUX B
LMTO30JIb M HayaTh (PYHKIMOHMPOBATH B MEXaHU3MAaX, BEAYIIMX K
cranoBienuto CITY [Vernooij et al., 1994].

Pa3BuTne cucremMHOl TPHOOPETEHHOW YCTOWYMBOCTH, €CTECTBEHHO,
ABJSICTCSL  CIEACTBUEM  B3aUMOJCWUCTBHS pPACTEHHS C IATOTEHOM |
TPAHCAYKLIHMHU CHUTHAIOB, KOTOPHIE BKIIFOYAIOT MEXAHU3MBbl YCTOWYHUBOCTU B
CMEXHBIX C MH(MUIIMPOBAHHBIMU U OTJAJIEHHBIX OT HUX TKaHAX. B xauectBe
OJHOTO M3 KaHAWJAATOB Ha POJib TpaHCIoKanuoHHoro curHaima CIIY
paccmatpuBaetcs cama CK.

CornacHo pa3pabOTaHHOW MaTeMaTU4YecKoW MOoJennu (QU3nYecKue
coiictBa CK mouTu ujeanbHbl ISl TpaHCIIOPTa HA OOJbIINE PACCTOSHUS 110
dbmoome  [Hsu, Kleier, 1990]. B momp3y cmnocobnoctu CK
TPaHCIIOPTUPOBATHCS MO PACTEHUIO CBUIECTEIBCTBYIOT JIaHHBIE OIBITOB CO
BIIPBICKMBaHHEM (C-MEUYEHHOW OEH30iTHOI KMCIOTHI B CEMSIONU Orypiia B
XO0JlIe MX HMHOKYJIALMH BUPYCOM Ta0auyHOIO HEKpPO3a, KOTOpbIE MOKa3alu
namune [ *C]JCK Bo 1osMe M mepBOM JIMCTE Haj CeMSIONIeH CIycTs 2 JaHs
Tociie MHOKYJIAIKH, Toraa Kak [ 'C]BK He 06Hapy)HBaach B 3TUX COCYIAX
B T€UEHUE NEPBBIX 3-X THEH, YTO yKa3biBaeT Ha QuiosMHbIN TpancnopT CK u3
ceMsJ0Jiel B MEpPBUYHBIE JIMCThA, B KOTOPBIX uepe3 3 IHsS pa3BUBaiIach
cucteMHas ycrouuuBocth K Colletotrichum lagenarium [Molders et al.,
1996]. Opnako cpaBHeHue KoHueHTpaluu CK B HMHOKYJIMPOBAHHBIX
CEMAIONAX W MEPBUYHBIX JUCTHIX Oryplia B MPEAIIECTBYIOIINI Pa3BUTHUIO
CUCTEMHOM YCTOMYMBOCTH II€pUOJ J1aJl OCHOBAaHHUE 3aKIOYUTh, YTO
HakorieHue CK B MEpBUYHBIX JUCTBAX SBIIAETCS PE3YJIBTATOM HE TOJIBKO €€
TpaHcnopta mo (iaodme, HO U cuHTe3a B JucThsiXx [Molders etal., 1996].
AHanu3 coJep)KaHusi HOBOCUHTE3UPOBAHHON B MHOKyJIupoBaHHOM BTM wu
BepxHEM 370poBoM Jjucte Tabaka CK ¢ HCHOIb30BaHUEM MEUEHHOTO
KHCJIOpOJa MO3BOJIMJI MOJYYUTh MPSAMOE JOKA3aTeIbCTBO €€ TPAHCIOKALUU
no ¢mosme [Shulaev et al., 1995].

Cpoboanas CK, nmogoOHo npyrum (peHosam, akTUBHO KOHBIOTUPYET B
O-B-D-rmroxo3un-CK u metuncanuuuiar (MC) [Yalpani et al., 1991; Enyedi
et al., 1992; Alexander et al., 1993]. Onnako, eciu rimroko3uin-CK HeMoOuIIeH
M HEaKTUBECH B MHAYKIMH PR-1 TeHOB B KiIeTKax Tabaka M, CKOpee BCEro,
spisiercs 3anacHor gopmoii CK [Enyedi et al., 1992; Chen et al., 1995], To
9K30reHHas o0paboTka pacteHuii Tabaka MC yBenMYMBaeT 3KCHPECCHUIO
PR-1-renoB u ycroitunBocTh Kk BTM, 4T0 MOXET OBITH pe3yJbTaTOM €ro
osicTporo mpeBpamieHuss B CK, 1.e. MC sBisieTcsi €€ aKTUBHBIM JIETYUYUM
npeamectBeHHukoM [Shulaev etal., 1997]. bonee Toro, pgaHHBbIE,
MOJIyYeHHbIE B OIBITAX, KOIJa pacTeHus Tabaka, JHUCTbS KOTOPBIX
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nHOKympoBan BTM B Teuenne 964 mpu 32°C, nepenocunu Ha 24°C,
MO3BOJWIA BBISIBUTH pe3kuil moaseM B ypoBHe MC B xuakoir dopme B
3I0POBBIX JIUCTBSIX, PACIOJOKEHHBIX HaJl HWHOKYJHUPOBAHHBIMH, YTO
CBUJIETENBCTBYIOT O TOM, 4T0 MC MOXeT (pyHKUHOHUPOBATH U B KAYECTBE
TpaHcnopTHoil GopMmbl CK, B KOTOPYIO OH JIErKO MPEBpAIIACTCS B TKAHIX-
muireHsx [Seskar et al., 1998].

Ananu3 pacnpegenenuss u nepeasmwxkenuss CK npu MHOKyJIMpPOBaHUU
tabaka BTM mnoxkasan, 4to pacteHus yxe depe3 48 4 mocie HHOKYISIUH
BBIJICIISIIOT 3HAYUTEJIbHBIC KOJIMYECTBA METHJICAIULINIIATA, 4TO
COMPOBOXK/JIAJIOCh PA3BUTHEM pEAKIMU TurnepuyBCcTBUTENbHOCTH [Shulaev
etal., 1997]. Ilpuuem koamdecTBO razoodbpazHoro mnpousBogHoro CK,
MPOAYLIUPYEMOT0 B JIUCThAX Tabaka, MHOKYJIUpoBaHHBIX BTM, moctatouHo
JUIS. MTHAYKIMU dKenpeccuu reHoB PR-1 06enkoB M yCcTOWYMBOCTU K JaHHOM
nHpekMu y coceaHux 370poBbIX pactenuii [Shulaev etal., 1997]. Ha
OCHOBAHWHU 3THUX JAHHBIX aBTOPBI MPEANOI0KWIN, 4TO MC MOXKET CIIyKUTb
BO3JIYIIIHBIM CUTHAJIOM JIJISl 3/I0POBBIX TKaHEW MHPUIIMPOBAHHBIX PACTCHUHN U
JIaXKe COCEIHUX PacTeHUM U myTeM mpeBpaiienus ero B CK unaynupoBarts B
HUX 3aIIUTHBIC PEAKIINU.

B 1O xe Bpems CylIecTBYIOT KOHTpapryMmeHThl B oTHomeHuu CK kak
TPAHCJIOKALIMOHHOTO CHUTHAJIa, OTBETCTBEHHOro 3a umHaykuutoo CIIY. Tak,
yAaJIEHWE JUCTa Orypla, UHQWIBTPOBAHHOTO Pseudomonas syringae 10
MOMEHTa 3aMeTHOro HakoruieHus B HeM CK, He mpensTcTBOBano CUCTEMHOM
UHAYKIUK ee HakoruieHuss u skcnpeccun CIIY-renoB [Rasmussen et al.,
1991]. PabGoTa 1mo mpuUBUBKE TPAHCTEHHBIX PACTCHHH, AKCIPECCUPYIOIINX
OakTepuanbHbiii TeH NahG, npoaykTt kortoporo aerpaaupyet CK, mokaszana,
YTO, XOTSl TPAHCTEHHBIE pacTeHUs TabaKka-To/IBOsS HECITOCOOHBI HAKAITUTMBATh
CK, oHu cnocoOHBl IepenaBaTb HETPAHCTEHHOMY IIPUBOIO CHUTHal 00
uaaykuuu CITY, uto nenano ero ycToMuuBBIM K 3apaxeHuio [Vernooij et al.,
1994]. Otm aBTOpPHI cCHaeNaId BBIBOJ O TOM, 4YTO, HECMOTpsS Ha
Heobxomumocth CK B muayknum CITY, oHa ckopee Bcero He SIBISETCS
MOOWJIBHBIM TpaHCIOKaMOHHBIM curHaioM CIIY u cuykur kak Obl
MUILIEHbBIO ISl €70 BOCTIPUSITHS.

HenasHo B nuTeparype nosiBuiiach padoTa, B KOTOpOH ObLIO MOKa3aHo,
4TO MHQWIbTPALUA JIUCTbEB Pseudomonas syringae TPUBOJUT K OBICTPOM
MPOIYKIUU MOOMIBHOTO curHana jyisi uHaykiuu CITY, KoTophlil BhI3bIBAaET
BIIOCJICJICTBUM TpaH3UTHOE Bo3pacTaHue akTuBHOCTH DAJI B uepemikax
WHOKYJIMPOBAHHBIX JINCTHEB M CTEOJIAX HAJl WHOKYJIHMPOBAHHBIMU JIUCTHSIMU,
IpeaIIecTBYIOIee HaKOMIeHUI0 BO (iosMHOM coke CK, 4to mpenmonaraer
€€ CHHTE3 B COCYAMCTBIX TKaHSIX YEPEIIKOB U CTeOsiel de novo B OTBET Ha
MOOWJIBHBIN CUTHAJI W3 JIMCTOBOM IUIACTUHKM U JJa€T OCHOBAHME OTHECTH
CTUMYJIAIMIO aKTUBHOCTH PAJI B MHOKYJIMPOBAHHBIX PACTEHUSX Orypla K
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yuciay nepBeix 3¢PdexToB MoOuiaprHoro curdana aius CITY [Smith-Becker
etal. 1998]. Takum oOpa3om, JaHHOE HCCIEJOBAHUE IMPEIOoJaraetT, 4To
MoOuibHbIN curHan ans CIIY, KoTopblii TpaHCIOLMPYETCs MO COCYAUCTON
TKaHW B HEMHOKYJMPOBaHHBIC JIUCThsI, He sBisgeTcs CK, HO cama cocymucras
TKaHb MOXXET WUIpaTh HHTETPUPYIOIIYIO pPOJb B BOCHPUITHH U Iepeaaue
»TOrO curHaina, npuBozsuiero k curedy CK u unaykuuu sxcnpeccun CITY—
redoB. [lockonbky CK oOHapyx’uBaeTcs B 3HAYUTENBbHBIX KOJIMYECTBAX BO
GJI09MHOM OKCCynare, OHA BIIOJHE, T[O-BUIUMOMY, MOXET CIIYXHUTh
BTOPHYHBIM MECCEH/DKEpOM B TIepefadye CUTHaJla TpPU CTaHOBJICHUU
CUCTEMHOM YCTOMYHUBOCTH.

MexaHu3Mbl 1eMCTBUSA CATMIUIOBOM KUCJIOTHI U ee PyHKIUU

BzaumonerictBue  pacTeHMs M NIATOT€Ha  COIPOBOXKIAETCS
CYLIECTBEHHBIMU CABUTaMU B OKHCJIHMTENBHBIX PEAKLUHUSX, UYTO MPUBOJIUT K
00pa30BaHUIO pPA3NUYHBIX (QOPM AaKTUBHOIO KHUCIOPOAa, K KOTOPBIM
OTHOCHUTCSI U TIEPEKHUCHh BOJOPOJA, WUIPAKOIIMX BAXHYIO pOJb B 3alUTE
pacTeHHii, B YaCTHOCTH Pa3BUTUS PEAKIUU CBEPXUYBCTBUTEIBHOCTU
[MnbuacKas u ap., 1991; Kauss, Jeblick, 1996]. B nureparype umerorTcs
JaHHBIC O CTHUMYJISIIUK CHHTE3a M HakoruieHuss cBoOomHbpix BK m CK B
3JI0POBBIX JINCThSIX Tabaka Ioj BIUSHUEM 00paOOTKU MEPEKUCHI0 BOJIOPOIA
[Leon et al., 1995]. OGnyuyenue nucTbeB Tabaka yIbTpapuOICTOBHIM CBETOM
U BBIJIEPKMBAHKME UX B aTrMoc(epe 030Ha, BbhI3bIBatouiue odpazoBanue H,0,,
Takke cTumynupyroT akkymyismuio CK [Yalpani et al., 1994], mpu sTom B
0o0paboTaHHBIX JHUCThAX HakamauBatoTcs PR-1 Oenku u unaynupyercs
ycronunBocTh K BTM. DT0 mo3BOMMIO cAenaTh MNPEANOJOKEHUE, YTO
Y®-cBer, 030H U BTM Moryr akTUBUpOBaTh OOUIME CHUTHAJbHBIE IMYyTH
TPAHCIYKIHUH, KOTOpble BeayT K HakormeHutro CK, MHOyKIHMH sKcHpeccuu
CIIY-renoB u paszsuturo CIIY [Yalpani et al., 1994]. Bonee Toro, onsIThI ¢
ucrnoyib3oBaHueM NahD TpaHCTeHHBIX pacTeHMi Tabaka TOKa3alu, 4YTO
MHAYKIUS ~ 9Kkcnpeccun TeHoB  PR-1  mepekucbio  Bojgopoja WM
coeMHEHUAMH, TTpoayuupyromumu H,0,, 3aBucut or CK [Neuenschwander
et al., 1995].

O BaxHoM ponu nepekucu Bomopona B CK-mnpynupyemon CIIY
CBUJICTENLCTBYIOT AaHHbIe 00 nHruoupoBanuu CK akTHBHOCTH KaTajasbl U3
JTUCThEB Tabaka — (hepMeHTa, MPEBPAIIAIOIIETO MEPEKUCh BOJAOPOAa B BOAY U
Monekyssipabeiii - kucimopon [Chen etal,, 1993; Kawano etal.,, 1998].
CK, HakamuBasicb B XoJie MHOUIHUPOBAHUSA, CHEHU(DUUECKH CBI3bIBACTCS C
KaTayia3zoi, KoTopas BrojHe MoxeT ciyxuTh perentopom CK [Conrath et al.,
1995; Dong, 1995], u BbI3bIBaET yBEIMYEHUE YPOBHS NEPEKHUCH BOAOPOJA,
BEIYIIEr0 K WHAYKIMH cuHTe3a PR-1-0Oenka, sBasiomerocs, Kak yke
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YIIOMUHAJIOCh, MOJIEKYJISIpHBIM MapkepoM CIIY, n pa3BuTuio yCcTOMYMBOCTH.
beuto cnemano mnpeanonoxkenue, uyrto CK ocCylecTBiIsieT HWHIYKIUIO
skcnpeccun CIIY-renoB u ycroitunBoctd kK BTM mocpenctsoM mepekucu
BOZOPO/Ia U TaKUM 0Opa3oM MEPEKUCh BOAOPOJA, KaK U €€ MPOU3BOAHbBIE,
BIIOJIHE MOTYT CIIy>)KMTh MHTepMeauaramMu B cBsizaHHOM ¢ CK curnamsHOM
KackKaJie JUIsl UHAYKLIHUY 3KCIPECCUU 3alUTHBIX TeHoB pacteHuit [Chen et al.,
1993; Dong, 1995; Conrath etal., 1995; Durner, Klessing, 1996; Durner
et al., 1997].

Ms1 yxe ynomuHanu o toM, uro CK mo-pasHOMy HakaruiMBaeTcs B
pPa3HBIX TKAHSAX pUca: B CTEOJSAX ee O0JIbIlIe, YeM B KOPHSIX U CYCIIEH3UOHHOMN
KYJbType. ABTOPBI CBSI3bIBAIOT 3TO PA3IUYUE C CYIIECTBOBAHUEM B pHCE 2-X
IE€HOB KaTajasbl, KOJAUPYIOMKX 2 pa3HbIX (epMeHTa: B CTeOJIX oOpasyercs
HeuyBcTBUTENbHAsE kK CK kartamaza, a B KOpHsAX — uyBcTBHUTeNbHas [Chen
etal., 1997]. B to xe Bpems BoBieueHue mHruoupoBanus CK akTUBHOCTH
Karajnasbl M yBeJMUYEHHUE BciaeacTtBue 3toro ypoBHs H,0, B uHmyKumio
PR-renoB u cranoBnenue CITY nebeccmopno [Mauch-Mani, Metraux, 1998].

Tak, nns wnrnOupoBanus Karaja3el TpeOyeTrcss ropasgo Ooree
Bbicokast koHueHtpamnus CK, uem oOHapykuBaeTcss B HEMH(UIIMPOBAHHBIX
tkaHsx [Chen etal.,, 1993], Gonee Toro, ajns MHAYKUUU YCTOWYMBOCTU B
HEMH(UIIMPOBAHHBIX TKAHSAX PACTEHUW HET HEOOXOAMMOCTH B OOJIBIIOM
nogbeme ypoBHA CK, mostomy Mmuenue, uro CK wmupyunumpyer CIIY u
skcrnpeccuto CIIY-reHoB B 3THMX TKaHIX 4Yepe3 MEPEKHUCh BOAOpoAA
noaBepraeTcss comHeHuro [Vernooij etal., 1994]. Tem He MeHee mmeercs
yeTKast B3auMocBs3b Mexay CK, akTUBHOCTBIO KaTana3bl U KOHUEHTpalUUEeH
nepekucu Bojopoaa. Tak, CK uHAyHHMpyeT 3KCIPECCHI0 I'€HOB KaTajasbl
KyKypy3bl M IOBBIIIAET KaTaJa3HYK aKTHUBHOCTb B JMCTBSX in Vivo, TOTIa
KaK B OMbITax in vitro — uaruoupyet [Guan, Scandalios, 1995].

CK cnocobna MoaynaupoBaTh (MHTHOMpOBaTH U YCHJIMBATH)
aKTUBHOCTh KaTajasbl Tabaka in vitro B 3aBUCUMOCTH OT KoHueHTparuu H,0,
B cpeie MHKyOalMM, 4YTO JlaeT OCHOBAaHHME MpEeaIoJiaraTh BaXHYIO
aHTUOKCUAAHTHYIO pojib CK B cIepKMBAHUU OKHUCIUTEIBHBIX MPOLECCOB,
CBSI3aHHBIX C 3alUTHBIMU peakiusMmu pacteHuid [Durner, Klessing, 1996].
Jleranpabiii ananu3 B3aumoaeiictBus CK ¢ kartamazoi m3 Tabaka mokasal,
YTO OHO MOXET MPUBOAUTH HE TOJBKO K HMHICHOMPOBAHMIO KaTala3HOU
aKTUBHOCTH, HO U TaKXke K NPOAYKIHMH cBOOOAHBIX panukainoB CK, koTopsie
B CBOIO OYepeAb MOIYT WHULHHAPOBATh LENb PEAKIMI, BBI3BIBAIOIINX
IIEPEKUCHOE OKHUCJIEHUE JMIIAI0B, W urpare posb B CK-umuaynupyemoi
UHAYKUUU 3Kcnpeccun reHoB PR—0OenkoB. MHTEpecHo, 4TO, KpOME KaTalasbl,
HEKOTOpBIE Ipyrue OenKd, BKIIOYash MEpPOKCHIA3y, TakkKe CHelu(uuecKu
ces3biBatoTcst ¢ CK [Du, Klessing, 1997]. Takum o00pa3oM, HHAYKIHUS
skcrpeccuu reHoB PR-0enkoB u ycuienue ycroiuuBocT o Biusinuem CK
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BKiItoyaeT cBssbiBaHue CK karanmassl M TpeOyeT ydacTusi ONpeeleHHBIX
aKTUBHBIX (POpM KHCIOpOAa WK CBOOOAHBIX panukaioB B CK-curnaibHoM
tpancaykuuu [Yu etal., 1999]. [HedicrButensno, unaykuus CK u MHK
skcnpeccun PR-reHoB cynpeccupyercst antuokcunantamu [Wendehenne et
ak., 1998].

Bmecte ¢ Tem wucmosb30BaHME TPAHCTEHHBIX PACTEHHM Tabaka C
MOHMKEHHOW AaKTUBHOCTBIO KaTajla3dbl Mokazaino ydactue ummeHHo CK B
skcrpeccun reHa PR-1 wm pasButum ycroitumBoctu [Du, Klessing, 1997a;
Takahashi etal., 1997]. Cxomnble pe3yibTaThl, CBHACTEIbCTBYIOIMHUE OO0
uHayknuu noj  BiausHueM CK  cBepXuyBCTBUTEIBLHON THOEIU KIETOK,
BbI3BAHHOW OakTepuasbHOW WH(EKIMer, ObUIM MOIYyYeHbl JJISI KYJbTYPHI
KJIETOK cod, B KOTOpoid CK He CHM)KAeT aKTUBHOCTh KaTalla3bl U HE U3MEHSAET
koHneHtparuio  Hp0, [Tenhaken, Rubel, 1997]. CnaenoBarensHo,
MHTMOMPOBAHUE KaTajaszbl M IOCJEAYIollee BO3pacTaHUE YPOBHS MEPEKUCH
BOZIOPO/Ia, BEPOSATHO, HEJIb3S OTHECTU K JTUMUTHUPYIOIIEMY 3BEHY B JICHCTBUU
CK npu uHIyIIMPOBaHUM YCTOMYHUBOCTH PACTEHHIA.

B smctesax Tabaka oOHapyxkeH HOBbIE  CK—cBsA3bpIBatomui
pacTBopuMbIii Oenok ¢ M.m. 25 /I, obmanatomuii B 150 pa3 OonpimmmM 1Mo
cpaBHeHMio ¢ katanazou cpojctBoM k CK [Du, Klessing, 1997]. Ongnako
ATOT OEJIOK HYXAAeTCs B WIASHTU(PUKAIIMU, YTOOBI MOHSITH €r0 POJib B LIEMH
TpaHcnokauuu curHanoB CK-wuanynumposannoit CIIY. HHrtepecno, urto,
HapsAy ¢ aKTUBHBIMU (hOpMamMu KHCIOpoja, 00pa3ylouMMuUcs B pe3yJibTaTe
OKHUCJIMTEJILHOTO B3pPbIBA, B MHIYIIUPOBAHUE TUNIEPUYBCTBUTEIILHBIX OTBETOB
KJIETOK PAacTeHUW NpH MHDUIMPOBAHUM NMATOTEHAMU MOXKET BOBJIEKATHCA U
OKHCh a30Ta, KOTOpas Takxke crmocoOHa BbI3biBaTh Hakoruienne CK. Oto
MOXKET CBUAECTEIbCTBOBATH O  CYLIECTBOBAHUU  CIIOKHOH  CHCTEMBI
B3aUMOJICUCTBUSI M B3aUMOBJIMSIHHUS YYaCTHUKOB B II€MH  COOBITHIA,
MPUBOJAIIMX K POPMHUPOBAHUIO 3AIIUTHBIX PEAKIUN PACTCHUH, B PETYISLIUU
koTopbix CK MoxeT urpath KitoueByto poiib [Dangl, 1998].

[TockonbKy HMHQUIUPOBAHHE PACTEHUN BBI3BIBAET B MX KJIIETKax
MPOIYKUIHIO 3THIICHA, UTPAIOIIETO BAXXHYI POJb B MHAYKIMH 3alIUTHBIX
peakiuii B OTBET Ha 3apa)keHUe, B TOM uuciie u cuHTe3 PR-OenkoB, ObLI0
CIENIaHO TMPEIINOJNOKEHHEe, YTO JTHIEH MOXET ObITh CHUTHAJIbHBIM
MeccerpkepoM B mHayknuu CITY B pactenusax tabaka [Raz, Fluhr, 1992].
OpnHako JaHHBIC, TIONYYEHHBIE C MCIOJIB30BAHUEM MYTAHTOB apabHIONCHCa,
HEUYBCTBUTEJIBHBIX K ATUJIEHY, CBHJIETEIICTBYIOT O HOPMAJIbHOM pPa3BUTHUH
CITY, uanmymupyemoii CK, B ux kierkax [Lawton et al., 1994]. bonee Toro, B
auTepaType HMMEIOTCs JaHHble o nopasiswonieM aedictBuun CK Ha cuHTe3
ATUJIEHA, BEPOSATHO, 3a CUET MHruOMpoBaHus (HEepMEHTa, Y4acTBYIOUIETO, B
MpeBpalieHu |-aMUHO-ITUKIIONPONaH- 1 -kapOOHOBOM KHUCIOTHl B JTHIICH
[Romani et al., 1989; Mensenes, Mapkosa, 1991].
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Takum  oOpa3om,  curHai(pl), NOPOAYLUHUPYEMBIH B  MECTe
JIOKAJIM30BAaHHOI'O HEKPO3a, BBI3BAHHOI'O TMATOI€HOM, KOTOPBI MOT OBl
TPAHCIOIMPOBATLCA IO COCYJaM pACTeHUSI U KOTOPBIA JOJDKEH OBITh
BocripuHIT CK B yJajneHHbBIX OT MecTa MHPUIIMPOBAHUS TKAHSX JIJIS 3aIlycKa
skcrpeccuu CIIY-reHoB U yCTaHOBJIEHUS! COCTOSIHUSI YCTOMYMBOCTH, TIOKa HE
unentuduimpoBan [Vernooij etal., 1994; Mauch-Mani, Metraux, 1998;
Smith-Becker etal. 1998]. be3ycioBHO, M3y4eHUE CHUCTEM BOCIPHUATHS U
TPAHCAYKIIMM CHUTHAJIOB, JIEXKAIIMX B OCHOBE MEXAHU3MOB peryJsluu
CUCTEMHOM YCTOMYMBOCTHU, OYEHb BaXHO, MOCKOIbKY CIIY sBisercs
CYIIECTBEHHBIM KOMIIOHEHTOM YCTOMYHMBOCTHM PACTEHUW B II€JIOM. 3HAHHE
OMOXUMHUYECKUX U MOJEKYJsIpHbIX OCHOB CIIY MoXxeT momMoub B CO3JaHUU
(GYHTHIIIOB MSTKOTO JACHCTBHUS, CTUMYJIHPYIONUX Pa3BUTHE €CTECTBEHHBIX
3aIIMTHBIX MEXAaHU3MOB YCTOMYMBOCTH pacteHuil. W pabora B 3TOM
HanpasieHuu Benercs [O3epenkoBckasd, 1999].

Tak, Harpumep, co3iaH (PyHTUIM HOBOTO THIA 3UBEEIIMHT, B COCTAB
KOTOPOT'O BXOAUT CAIMIIMIIOBAsE KMCJIOTA, 000NN HE TOJIBKO BBICOKOM
3alIATHON aKTHUBHOCTHIO MPOTUB (y3apro3a, HO U CTUMYJIUPYIOIMIHUMA POCT
pactreHuid. HegaBHO OTKPBIT HOBBIM XWMHWYECKUUA HHAYKTOP 3alIUTBl U
YCTOMYMBOCTU pacTeHuid, — 6nus3kuid o ctpykrype CK, — 6eH3zoTnaamnazon
(bTH), Ho koTophsiii ropazao aktuBHee CK B MEHBIIMX KOHIEHTpAIMSIX,
npuueM 3pdext BT/ B aktuBanuu tpanckpunuuu reHoB @AJl u aHnoHHOU
nepokcunasel  (AIl) ycunuBaeTcs B 3aBUCUMOCTH  OT  BpPEMEHH
npeaoOpaboTKU MM pPACTUTENbHBIX KiIeTOK W echnu cuHte3 MPHK DAJI
HaOII0/aeTCsl JIMIIb B MPUCYTCTBUU AJIIMCUTOPA B MaJEHBKUX J103aX, TO
cunte3 MPHK AII — naxe npu ero orcytctBuu [Katz et al., 1998].

Ha cycnieH3noHHO KyJIbTYpe KJIETOK MOPKOBH IOJIYyYEHbI HHTEPECHBIE
NaHHble 00 MHAYKIMU rpUOHBIM 3nucutopoM HakomieHuss CK u nosBienus
XUTHHA3HOW aKTUBHOCTHU TOJIBKO B MPHUCYTCTBUHM MOHOB Kanblug [Schneider-
Muller et al., 1994].

IlepCeKTUBHBIM MOJIXOJ0M JJIsI MOBBIIICHUS YCTOMYMBOCTH PACTECHUM
K OOJIe3HSM SBJISICTCS TMOJ00P KOMIIO3UIIMKM 3alllUTHBIX IpenapaTos,
MTO3BOJISIFOIITUX TTOBBICUTH 3¢ PEeKTUBHOCTH ux MPAKTUYECKOTO
ucroiab3oBaHus. I[IpuMepoM 9STOro MOXET CIyXuTh dpQeKkTUBHAS
komno3unuss CK u apaxumoHoBoil kuciotrsl (AK) mig uHIynupoBaHUS
YCTOWYHUBOCTH JINCTHEB TOMATOB K TAJUIOBOM HemaToje, mpuyueM eciu AK B
cMecH HCI0JIB30BAJIACh B HEAKTUBHOMU B MOBBIIICHUH
HEMATOJI0yCTOMUUBOCTH KOHUEeHTpauur, To CK — B KOHUeHTpamuu,
CTUMYJIUPYIOIIEM POCT PACTEHUI, HO MOBBIIAIOIIEA YYBCTBUTEIBHOCTH K
oone3nu [BacrokoBa u gp., 1999]. JlanHas paGoTa BakHA TakKe C TOYKH
3pEHMs ETAJbHOIO aHajlu3a KOHIEHTPAaUMOHHBIX mmoporoB B nevictBun CK,
YTO HEOOXOJMMO YUUTHIBATh B OMbBITAX C 3AIIUTHBIMU MpenapaTaMu C LEJbIO
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MOBBIIICHUS YCTOMYMBOCTU PACTEHUU, TeM OoJiee, 4TO, KaK YINOMHHAJIOCh
BhIIIIE, camMa 00pabOTKa apaxuJOHOBOM KHUCIOTON CIOCOOHA WHAYLUPOBATH
cunte3 CK B nuctesax kaprodens [Coquoz et al., 1998].

Hekoropele He3apakeHHbIE NATOTEHAMU PACTCHUS, K KOTOPHIM
OTHOCHUTCS U KapTodenb, colepkKaT JOBOJIHHO BBICOKHI MCXOIHBIM YPOBEHB
CK (or40 mo 100 pa3 mnpeBmlmaroiuii TakKOBOW y pacTeHuil Tabaka u
apabujoricuca), KOTOPBI, OJHAKO, HE OOECHEeUYMBAET KOHCTUTYLHOHHYIO
ycTouuBoCTh K Phytophthora infestans. CIIY x naHHO#l OOJE€3HH MOXKET
abdexTuBHO WHAYIMpOoBaThcs oOpaboTkoit AK, HO He y pacreHuid,
conepxkamiux NahG TeH, 4TO yKa3bplBaeT Ha cyuiecTBeHHylo poib CK B
AK-unnyuupyemoii CITY kaprodens k P. infestans [Yu et al., 1999].

HNuTepecHsl MMEIONUECs B JUTEpAaType JaHHbIE 00 YCHIICHHUHU IO
BrusinueM npenoopadotku CK 3ammtHbIX 3)PEKTOB OT APYyrHX TPUOHBIX
AIIMCUTOPOB — XUTO3aHa, sprocrepoia [Kauss, Jeblic, 1996].

Bwmecte ¢ tem, CK — 3HIOrE€HHBIN PETYIATOP POCTA, BHINOJHAIONIUN B
pacTeHusIx pazHooOpasHbie pusnonorundeckue ¢yukiuu. Tak, CK sBusercs
€CTECTBEHHBIM HMHAYKTOpOM TepMmoreHesuca B Arum lilies [Raskin et al.,
1987], WHAYKTOPOM ULBETCHUS JJIMHHOJAHEBHBIX M KOPOTKOIHEBHBIX
pactenuii cemeiictBa psickoBbix [Cleland, Tanaka, 1979], unruburopom
noctyrieHuss WoHoB B KopHU [Glass, 1983], antaronucrom ABK B
perynsanuu  ABwKeHuss  ycreuip  [Rai etal., 1986]. Ilomyuensr
DKCIIEPUMEHTAIbHBIE JT0BOABI B modb3y ydactus CK B curHampHOM
PETYJSIMU TEHHOM JKCIPECCHH B XOJIe CTapeHHUs JIMCThEB apabuioricuca,
MPEAIIECTBYIONIEr0, KaKk U3BECTHO, THOenn kieTok [Morris et al., 2000]. CK
MOXET CIYXKUTh PEryJIsTOPOM TPAHCIIOPTa OPraHUYECKUX BEHIECTB IIO
bnosme [bypmuctpoBa, KpacaBuna, 1999], rpaButrponusma [Mensenes,
MapkoBa, 1991] u apyrux ¢dusuonornueckux mnporeccoB [Raskin, 1992;
Alvarez, 2000].

HenaBHO MOSBHINCH TaHHBIE O CHM)KEHHMHM CTEIIEHU ITOBPEXKIAIOIIETO
JIECTBUSA MOHOB TSDKETBIX METAJUIOB Ha pacTeHus puca npu odopadorke CK
[Mishra, Choudhuri, 1999], unnykuuu mon Bausauem CK cunatesa BTII B
pacteHusix Tabaka [bypxanoBa u gap., 1999], a Takxke ycCWIeHUH TpuU
nevicteun  CK  (Hapsimy ¢ mnopanenueM u  ABK) TpaHckpunimoHHON
AKTUBHOCTH TI€HAa SKCTEHCHMHA, HOPMAJIBHO 3KCIPECCHUPYIOUIErocs B
pacTteHussx apabumonicuca, [Merkouropoulos etal., 1999]. Kpome Toro,
BbIsIBJIeHA ObicTpas (B mpenenax 5—10 MuH) akTuBalMs B CYCIEH3MOHHBIX
kietkax Tabaka CK-unayuupyemoit 48-kJl mOpoTeMHKHHa3bl  MpU
BO3JIeHiCTBUM ocMoTHueckoro crpecca [Mikolajezyk et al., 2000], npuuem,
MHTEPECHO, 4TO aKTHBALKS 3TOH mpoTenHkuHasbl Ca’ - n ABK—He3aBucumas
[Hoyos, Zhang, 2000]. DTu maHHBIE CBHJETEIBCTBYIOT O BO3MOXKHOCTHU
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yuactust CK B MHIYKIIMM MEXaHU3MOB YCTOMYMBOCTH PACTEHUH TaKXKE U K
a0MOTUYECKUM HEOJIaronpusTHBIM (PaKkTOpaM Cpebl.

Bce aT0 B COBOKYITHOCTH ITO3BOJISCT paCCMAaTpPUBATDb CK B kauecTBe
MNCPCIICKTUBHOI'O JIA IIPAKTHYCCKOI'O IIPHUMCHCHHUA COCOAWMHCHHA C ILCJIbIO

3aIUTHl PACTEHU OT MIMPOKOTO CIEKTpa cTpeccoBriX (hakTopoB [[1lakuposa,
2000].

Bausinue CaJIPIIIPIJIOBOﬁ KHCJI0TbI Ha yCTOﬁqHBOCTb NIIICeHUINbI

UccnenoBanne Bauanuss CK Ha yCTOMYMBOCTH MIIEHUIBI B
€CTECTBEHHBIX YCJIOBHUSX MPOU3PACTAHUS K BO3OYIUTENSIM psiia TPUOHBIX
OoJne3Hel U ee MpoayKTHUBHOCTH mokasano [lllakupoBa u ap., 2000a], yto
npeanoceBHass 0opadorka cemsH CK B onTUMalbHOW B CTUMYJISILIUA POCTa
NpopocTKOB KoHmeHTpanuu — 0,05 MM HECKOJIBKO CHUXAeT CTENEHb
MOpaXeHUs1 My4YHHUCTOU pocoit (B koHTpoJie — 15-20 %, B onbite — 10—15 %)
u 0aymt mopakeHus Oypoil pkaBUMHOM (4 — B KOHTPOJIE, B OIBITE — MEXKIY 3
u 4) NUCTbEB NUICHUIBI W 0OJiee 3aMETHO MOHMXAET HMHIEKC Pa3BUTHUS
KOpHEBOH rHuiu (B koHTposie — 1,3, B onbite — 0,8) B ocHOBaHUUM CTEOS.
Hecmotps Ha TO, uro oOpabotka CK He NpPUBOAUT K 3HAYUTEIBHOMY
MOBBIIIEHUIO YCTOMYMBOCTU MIIEHUIIBI K TPUOHOMY MAaTOTE€HE3y B IMOJIEBBIX
YCIOBUSIX TPU OTCYTCTBUU HUH(PEKIMOHHOrO (OoHA, OHA TEM HE MEHee
OKa3bIBAET CYIIECTBEHHBIN A(h(PEKT Ha ee MPOAYKTUBHOCTH (Tabn. 7 u §).

Tadauma 7
Crpykrypa yposxkasi numeHunbl copra bamkupckas 24
npu npeamnocesHoii o0opadorke CK
KosaunuyecTBo
CeMsAH Macca Macca .
Bapuant Jlimna Juna ¢ FIABHOIO 1000 cemsin ¢ | Ypoxaii
crebust, cp|KOTOCA, CM| o hoca | cemsim, 2 | Kostoca, 2 |3€PHA, wea
Kontpoas | 70,7 7,3 18,7 35,5 0,67 19,9
0,05 M CK | 74:6 8,4 23,7 382 | 093 | 272
(106 %) | (116 %) | (127 %) | (115 %) | (139 %) | (137 %)

Ipumeuanue. Pasmep gemsHok 2 M°. OmuGka oneITa He npesbimana 4 %

Hanbomee dwacTo B TpakTUKE TMPUMEHEHHUS PETYJISATOPOB pPOCTa
UCIIOJIB3YIOT JIBa Crocoba oOpabOTKHU: MPEANOCEBHOE 3aMauylBaHUE CEMSH U
OTNpBICKMBaHUE BereTHpyrommx pacteHuii. CK He3aBucMMO oOT crnocoba
00pabOTKHU CITOCOOCTBYET YBEIMYCHHUIO BBICOTHI PACTCHHUH MIIICHUIIBI, JTUHBI
KOJIOCA, a TaK)Ke KOJMYecTBa ceMsH ¢ kosoca U Macchl 1000 cemsiH. Bee atu
napameTpbl, OCOOCHHO JBa TMOCIEAHUX, OMPEACISIIOT MPOIYKTUBHOCTh

59



pactennii. Crnemyer OTMETHTb, 4TO pe3ysbrarel o BiausHu CK Ha
OCHOBHBIE 3JIEMEHTBI CTPYKTYpbI ypoxXas, MpUBEJIECHHbIE B Tabiuuax 7 u 8§,
IIOJIyYEHBI B Pa3HbIE I'OJbl HA PA3HBIX COPTaX MILEHUIBI.

OpHako cpaBHEHHE B OJHOM ONBITE MPEAIIOCEBHON 00pabOTKHU CeMsH
¥ ONPBICKUBaHUS BereTupyromux (B ¢daze KylIeHHs)) pacTeHUH HTUM
COCIMHEHUEM Ha ypoXal 3epHa MOKa3biBaeT O0JbIIyI0 3(h(HEKTUBHOCTH
MPUMEHEHUS TIPEANOCEBHOTO 3aMaunBaHus cemsiH B CK.

Tad6auuma 8
Baunsinne o0padorkn CK Ha cTpyKTYypy ypo:kasi neHUnbl copra ’Kuuna
Bapuant Jlnuna Jlnuna Macca 1000 Ypoxai
credas, CM | Ko0JIoca, CM CeMsiH, I 3epHa, n/ra
Kourposn 63,4 7,8 31,1 27,3
0,05 MM CK 68,3 8,7 33,9 31,5
(3aMaumBaHme ceMsiH) (108%) | (112%) | (109%) | (115%)
?O‘I’[Sp MM R 65,9 8,0 33.4 30,6
bacremmii) (104%) | (103%) | (107%) | (112 %)

Ipumeuanus. Pasmep gemsHok 100 M°,
Omnbxka onbiTa He npeBbimana 4 %

OTU JlaHHblEe, TO-BUJUMOMY, CBHUJICTEILCTBYIOT O BO3MOXHOCTH
BiusgHUsl CK Ha MOBBIIIIEHNE YCTOMYMBOCTU MIIEHUIBI HE TOIBKO K TPUOHBIM
0OJIe3HSIM, HO U K TOCTOSSHHO H3MEHSIIOUIMMCS YCIOBUSIM IIPOU3pACTaAHUS
pacTeHul B IPUPOAHON Cpele.

Jns nposepku Biausinusg CK Ha yCTOMYMBOCTD MIIEHULIBI K 3aCOJIEHUIO
Cpenbl OBLT KCIIONB30BAaH TECT HA MPOpACcCTaHUE CEMSH, MPUYEM OCOOEHHO
apko aeiictBue CK BBISIBUIOCH Ha IIIIEHUIE CO CHUKEHHOM BCXOXKECTHIO
[[[TakupoBa, be3pykoBa, 1997]. 3amauuBanue cemsin B pactBope CK B
T€UEeHUE 3 4 MPUBOJAUIO K CYIIECTBEHHOMY IMOBBIIICHUIO HX HSHEPrUu
npopacTtanus u Bcxoxectu Ha cpene ¢ NaCl (tabmn. 9), mpu 3TOM 3aIUTHBIN
addext CK mposBisics cuiibHEE NMPU yBEIMYCHUH KOHIICHTPAIIMH COJH B

cpene.
Tadoauma 9

Bansinue npeanoceBHoit 00padoTrkn CK Ha 3Hepruio npopacTanus ceMsiH MIIIEHUIbI
yepe3 CYyTKH B YCJIOBHSAX 32COJICHHS CPeibl

JAucTninimpoBaHHas NaCl, %
Bapuaut Boa 0.5 1 15
Kourtpoas 66+ 1 46 £ 1 3412 16 £1
CK 702 66 + 2 68 +1 38+3

[Ipumeuanue. B kaxaom BapuanTe omnbiTa ucnoibs3oBain 100 cemsH
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O MNOBBIIEHUH YCTOMUYUBOCTH PACTEHUM TMOJ BIUSHUEM 3aIUTHBIX
IpenaparoB MOXKHO CYAUTh [0 HMHTEHCHUBHOCTH HUX POCTa B CTPECCOBBIX
ycioBusiX. JlaHHbIe, nMpuBeIeHHbIE HA PUCYHKaAX 7-10, 1€eMOHCTPUPYIOT, YTO
KaK IpernoceBHas 00padoTka ceMsH, Tak U 00padoTka nmpopoctkoB CK, xoTs
W HE MPEeIOTBPAIIAIOT IMOJHOCTHIO IMOBPEXKAAIONIET0 JeHUCTBUS AeduinTa
BJIAT'M W 3aCOJICHHsI Cpelbl Ha POCT pacTeHUi, HO 3aMETHO CHHUXAIOT €ro
CTEIEeHb 0 CpaBHEHMIO ¢ HeoOpaboTanubiMu [I1lakupoBa, be3pykora, 1997,
[Taxuposa, 1999; Caxabytaunosa u nap., 2000; bespykosa u 1p., B neyatu].

[e))
K
1mr
CK+IIDT

02 F Puc. 7. a). Bausinme mnpen-

MOCeBHO 00padoOTKM CeMSAH
0,05MM CK Ha JMHAMHKY
pocra 4-CyTOYHBIX
NPOPOCTKOB NIIeHUIIbI,
NMOJIBEPrHYThIX KpaTKoBpe-
MEHHOMY (B TedyeHHe 6 4)
BosaeiictBuo 18 %-ro IIOT
& Ckenar B 2 %-ii caxapo3e. Konrposaem
PR cayxuim HeoopadoTanabie CK
.- .g nar
U Iar MPOPOCTKH,
HHKYOHUpOBaHHbIe Ha 2 %-i
caxapose.
0). OTHOCUTEJIbHAsI CKOPOCTH
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KparkoBpeMeHnHoe BHeceHWe B cpeny uHKyOamuu 18 %-ro
nondTUieHrukonas 6000 (I19T7), mopenupyromero AepuuUT —Biard,
MIPUBOJUJIIO K CYHIECTBEHHOMY TOPMOEHHUIO POCTA MIPOPOCTKOB B CPABHEHUH
¢ koHTposieM (puc. 7). Ctpecc TopMo3ma pocT U mnpeaodpadoranHeix CK
MIPOPOCTKOB NIIEHULIbI, IPABIA, HY’)KHO OTMETUTh, YTO K HAa4yally ONbITa OHU
XapaKTepU30BAINCh W OOJBIIMM pa3MepoM. BeposrtHo, 3To sBiseTcs
npuyuHO Oosiee €1ab0Oro B CpPaBHEHUM C KOHTPOJIEM MOBPEKIAIOIIETO
JENUCTBUSA CTpeccoBoro ¢aktopa Ha mokasarenu pocta obpadorannbix CK
pacTeHM 1O OTHOIICHHIO K HeoOpaGoTaHHBIM. JIeHCTBUTENBHO, €CIIM B
nepuosa cpazy mnocie ynanenus [IOI0 u3 cpenbl (6—24 4) nokazarelnb
OTHOCUTEJIBHOIO NpHpocTa HeoOpaboTaHHbIX M mnpenodpadoranHbix CK
IPOPOCTKOB B YCIIOBUSIX BOJHOTO nedunurta ObLT OJMHAKOBBIM M 3aMETHO
yCTyInaJl KOHTPOJIbHOMY, TO B mepuoi ¢ 24 1o 48 4 3aME€THO OTJaMYalcs: B
KoHTpoJie oH coctasmi 0,210, nocne BozaeicTBus 110" y HeoOpaboTaHHBIX
CK mpopoctkoB — 0,146, a y mpenobpadoranneix CK — 0,176, uro,
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MO-BUJIMMOMY, MOXET CBHUJETEIbLCTBOBaTh 00 YCKOPEHHUM perapaiuu
POCTOBBIX TporieccoB B npopoctkax noj BiaussHuem CK. Takum o06pazowm,
npeanoceBHast oopadotka cemsaH CK oka3blBaeT 3alUTHBIN 3P QpeKT Ha pocT
MIPOPOCTKOB MIIECHUIIBI TPU ACHUILIUTE BIATH.

Ilepenecenne npopocTKOB Ha cpeny, coxaepxkainryto 10 %-ii T19T,
TaK)K€ MPUBOJWIO K TOPMOXKEHHIO UX pocTta (puc. 8). B To ke BpeMs pocT
npeaunkyoupoBanubix Ha CK pactenuii Ha cpeae c¢ [IOI cHuxkancs nuiib
CIYCTSl CYTKH, OJTHAKO Ha BCEM MPOTSKEHUU OMBITA 3TU PACTCHUSI POCIHU C
0O0JIBITIe MHTEHCUBHOCTHIO B CPAaBHCHUM C PACTCHHSIMU, HHKYOUPOBAHHBIMU
Ha 13T, Ho He oOpaboTtanubiMu CK.

11 +
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E _
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C 7 K
= ] ——
< = #= nar
= —A\= CK+M3r
5 : : |
0 1 2 3

Bpemsa nocrne obpaboTkn, cymku

Puc. 8. Bausnue npenoopadorku B Teuenue 24 yacos 0,05 MM CK 3-cyTouHBIX
NPOPOCTKOB TMIIEHUIbI HA [JMHAMHMKY pPOCTa MPOPOCTKOB B NPUCYTCTBUH
10 %-ro I13I'. Kontpoas — He o0padoTtannbie CK u IIII" npopocTkn

bimskue pe3ynpTarsl NOJIy4YeHbl U B onblTax 1o BiuusHUIO CK Ha poct
IIPOPOCTKOB, MOJBEPTHYTHIX BO3AEHCTBUIO 3acojieHus cpenbl (puc. 9 u 10).
Obpabotka CK momHocThi0 He mpenarcTByeT BbizBanHOMY NaCl
YMEHBUIEHUIO MacChl MPOPOCTKOB, HO, KAaK BUJHO, CIIOCOOCTBYET Ooiiee
OBICTPOMY BOCCTaHOBJIEHHIO pPOCTa IOCJIE YAAJIEHUS COJIU M3 CpPEBl.
BeposiTHO, B OnpeeneHHON CTEeNEeHN CHUYKEHUE MOBPEXIAIOIIETO AeUCTBUS
3acoyieHus Ha pocT npenodpadoranHbix CK mpopocTkoB oOecneunBaeTcs
poctcTuMyupy-touieit aktuBHocThi0 CK.

62



oK

1007 g NaCl
S 5CK
2-80' g CK NaCl
T
5
Q60
o)
£
— 407
o
S
@ 207
=

0
0

Bpewms, v

Puc. 9. /Innamuka pocra npenodpadorannbix CK npopocTkoB nmimeHunsI mocie
KPATKOBPEMEHHOI0 Bo3jeiicTBuA  3acojieHusi. CeMeHa mepex MmoceBOM
3amayuBaau B TedeHne 3 4 B 0,05 MM CK wiam aucTH/UIMPOBAHHON Boae.
4-cyTo4HbIe MPOPOCTKHA MHKYOMPOBAJIU B TeueHUe 7 4 HA cmecH 2 Y-ii caxapo3bl
u 2 %-ro NaCl, a 3aTem nepeHocusin Ha pacTBop 2 %-ii caxaposbl. KonTposem
cayxuim He oopadorannbie CK n NaCl npopocTku
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Puc. 10. Baiusune CK Ha 1mHaMHUKY pocTa 4-CyTOYHBIX POPOCTKOB IIIEHHUIbI,
noaABepruyThix Bo3aeHCTBHIO 4 %-ro NaCl B Tedyenme 7 4. 3-CyTO4YHBIE
npopoctku odpadareiBaau 0,05 MM CK, 3aTtem uHKyOupoBaJn UX 7 4 HA CMeCH
2 %-i caxapo3sl u 4 %-ro NaCl, nmocie 4ero mepeHocun Ha pactBop 2 %-
caxapo3bl. Konrposem cay:xunu Heoopaborannbsie CK u NaCl npopocTku
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AHanu3 cbIpoil U cyxoil Macchl 00padoTaHHBIX U HeoOpaboTaHHbIX CK
pacTeHHUl CcIycTsi Tpoe CYTOK Tmocie 7-dyacoBoro BozaeiicTBus NaCl Ha
4-cytounble mipopoctku (Tabin. 10) mokaszan, yto oOpaborka CK 3ameTHO
CTUMYJIUPYET HE TOJBKO YBEJIMYEHUE CBIPOU, HO U CYXOW MacCChl PACTCHUM.
KpaTtkoBpeMeHHOE BO3JIEUCTBUE 3aCOJEHUS NPUBOAUT K CHIXKCHHUIO 3THX
MOKa3aTeed, TOorja Kak NPEANOCEBHOE 3aMauyMBAaHUE CEMSIH OKa3bIBAET
SBHBIA 3aIIUTHBIN 3()PEeKT Ha POCT MPOPOCTKOB — MX CyXas Macca, XOTs U
yMEHbIIaeTCsl B cpaBHeHUU C oOpaboranHbiMu CK, HE MNOABEPrHYTHIMU
BozaericTBruio NaCl, Ho ocTaercst 00JbIeH B CpaBHEHUHN C KOHTPOJIEM.

Taoauma 10
Bansinne CK 1 KpaTKOBpeMeHHOI0 BO3AeHCTBHUS 3aCOJICHUS
HA CBIPYIO H CYXYI0 MAcCCy 7-CYTOYHBIX NPOPOCTKOB MIIEHHUIIbI

Bapuanrt Crpipas macca 20 Cyxas macca 20
MPOPOCTKOB, 2 MPOPOCTKOB, M2
Kontpoan 1,68 139
NaCl (7 4) 1,61 126
CK 1,78 1,54
CK+NaCl (7 v) 1,79 142
[Ipumeuyanus. 1. Bo3nelicTBuio 3acoieHUs MoOJBEpraiv  4-cyTO4YHbIE

MPOPOCTKH, POCIIME Ha NHUTaTeIbHOW cpene XorjaaHaa-
Apsona-I, B xortopyto Ha 74 BHocunu NaCl, a 3arem
MPOPOCTKU MEPEHOCHIIM Ha CBEXKYIO MUTATENbHYIO CpEely H
BBIPALMBAJINA B TEYEHHUE 3 CYTOK.

2. [TpeanoceBnoe 3amaunBanue cemsH 0,05 mM CK.

3. Ommbka omnpiTa HE MpeBbimaet 3 %

Kak u3BecTHO, OJHOM M3 COCTAaBISIOIIMX POCTa PACTEHHUU SABISETCS
JICJIEHUE KIETOK W 3aCOJEHHUE MOXKET MPHUBOAUTh K CYIIECTBEHHOMY
WHTUOMPOBAHUIO MHUTOTHYECKOM AaKTUBHOCTHM KIIETOK KOpPHEW 3J1aKOB
[KaOy3enko u ap., 1995]. JleicTBUTEIBHO, MUTOTHUYECCKUN MHJICKC KJIETOK B
30HE MEPHUCTEMBI KOPHEH 7-CyTOYHBIX NPOPOCTKOB CIYCTS CYTKH IOCIE
KpaTkoBpeMeHHoro Bo3zaeicTBus (7 1) 2 %-ro NaCl cocrasun 2,9 %, Torna
KaK B KOHTPOJIbHBIX TIpopocTkax (Heobpaboranusix Hu CK, HEU 2 %-M NaCl)
— 3,5 %. OueHb BBICOKUM MHUTOTUYECKHM HWHJEKCOM XapaKTEpU30BAIUCH
KJIeTKH KopHed npenodpadoranHeix CK mpopoctkoB (6,1 %), koTopbIid
CYILLIECTBEHHO B MEHBIIECH CTENEHH CHUXKAJICS MPU BO3AEHUCTBUU 3aCOJEHUS
(5,5 %) [CaxaOyTaunoBa u ap., 2000].

OTU JaHHBIE CBUICTENBCTBYIOT Kak 00 aKTUBAI[MU JIEJICHUS KJIETOK
nox BiusareM CK, uto, 6e3yciaoBHO, yKa3bIBaeT Ha OOJIBIIION BKJIAJ MUTO30B
B CK-uHaymupyemslii pocT pacT€HHWI NUIEHULBI, TaK U O MOAJECpPKAHUU
BBICOKOW MHTEHCHUBHOCTH MHUTOTHYeCKOW akTuBHOCTH B CK-00paboTaHHBIX
IPOPOCTKAx, MOJBEPrHYTHIX coyieBoMy cTpeccy. Taxoit apdextr CK Ha
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JIeJIeHHe KJIETOK KOpHEW TMIIEeHUIbl TI0cie JACHCTBUS 3aCOJIEHUs, I0-
BUJIUMOMY, SIBJISIETCS Ba)KHBIM MEXaHU3MOM, 00€CIEeYMBAIOIIMM HE TOJBKO
CHIW)KEHHE CTENEeHH TMOBPEXKAAIONIEro JCHCTBUS JAHHOTO CTPECCOBOIO
(dakTopa B LIEJIOM Ha POCT, HO U YCKOPEHUE pernapaiuy pOCTOBbIX MPOIECCOB
B IIPOPOCTKAX MOCJIE YAAIEHUS COIU U3 CPEIbI.

Takum o6pazom, CK siBriseTcs BaKHBIM DHIIOTCHHBIM COEIMHEHUEM,
XapaKTePU3yIOMIUMCS IUPOKUM CHEKTPOM (DPU3HOJIOTHYECKOTO JIEHCTBUS B
pacTeHHUsAX, B KOTOPOM 0c000€ MECTO 3aHUMAET aHTUCTPECCOBBIN AP EKT.

B mHactosiiee BpeMmsi MHTEpeC UcCCienoBareeil TJIaBHbIM 00pa3om
HaIpaBJIeH Ha BBISICHEHUE IEMU COOBITUN MO MyTH BOCHPUSITHS U NEperadu
CUTHAJIOB, WUHIYyIUPYEMbIX BHEIIHUMHU ¢akTtopamu, U ponu B Heil CK,
IPEXJIE BCEro, IMO-BUAUMOMY, CBSI3AHHOHW C €€ Yy4YacTUEM B PETyJISLUU
pa3BUTHS 3alllUTHBIX peakiui, jnexamux B ocHoBe CIIY, uro ocobenHo
YETKO MPOJEMOHCTPUPOBAHO IS JBYJOJIBHBIX pacTeHui. Bmecre ¢ Tem
OTPaHUYMBATh HWHAYKLIHIO YycToWunBOCTH mnoja BiausgHueM CK Tonpko kK
MHQUIIUPOBAHUIO, HA Hall B3N, HecnpaBemnBo. Cnocobnocts CK
MOBBIILIATE CONMPOTUBISIEMOCTh PACTEHUI MIUEHULBI U K MOBPEXIAAIOUIUM
(dakrtopam cpelbl a0MOTUYECKON MNPUPOABI, a TAKXKE OKa3blBaTh 3aMETHOE
BIUSIHUE HA ypOXKAWHOCTb O3TOM BaKHEHIIEH XJIEOHOW  KYJIbTYpbl
CYILLIECTBEHHO pPaCUIUpPSIET MEPCHEKTUBBI €€ MPAKTUYECKOr0 MCIOJIb30BaHUS.
[IpumeHeHue 3Toro coeAMHEHUs SBISETCS BECbMa aKTyaJbHbIM, OCOOCHHO B
cBa3u ¢ TeM, 4yTo CK — »HIOreHHBI pEryIsITOp POCTa, MPOSBISIOLINAMA
POCTCTUMYJUPYIOIIMA W 3alUTHBIM  3QdexT B  KpallHE  HHU3KHX
KOHIIEHTpAIUIX, T.€. B OKOJIOIMYECKH 0€30MMaCHBIX J103aX.



masa 4. POJIb ®UITOFOPMOHOB
B MPOABNEHNN YCTONYNBOCTW NWEHNLBI
K CTPECCOBbBIM BO3OENCTBUAM

Muorue rpubHble (QuUTONATOreHBl CHOCOOHBI  MPOIYIUPOBATH
COEJIMHEHUS] (PUTOTOPMOHAIBLHON TPUPOABI B 3HAYUTENIbHBIX KOJIMYECTBAX
[Pegg, 1985; Trione, Sayvedra, 1988; Angra etal., 1990; Tanuesa,
dunumonora, 1992; BoawiHen u ap., 1993a,6; Bacrok, 1995; Baciok u ap.,
1996]. MoxHo mnpenamnoyiaraTh, 4TO 9TO OOYCIOBICHO HEOOXOAMMOCTHIO
aTTPAKIUU TIOJIBIKHBIX THTATEIbHBIX METa0OJMTOB PACTEHUSN-XO35IMHA B
30HY pasBuBaromerocss wwuienus TpuboB. C TOMOIIBI0 COOCTBEHHBIX
COCIMHEHUN TOPMOHAIBHOW MPUPOALI (PUTONATOTECHBI, BEPOATHO, MOTYT
aKTUBHO  BO3JICHCTBOBATH HAa TOPMOHAIBHYIO CHCTEMY  PETYJSLIHUU
PACTUTEIBHBIX OPTraHU3MOB M W3MEHITh WHTEHCHUBHOCTH META0OIMYECKHUX
MPOIIECCOB B MX KJIETKAaX W, TAKUM OOpa3oM, ONTUMHU3UPOBATH YCIOBUS JJIsI
cBOEro pocra u pa3Butus. CieaoBaresbHO, MOCPEACTBOM (PUTOTOPMOHOB,
KaK COOCTBEHHBIX, TaK M XO3SIMCKMX T'pPUOHOM MaTOreH MOXET YIPaBIAThH
WHTETpaIbHBIMU (DU3UOTOTHUYECKUMU MPOTPaMMaMU B KJIETKaX pacTCHUM JJIs
obecrieueHus1 ycnenrHoro napasutupobanus [Tanuesa, dumumonona, 1992].
be3ycinoBHO, XapakTep B3aMMOBIIMSHHS PACTEHUA-XO35MHA W Tapa3uTa Ha
TOPMOHAJIBHOM YPOBHE 3aBUCHUT OT THUIIAa MUTAaHUs IPUOHOTO MaTOTeHa.

3aBHCHMOCTL TOPMOHAJIBHOIO OTBETA PACTEHHIl NIIEHWIbI HA
HHGUIHPOBaHNE PA3TUYHBIMHA BO30YAUTEJAMN IPUOHBIX 00s1e3Hell

Iwenuya — Kopnesasa znuap. Bo30yauTenu KOPHEBOM THWIIM, MATOTEHBI
poaoB Fusarium w Helminthosporium (Bipolarys), XapakTepu3yrTcs
HeKpoTpoHbIM  THUHOM  nurtanus [Yynkwuna, 1985]. Hapsgy c
(GUTOTOKCMHAMU — CyIIpeccopaMu 3alllUTHBIX peakiui pacteHudt [YynkuHa,
1985; Metnuukuii u ap., 1986], 3tu rpulbl IPOAYLUPYIOT B KYJIbTYPATbHYIO
cpeay BellecTBa ITMTOKMHUHOBOM [Yadav, Mandahar, 1981] u aykcuHoBOM
[Bonbraenr u ap., 19936] npuponsl, a takke ABK [Bonbiaen u ap., 1993a].
BmecTe ¢ TeM BaKHO MPOBECTH aHAIU3 KOJIMYECTBEHHBIX U3MEHEHUN ATUX
TOPMOHOB B PACTEHMSIX MILIECHUIIbI MOJ BIUSHUEM 3apaK€HUsT KOPHEBBIMU
THUJISIMU.

NudunmpoBanue BbI3bIBaeT cTOMKOe majieHue ypoBHs MYK B TkaHsax
JUCTHEB MIIEHULBI B (a3zax KyuieHuss u TpyoOkoBaHus (puc. 11), mostomy,
OUYEBHJIHO, p€Yb O 3aMETHOM BKJIaJie ayKCHHA TPUOHOTO MPOUCXOKICHUS B
toTasibHy10 YK uaTH HE MOXKET.
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Hpyroe neno — ABK. B pacteHusx NueHANbl UHAYLIUPYETCS PE3KOE,
no4TH cTokpaTHoe, Hakormenue ABK mnox Biausnuem undekuu (puc. 11).
[ToaTOMy Helb3sl UCKIIOYUTh, UTO CYLIECTBEHHAs J0Js B COJIEPKAaHUHU 3TOTO
(buTOrOpMOHa MOKET NMPUX0UThca Ha TpubHyt0 ABK, Tem Oonee, uTo Takon
BbICOKMI YypoBeHb ADBK B JIHMCTBAX MNOAAepKUBaeTCd Ha MNPOTSKEHUU
OHTOI€HE3a

250 ABK 5 NyK

KyweHue Tpy6koBaHue KyweHnue Tpy6koBaHue

200

-

[4)]

o
|

100 -

ABK, He/nucm
WNYK, He/nucm

)]
o
|

K
ﬂK‘ THUMN

K
ElK' rHUn

7

0 7.

0

Puc. 11. Biuusinue 3apakeHusi BO30yIMTeJsIMHM KOPHEBOM T'HUJIM HA YPOBEHb
ABK 1 YK B ucThsAX nueHHbl B pa3ax KylieHUs1 M1 TPYOKOBAHHUSA

MIIEHUIBI. DTO HEW30€XHO JOJDKHO IMPUBOJUTH K CHIIKCHHIO aKTHBHOCTH
MeTaboM3Ma pacTeHWH, YTO, OJHAKO, BIIOJHE OJarompwsiTHO ISt
BO30yaHTENIeH KOPHEBOW THUJIH, TTIOCKOJIBKY OHH SIBIITFOTCS HEKpoTpodamu u
MPEKpPacHO PAa3BUBAIOTCS B TIOBPEKICHHBIX PACTUTEIBHBIX TKAHAX C
OCJIa0JICHHBIM TypropoM, ¥ THOENb KJIIETOK XO3MHA UM HE CTpAIIHA.

IHwenuuya - cenmopuo3. Septoria nodorum Berk., B orauume ot
BO30yuTENEed KOPHEBOM THWIM, IO THUIy TMWTAHUS OTHOCUTCS K
remuororpodam [Tpommua u mp., 1992; Parbery, 1996], u Ha HavaIbHBIX
CTaJUsIX CBOETO OHTOI€HE3a pPa3BUBACTCS MPEUMYIIECTBEHHO B JKHUBBIX
TKaHSAX XO03iMHA. S. nodorum WHPUUUPYET MPOPOCTKU U 3pEyible PACTCHUS
MIIEHUIIBI, TTOPAXKAET JTUCThS, CTE0IH, KOJIoChs U ceMmeHa [[IppkukoBa, 1984;
Bacenkas, Yurupes, 1986; Verret etal.,, 1987; Bousget etal.,1990;
Xanpysuud u np., 1993; llakuposa u nap., 1994; MakcumoB u ap., 1996].
[Tockonmbky T1pub S. nodorum Takxke CHOCOOEH MPOAYIUPOBATH B
KYJIbTYpaJIbHYIO cpeay aykcuHbl [Baciok u ap., 1996] u ABK [Bactok, 1995],
WHTEPECHO OCTAaHOBUTHCS HA CpPaBHEHWM H3MEHEHM B OajaHCe H3THUX
TOPMOHOB B PACTEHUSX MIICHUIIBI B XO0J€ MH(DHUIIMPOBAHUS CENITOPHO30M C
BBIIIE TPUBEACHHBIMU pE3yJibTaTaMHU, T[OJYYEHHbIMU TpPU 3apaKEHUU
BO30YIUTENSIMU KOPHEBOW THUJIU.
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NHoKkynupoBaHue MPOPOCTKOB BOCIPUMMYUBOM K  CEINTOPUO3Y
NIIEHUIBl CycneH3uel cnop S. nodorum cpa3dy Ke MNPUBOJUT K
KpAaTKOBPEMEHHOMY ToabeMy B coaepxkanun MYK, a B mocienyromem Kk
MOCTENEHHOMY CTOMKOMY HAaKOIUIEHHIO 3TOr0 FOPMOHA B MH(PUIUPOBAHHBIX
pPacTEeHHUSIX, TaK YTO K 9-M CyTKam, KOrJa MOKHO MPOBOJUTH BU3YAJIbHYIO
OLICHKY pa3BUTHUSl OOJIE3HH, IO YPOBHIO AayKCHHA OIBITHBIE paCTEHUS
MIPEBBIIAIOT 370pOBHIE B 2,5 pasa (puc. 12a).

a
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CyTku nocne nHUUMpoBaHUA

Puc. 12. Iunamuka coaep:xxkanusi YK u ABK (a) n ko3¢ punueHT oTHOmEHUS
NYK/ABK (6) B mnpopocrkax mnmeHunsl copra CaparoBckasi29 mocie
3apa’eHHMsi 7-IHEBHBIX IPOPOCTKOB cycmeH3ueil cmop S.nodorum B
koHueHTpanuu 10 muH. cnop/ma  Ilo-Buaumomy, pasauyume B Xapakrepe
usmeHenusi ypoBua HMYK B orBer Ha 3apakeHue KOPHeBOl THWIBI U
CeNnTOPHO30M BbI3BAHO Pa3IH4YHeM ITHX NATOreHOB 0 THUILY UTAHUS.

dopmanbHO, perucrpupyemas B HHPUUIUPOBAHHBIX S. nodorum
npopoctkax, WYK wmoxer OBbITh CMEIIAHHOTO MPOUCXOXKICHUA —
pactutenbHOoro u rpubHoro. [lepBonavyanbHoe TpaH3uTHOE HakoruieHne YK
B MPOPOCTKAX cpa3y mociie MHPHUIIMPOBAaHUS, CKOpEe BCETO, MPOUCXOIUT HE
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3a cuer rpubHor MVYK, mockonbKy 3a Takoil KOPOTKHH MPOMEXKYTOK
BpEMEHH TPUOHOI MATOreH elle He MOT HAaKOMUTh JAOCTATOYHOW OMOMACCHI.
B To e Bpemsi Hemb3s UCKIOYHUTH BIWSHUE OJTOr0 TMATOreHa Ha
uHruoupoBanue pactutenbHod MYK-okcupasel [MakcumoB u ap., 1996].
[Tocnenytomee B xoxe uHpuiupoBanus Hakomienue WYK, BeposTHO,
MPEUMYIIECTBEHHO CBS3aHO C CYNEpHpoAyKIued 3Toro QuroropMoHa
IpUOHBIMU  KJIETKAMH, TIOCKOJbKY ayKCHHBI HEOOXOAMMBI JUIsl pocTa U
pasButus Tpuda S. nodorum: TOMHUMO H3BECTHOW (DYHKIIMU aTTpaKIUU
NUTATEIbHBIX BELIECTB PACTCHUA-XO35IMHA K MECTy JIOKAJU3aluu STUX
rpuOHBIX KiIeToK [Verret etal., 1986], oHM CTHMYIHUPYIOT CIIOPOHOIICHHE
storo rpuba [Reday, Strzelezyk, 1989]. Omnako ompenencHHas m0asS B
ypoBHe WVYK, BeposATHO, pacTUTENBbHOrO MNpoUCXOoXxAeHUs [BonbiHer,
19930].

3apaxenue S. nodorum UHIYyIUPYET pe3Koe 0OpaTHUMOE HAKOILJICHUE
ABK B pactenusx (puc. 12a), MakCuMyM KOTOPOTO MPUXOAMIICS Ha 2-€ CYTKHU
OT MOMEHTAa 3apAKEHUS M COCTABISIET TPEXKPATHOE IPEBBILICHHUE
KOHTPOJIBHOTO 3HaueHus. B mocnenyroiiye IHU ONBITHbIE M KOHTPOJIbHBIC
pactenus no coaepxanuto ABK noutu He pa3nuyanuchk.

Takoe yBenuuenue ypoBHS ABK MoxeT CcBHAETEIBCTBOBATH O
CWJIbHOM CTPECCOBOM HArpy3Ke, KOTOPO€ MCHBITBIBAIM PACTEHHUS B
pe3yabTare 3apakeHus: naroreHoM. Peskoe HakoruieHue ABK Moxer ObITh
CBSI3aHO C Pa3BUTHEM 3allUTHBIX PEAKIMN PACTCHUN K HWHOKYJIMPOBAHMIO,
HarpuMmep cuHTe30M PR-6enkoB [Graham, Graham, 1991; Chalupkova,
Smart, 1994; Moons et al., 1997]. Kpome Toro, nossimienne ypoBHs ABK
MOXET IMPUBOJUTH K JUCOANTAaHCYy TOPMOHOB, B YaCTHOCTH, K CHIKCHHIO
aKTUBHOCTH TOPMOHOB-aKTUBATOPOB rpUOHOTO MIPOUCXOXKCHHUS,
HEOOXOoAMMBIX I pocta Tpuba [Bomemen u np., 1993a]. Onmnako, mo-
BUIMIMOMY, YPOBEHb BBI3BAHHOIO 3apaxeHuneM HakomuieHus ADBK B
pacTeHHSIX TIICHUIBI OBLI HEIOCTAaTOYHBIM I HehTpanmm3anmn NYK,
MOCKOJIBKY ~HWMEJI0 MECTO HEYKIOHHOE TOBBINICHHE Ko3(duimenrta
otHotmeHus coaepxkanust YK k ABK B 6onbHBIX pacTeHusx (puc. 120).

N3menenue cootHomenuss YK u ABK Moxer oTpaxaTh xapakTep
B3aUMOBJIHMSHUS (PUTOrOPMOHOB Ha TOPMOHAJBHBIM CTaTyC pacTeHUs B
neaoM [YcemanoB U Jip., 1990] u COOTBETCTBEHHO CBHUJETEIBCTBOBATH O
CTeNeHN pa30aJaHCUPOBAHHOCTH METa00JIM3Ma PACTUTENBHBIX KIIETOK.
JIeWCTBUTENBHO, IMIMPOKAas AaMIUIMTYJa MPEUMYLIECTBEHHOIO W3MEHEHHUS
cogepxkanust UMYK, BeposATHO, yKa3plBaeT Ha CYLIECTBEHHBIA CIBUT B
aKTUBHOCTH OOMEHHBIX MPOIECCOB B KJIETKAX PACTECHUSI-XO35IMHA, KOTOPBIM
JUKTYET NaTOTe€H, B YacTHOCTH npoaykuuerd MYK, ontumusupys tem cambim
YCJIOBUSI TUTaHUsI, HEOOXOAUMBIE JIJIsl CBOETO YCIEITHOTO POCTa U Pa3BUTHS,
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YTO MOXET ObITh CBSI3aHO C HaJIMuKMeM OMOTpPOodHOI (a3bl B €ro OHTOreHe3e,
B OTJIMYME OT MATOreHOB poAoB Fusarium u Helminthosporium.

Iwenuya — meepoas 2onoeusa. Bo3Oynutens TBepaod rojioBHu Tiletia
caries Tull. sBnsercs tTunuyasiM Ouotpodom [Parbery, 1996]. Vcnemnoe
napazuTUpoBaHUE HTOro rpuba B paACTEHUSAX MIICHUIIBI BKIIOYAaEeT Ha
HAaYaJIbHOW CTaJMM TAaTOTeHe3a JaKe CUMOMOTUYECKHE B3aMMOOTHOIICHUS
[Trione, Sayvedra, 1988]. UndumupoBanne ceMsH TeIMOCIIOpaMU JTaHHOTO
rpuba TPUBOJUT K CTOMKOMY TIOBBIINICHHIO YPOBHS ITMTOKUHUHOB B
MPOpPOCTKax, Ha (hoHe cmaboro KpaTKOBpeMEHHOTro HakoruieHus kak ABK,
tak 1 YK [MakcumoB u ap., 2000], T.e. B JaHHOUW OMOJIOTUYECKON CHCTEME
CTOJIb 3HAYNUTEIBHBIX M3MeHeHnii B cootHomennu YK n ABK, B oTianume
OT CHUCTEMbl MIIEHUIIAa — KOPHEBasl THUJb WJIM MIIEHUIIA — CENTOPUO3, HE
HaOro1aeTcs.

CymiecTBeHHBIM BKJIaJg B HM3MEHEHHE B IEJIOM B TOPMOHAJIBHYIO
cucteMy UWHQUIIMPOBaHHBIX 1. caries TPOPOCTKOB BHOCAT, BEPOATHO,
HUTOKUHUHBI, KOTOpPbIE B 3HAYUTEIBHBIX KOJUYECTBAX MPOIYLUUPYIOTCS
BO30OyauTeNneM TBepioi ronoBHu [Trione, Sayvedra-Soto, 1988]. Bmecre ¢
TEM B JAHHOW OMOJIOTHYECKON CHCTEME JTOBOJIBHO CJIOXKHO OILIEHUTH BKJIAJl
TOW WU JAPYTOM CTOPOHBI B CTOMKOE HAKOIUIEHWE YPOBHS LUTOKMHUHOBBIX
TOPMOHOB, MOCKOJBKY OHa XapaKTepU3yeTCs JOBOJBHO JJIUTEIbHBIM
COCYILIECTBOBAHHUEM JABYX HPOTHUBOOOPCTBYIOIIUX OPTraHU3MOB, BIUIOTH JO
ctaguu  (POpMHUpPOBAHUS CEMsSIH, COMNPOBOXKIAIOMICHCS OJHOBPEMEHHBIM
CO3pPEBAHMEM TEJIHOCIOP, a IHUTOKMHUHBI, KaK YK€ OOCYXKJajJoCh BBIIIE,
UTPaOT BAXKHYIO POJIb B PETYJIAIMHU 3AIIATHBIX MEXaHU3MOB PACTEHH, B TOM
YHUCJIE K TATOr€HE3Y.

B cBs3m ¢ mpoOieMol maroreHe’a HeENb3s OOOWTH BHUMaHUEM
¢utoropmMon sTuieH. He BBI3bIBAET COMHEHMSI €TI0 y4dacTHE B Pa3BUTHUH
3alIUTHBIX PEAKIMH pacTeHUH K HEOMaronmpusTHbIM (akTopam pa3HOH
npuponbl. Kak »5k3oreHHas o0paboTka JTUJIECHOM, TaK, BEPOSITHO, H
OHIOTEHHBIN ATUJICH, MOCKOJIBKY TMOpAaHCHHE W WHQPHUIIMPOBAHUE PACTECHUMN
BBI3BIBAIOT PE3KOE YCHIICHHE €ro CHHTe3a C ydacThueM (epMEHTa CHUHTAa3bI
1 -amuHOIMKIIONIpONaH- | -KapOOHOBOM KUCIOTHI, CIOCOOCTBYIOT Hapsay C
JPYTUMHM  PETYISTOpAaMH pPOCTa YCUJIGHUIO CHUHTe3a (UTOAJIECKCUHOB,
sKcrpeccuu reHoB psga PR-GenkoB, S5-x/I-nudeH3nHa U Ipyrux 3aluTHBIX
COCIMHEHU,  BOBJIEKAIONIMXCS B  CTAHOBJIEHHUE  YCTOWYMBOCTH K
duronarorenam [Xu et al., 1994; Penninckx et al., 1996; Genoud, Metraux,
1999; Ryan, 2000]. M3yueHne cucTeM BOCIPHUSTHS 3THICHOBOTO CHUTHAJA C
y4acTHUEM II€JIOTO CEMEMCTBAa PELENTOPHBIX KOMIIOHEHTOB M BBIICHECHUE
MyTEl €ro CUrHaJIbHON TPAHCAYKUHWHU B PACTEHUAX IO3BOJIUT MOHSTH POJIb
OTWICHA B PETYJSAIHWHM 3alllUTHBIX W JPYTHX Pa3HOOOPA3HBIX PEaKIUi
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[Levinsh et al., 1995; O'Donnell et al., 1996; Harpham et al., 1996; Bleecker,
1999; Urao et al., 2000].

Mexay TeMm ATUJIEH KaK JHJOTCHHBIM PEryJjaTop pocTa W pa3BUTHUS
pacTeHU UTpaeT YpPE3BbIYAHO BAXKHYIO POJIb B UX JKM3HEACATEIHLHOCTH Ha
MPOTSHKEHUU OHTOreHe3a. Tak, STWIEH BBI3BIBAET SIMHACTHH JIUCTHEB,
WHIYKIIMIO CTapeHWs TKaHEd M OpraHoB, YCKOpeHHe (OPMHUPOBAHUS
OTZICJIUTENILHOTO CJIOSl B UEpEIKaX JIMCThEB, YCKOPSIET CO3PEBAHUE ILJIO/OB,
MOAABISCT MUTOTHYECKYIO) AKTUBHOCTh KIETOK U TOPMO3HUT UX POCT
pacTsbkenreM U T.4. CregoBaTelnbHO, OJTWIEH SBISETCS aKTUBHBIM
KOMIIOHEHTOM PETyJISITOPDHOW CHUCTEMbl PACTEHUN, KOHIICHTPAIIMOHHBIC
M3MEHEHUsI KOTOPOTO BJIMSIOT Ha COJepKaHue Jpyrux (UTOrOPMOHOB, a
CJIeIOBaTeIbHO, OH BOBJIEKAECTCS B MOACP>KaHNE TOPMOHAJILHOTO CTaTyca Ha
YPOBHE, KOTOpPOE€ JUKTYETCS PACTCHHUSAM >XHU3HCHHBIMH OOCTOSTEIhCTBAMHU
[Mypomuies u gap., 1987; Lawton etal.,, 1994; Taverner etal., 1999;
Rodrigues-Pousada et al., 1999].

Takum 00pa3om, BONPOC O B3aUMOBIHMSHUU PACTEHUS U TMAaTOTEHa C
NOMOIIbIO (PUTOTOPMOHOB BeChMa CIOKEH M TMOKa JajeK OT SICHOCTH,
IIOCKOJIBKY pe€4Yb HJIEeT O TOHKHX MEXaHW3Max BO3JECUCTBHS Ha camy
PETYJATOPHYIO CHUCTEMY, M €€ KIIOYEBOM COCTABISIIOIIEH SIBIIAECTCS
TOPMOHAJIBHBIA CTaTyC, MOJ KOHTPOJIEM KOTOPOIO HAaXOAMUTCS pEATH3aALIUS
UHTErpajJbHbIX  (DU3MOJIOTMUECKUX MpOorpamMm, JieKaluX B  OCHOBE
KU3HEICATEIbHOCTH PACTUTEIIBHOIO OpPraHu3Ma, €ro LEJIOCTHOCTH, C OJXHOU
CTOPOHBI, a TaKXe€ pa3BUTUA NaToreHa — c Apyrod. OJHaKo Takue
HCCIIEI0BAHUS PAaCKpBIBAIOT [IPUHIUITAIbHBIE pasnuuus BO
B3aMMOOTHOIICHUN CHCTEMbl pacTeHHe — TpUOHON TaTOreH Ha YpPOBHE
KOJIMYECTBEHHBIX HM3MEHEHUH (PUTOrOPMOHOB-aHTATOHMCTOB B PETYJIALUU
KapJAMHAJbHBIX IPOLIECCOB METaboIM3Ma PACTUTENbHBIX KJIETOK, B OCHOBE
KOTOPBIX JIEKUT NPUPOIA MUTAaHUS TPUOHOIO MMaTOreHA.

Bausinue npenaparoB, 001aJal0UIUX CBOMCTBAMHM IUTOKMHUHOB, HA
oananc UYK u ABK B pacTenusix nmueHuubl Npu MHGUIHUPOBAHUM

duUTOropMOHaM OTBOAAT KIFOUEBYIO POJIb B PETYJISAIIMNA HHTETPATBHBIX
(U3HOIOTHYECKHUX TPOIIECCOB PACTUTCIIBHBIX OPraHW3MOB, B TOM YHCJIC U
OTBETHBIX PCAKIMK Ha BO3ACHCTBHE HEOJIArONpHATHBIX (HDAaKTOPOB CPEJIBI.
[ToaToOMy MOXXHO TpenrnojaraTb, 4TO0 U3MEHEHHUS B TOPMOHAJILHOM OallaHce
HMCIOT Ba)XHOE 3HAYCHHE B TIPOSIBICHUU aHTHCTPECCOBOTO JICHCTBHUS
MpernapaToB, IMOBBIMIAIIMX YCTOWYMBOCT, M IPOJYKTUBHOCTH IIICHUIIBI.
bonee Toro, HHAYKTOPBI YCTOMYMBOCTH YaCTO CaMU SIBIISIOTCS PETYJISATOPaAMU
pocTa miu obnangarT ux cBoiictBamu [Fletcher, Arnold, 1986; Raskin, 1992;
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IIpycakoBa, Umxosa, 1998; 1999]. K TakoBbIM, B YaCTHOCTH, OTHOCSTCA U
pacCMOTpPEHHBIE B HACTOSIIEH paboTe Takue COETUHEHMs, KaK KapTOJIMH,
oucoi 2, OaiiTaH, CaTUIIAIOBas KUCJIOTA, KOTOPbIE OKA3bIBAIOT BIUSHUE U HA
pocT pactutenbHbix kieTok [Fletcher, Hofstra, 1987; EpkeeB u np., 1988;
[MTakupoBa, be3spykoBa, 1997; 3aypano, 2000]. 310 mMO3BOJIAET
MPEANOJIaraTb BEPOSITHOCTh UX AKTHMBHOTO BO3JCHCTBHS HA HSHIOTCHHBIN
TOPMOHAJIbHBIA CcTaTyc pacTteHuil. Clie1oBaTeNbHO, HW3YYEHUE BIIUSHUS
3allUTHBIX TMpPEnaparoB Ha CABUTH B TOPMOHAJIBHOM OayiaHce Mpu
HEOJIATONPUSITHBIX ~ BO3JCUCTBUSX  SIBISIETCS  BAXHBIM  JJIS  OLICHKHU
MEXaHU3MOB PETyJSIIMM HMHAYLUHPOBAHUS TOBBIINICHUS YCTOWMYHUBOCTH H
MPOAYKTUBHOCTH PACTCHUIA.

AHaM3 BIUSHUS TPEANOCEBHONM OOpaOOTKHM CEMSIH TMIICHUIIBI
oucosioM 2 u 6aiitanoM Ha ypoBeHb YK 1 ABK B JTHCTBSX MIIIEHUIIBI B X0J1€
OHTOT€HE3a BBISIBUJI CYIIECTBEHHBbIC CIBUTM B MX OajmaHce B OOBIYHBIX
YCIOBUSX Mpou3pacTaHus U npu uHuiupoBanuu [SAmaneeB u ap., 1989;
HoxemuneB u np., 1990]. Ilpemapatbl B OTCYTCTBMM HWH(MEKIIUU TaKKE
BBI3BIBAJIM HEKOTOpOe TMoBbIieHNEe coaepxkanuss ABK, nHaOmtomaemoe Ha
NpOTsKEHNUU oHTOoreHesa (puc. 13 u 14), koropoe, npaBna, HE CONMOCTaBUMO
[0 CBOEMY YPOBHIO ¢ pe3knM HakoruieHueM ABK B IHCTBSX npu 3apakeHUu
(puc. 11).

NunyurpoBanHOe 00pabOTKOM 3allIUTHBIMU MIpenapaTaMyu HaKOILJICHUE
ABK, mno-BuaguMoMy, MOXKHO paccMaTpuBaTh Kak IMpOsIBICHHE Ci1adoro
XUMHYECKOTO CTpecca, KOTOPOe, OJIHAKO, MOXKET CIIOCOOCTBOBATH Pa3BUTHIO
AHTUCTPECCOBBIX PEAKIUM, MMOCKOJIbKY UMEHHO ABK 0TBOASAT 3HaUMTENBHYIO
pOJib B UX MUHAYKUHUHU. BEpoATHO, 3TO MOXKET Jie’KaTb B OCHOBE Pa3BUTHS B
pacTeHUSIX ~ TOJ  BJIMSHUEM  3alIUTHBIX  [PENaparoB  MEXaHU3MOB
npegaganTalid K BO3MOYKHBIM CTPECCOBBIM CUTYallUsIM U BCIIEICTBUE 3TOTO
CHUKEHUSI CTENEHU UX TMOBPEKIAIONIEr0 JCHUCTBUS HA PACTUTEIbHBIN
opranm3M [Fletcher, Hofstra, 1987; IllakupoBa, 1999]. BaxxHO OTMETHTBH, YTO
u o0paboTka KapTOIMHOM HHIyHHpyeT HakorieHne ABK B mucThsax
pactenuit sumens [EdpemoB u ap., 1992], 4ro, mo-BUAMMOMY, MOXKET
CIOCOOCTBOBATH MOBBIIIEHUIO UX YCTOMYHUBOCTH K TUIIEPTEPMUH.

OyHrunu 6aisIeToH Takxke, BEPOATHO, Yepe3 MOCPEICTBO YBEIUUCHHUS
ypoBHsL 3HAoreHHoM ABK moBblIaeT TEpMOYCTOMYMBOCTH PpPAaCTEHUU
KYKYpY3bl, KOTOpasi 10 CBOUM I10Ka3aTEeJsIM BIIOJIHE COIIOCTABMMA C TaKOBOM,
uHaynupyemoit sk3orennoit ABK [Bonham-Smith et al., 1988]. U3menenue
ypoBHsI ABK sBiisieTcs BaXKHBIM 3BEHOM B JAEHCTBUHU JIPYrOTO TPHUA30JIOBOIO
dyHrunuma — TETPaKOHA30Jla, KOTOPBIM paccMaTpUBAeTCd B KauyecTBE
aKTHBATOpa 3allUTHBIX PEaKIUil pacTeHUl Kak K OWOTHYECKUM, TaK H
a0MOTHYECKUM CTpeccoBBIM Bo3elcTBusIM [Ronchi et al., 1997].
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Puc. 13. Bausnue npeanoceBHoi o0padOTKH ceMsiH OMCOJIOM 2 M 3apaKeHHs
KOpHeBO#l THWJIBI0 Ha coaep:xkaHue ABK u UYK B jmmcresix mueHuns! B ¢ase
KymeHuss (a) m TpyOkoBaHusi (0): I/ — 310poBble, HeoOpaOoTaHHbIE; 2 —
HH(UIUPOBaHHbIE, HeoOpaboTaHHble; 3 — 310poBble, 00padoTaHHble; 4 —
UH(pUUMpoBaHHbIE, 00pa0OTAHHBIE.

Bmecre ¢ TeM BbI3BaHHOE 0OpabOTKOM mpenaparamMy YyBEIMYEHUE
ypoBHss ABK Obu10o BrONHE OJIaroNpusTHBIM AJIi PACTEHUM, OYEBHUJIHO, B
CBSI3U € TEM, 4YTO OaJlaHCUPOBAJOCh OJHOBPEMEHHO IIOBBIIICHHEM
cozepkanus B HuX Taxke MYK, urparomeii, kak U3B€CTHO, BaXHYIO pOJb B
aKTUBAllMM METAa0OJMYECKHX MPOILECCOB, JIeKAIUX B OCHOBE poOCTa
pacreHuid. B TO ke Bpems mnpenaparsl NPENOTBPAILAINA  BBI3BAHHOE
uHpunupoBanueM peskoe HakorieHne ABK B nHcThax M cnocoOcTBOBaIU
MOAJIEP/KaHUIO BBICOKOTO YypoBHI MVYK Ha npoTsokeHMHM OHTOreHesa
nmennnpl. OgHako He cieayer 3a0biBaTh, 4YTO OalTaH  SIBISIETCA
3¢(GeKTUBHBIM  (YHTUIUAOM  CHUCTEMHOTO  JCHCTBHS,  0O0JadarolIuM
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CIIOCOOHOCTBIO TIOJIABIIATH B PACTUTENBHBIX KJIETKaX pPa3BHTHE JTOTO
MaTOreHHOro rpuba, Onaromaps HMHTMOMPOBAHUIO CHHTE3a JProcreposa
[Burden et al., 1987], uTo, 0€3yciOBHO, BHOCHUT CYIIECTBEHHBIH BKJIaJl B
MOBBIIICHUE YCTONYMBOCTH TIICHHIIBI K JAHHOW OOJIE3HM, TOT/1a Kak Oucoi 2
3aMETHO YCTYIIaeT eMy B 3TOM. (TJ1aBa 2, TaOauIiel S u 6).
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Puc. 14. Bausinue npeanoceBHoii o0padoTku ceMsiH 0aiiTaHOM M 3apaKeHHs
KOpHeBOM rHMIbI0 Ha coaepxkanue ABK m UYK B jmmcThax nmumenunsl B (ase
Kylmenuss (a) m TpyOxkoBanusa (0): I — 3a0poBble, HeoOpaGoTaHHbIe; 2 —
UH(puuMpoBaHHbIe, HeoOpaldoTaHHble; 3 — 310poBble, 00padoTaHHble; 4 —
HH(UIUPOBAaHHbIE, 00padoTaHHbIE

N
N

Takum oOpazoMm, neilictBue Oucosia2 u OaiiTaHa Ha SHIOTCHHYIO
CHCTEMY TOPMOHAJIBHON PEeryJslUi PacTCHHUH, BEPOSTHO, BKIIOYAETCS B
MOBBIIICHHE MO/ WX BIUSHUEM YCTOWYMBOCTU TIIEHUIBI K TPUOHBIM
00JIE3HAM U €€ MPOyKTUBHOCTH.
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[IpuBeneHHbIE PE3YNBTATHI, HAPSAY C JIPYTMMU MHOTOYMCIEHHBIMU
JAHHBIMH, TO3BOJISIIOT paccMaTpUBaTh TPUOHOE 3apaKEHUE KaK YacCTHBIN
ClIy4yall CTpPECCOBOIO BO3JCUCTBUSA HA PACTEHUs, IIOCKOJIBKY TAaKHE
pazHOOOpa3Hble  aOMOTUYECKHME  CTpPECChl, KaK 3acyxa, 3acoJICHHE,
DKCTpPEMAaJIbHbIE TEMIIEPAaTypbl U JIPYrMe TAK)KE BBI3BIBAIOT HApYIICHUS B
TrOPMOHAJIBHOM OajlaHCe U CHUKEHHE METa0O0JNYECKOW aKTUBHOCTH KIIETOK,
4YTO HEHU30€XKHO CKa3bIBA€TCSI HA YMEHBUIEHMH Ypo)Kas BaKHEHWIINX
CEIbCKOXO3AMCTBEHHBIX KYJIBTYD.

N3MeHeHHsI B COCTOSTHUM TOPMOHAJIbHOM CHCTEMbI PACTEHUH NMIIEHULBI
O BJIMAAHHEM CAJUIMJIOBON KHCJIOTBI B YCJIOBHAX BO3JelCTBHUS
CTPeccOBbIX (PAKTOPOB

CK B KOHUEHTpalMsX, COMOCTABUMBIMHU C TaKOBBIMU TIpHU
UCIOJIb30BAaHUU HK30T€HHBIX (PUTOTOPMOHOB, MHIYLIUPYET POCT PaCTEHUN U
MOBBIIIAET YCTOMYMUBOCTh M MPOAYKTUBHOCTH mineHulbl [[Ilakuposa, 2000].
[TockonbKy oOmpeaesnsomas pojib B PErysiiiud MHTEHCUBHOCTH POCTOBBIX
MPOLIECCOB B PACTEHUAX NPUHAJICKUT (UTOTOPMOHAM, MOXKHO OXKUIATh
BIIUSIHUE 3TOTO 3HJOIEHHOI'O PEryjisiTopa poCcTa HAa TOPMOHAJIBHBIA CTaTyC
PacTUTENLHOIO OpraHu3Ma.

JlelicTBUTENBHO, KaK ymoOMHUHaNIO0Ch B riase 3, CK MoOXeT nmoaaBiaTh
CUHTE3 ATUJIEHA B pacTeHusix. KpoMe Toro, He1aBHO MOSIBWJIUCH JaHHBIE 00
uHaykuun — nox  BiauaHuem  CK skcnpeccun  reHa  CTEPOUIHOM
cylbdoTrpancdepassbl, CIOCOOCTBYIOLIEH MTOJTHOM WHAKTUBALIUU
OHOJOTNYECKON AKTUBHOCTH 24-3nmbpaccuHoIuAA, ¢duToropmona
ctepouHOM npupo sl [Rouleau et al., 1999], a Takke HHIYKIIUKA YKCIIPECCUM
JIBYX T€HOB, KOJUPYIOIINX TIIOKO3UITpaHc]epasbl, KOTOPbIE MOTYT UTPaTh
KIIIOUEBYIO POJb B PErYyJALMU YPOBHEW AayKCMHA M TaKUX CUTHAJbHBIX
MOJIEKYJ, KaK CAIMIIMIOBAs M KaCMOHOBAs KUCJIOTBHI, ITyTEM IPEBPAILCHUS
UX B HEaKTUBHBIE KOHbIOTHpOBaHHbIE opMbl [Fraissinet-Tachet et al., 1998].
Henp3s He oTMeruTh BO3MOXHOCTH B3auMoBiusaHus CK ¢ agpyrum
SHJOTEHHBIM PETrYJATOPOM pOCTa KACMOHOBOM KHUCIOTOW B HWHIYKIHUH
3alIUTHBIX PEaKLUH, JIeKAIIUX B OCHOBE ycTOH4UMBOCTH pacteHuil [Genoud,
Metraux, 1999; Ozawa et al., 2000]. B nanHoMm paszzgeie Mbl pacCMOTPUM
BiusHue CK Ha ropMoHaibHBIN OaJlaHC B PACTEHUSIX MIIEHUII B OOBIYHBIX
YCJIOBUSIX TPOU3PACTAHUS U TIPU BO3JIEUCTBUU CTPECCOBBIX (PAKTOPOB.

[IpenmnoceBnas o6padorka CK mpuBOAUT K 3aMETHBIM H3MEHEHUSIM B
oamance MYK, ABK u IUTOKMHMHOB B pACTCHHUSAX IIICHUIIBI B XOJE
OHTOTE€HE3a B OOBIYHBIX yCIOBUAX Tpouspactanus [[[lakuposa u ap., 2000].
O6padotka CK unayuupyer nouytu S-kpatHoe HakoruieHue ABK B TUCThsX B
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daze KylieHUss B CpaBHEHUM C KOHTPOJIEM, YTO BIIOJHE COMOCTaBUMO C

JAHHBIMHU T10 BJIMSIHUIO Ha YPOBEHb 3TOIO TOPMOHA APYTHUX AHAJIU3UPYEMBIX

BBILIE 3AlUTHBIX MPENapaToB, KOTOPOE OJHOBPEMEHHO COIPOBOKIAECTCS
CTOJIb € CYIIECTBEHHbIM MOBBIMICHHEM KoHUeHTpauun UYK (puc. 15a).
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Puc. 15. Buusnme mnpeanoceBHoii o0pad6orku cemsan 0,05MM CK H©

CK
KoHUeHTpanuw ¢uroropmonoB ABK, UYK u IUTOKHHHHOB

KylleHud (a) 1 koJiomeHnus (0)
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numeHnnbl copra bamkupcekas 24 B pazax
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BeposatHo, oOHapyxeHHble u3MeHeHus B KoHueHTpauusx ABK u MYK
SBISIOTCS BakHbIMH B CK-WHIYIIMPOBAHHON PETYJISAIMH POCTa U Pa3BUTHUS
MIICHUIBI B Ty a3y OHTOT€HE3a M MOTYT WIpaTh CYHISCTBEHHYIO POJIb B
MOBBIIICHUN TIO/] €€ BIUSHUEM Hecrenn(puueckol yCTOWYNBOCTH TIIIICHHUIIBI.
Kakux-nmnb6o n3aMeHeHuii B ypoBHE IUTOKMHUHOB B JIMCTHAX B (haze KyIIeHUs
MoKa He HabJr01aeTcs.

B (aze xomomeHuss B pacCTEHUSAX BBIABIISICTCSI HEKOTOPOE BO3pACTAHUE
OTHOCUTEIHHO  KOHTPOJS  KOHIIGHTpPAIlMd  [UTOKMHWHOB Ha  (oHE
IIPAKTUYECKOTO OTCYTCTBUS M3MeHeHudM B ypoBHe MVYK um coxpansercs
MOBBIIIIEHHOE TI0 OTHOILIEHUIO K KOHTpOoJto conepkanue ABK (puc. 150).

B ¢opmupyromuxcsi 3epHOBKaX Ha CTaJUM MOJIOYHOW CHEIOCTH
(14 nueit mocne uBeteHusi) oOpadortanHbix CK pactenmii HaOIOMAOTCS
Oosyiee 3HAYMTENIbHBICE W3MEHEHHS B OanmaHce (UTOTOPMOHOB, KOTOPHIE
IJIaBHBIM  00pa3oM CBS3aHbI C  JBYKPaTHBIM  YBEJIMYEHUEM  YPOBHS
IIUTOKWHUHOB B CPAaBHEHHUH C KOHTPOJIeM (puc. 16), urparoriue BaxXHYIO POJIh
B PETYJIAIMHM POCTa 3€PHOBOK B X0Ji¢ MX (HOPMHUPOBAHUS, U B ATOT MEPHO/T
HAOJIFOTaeTcsl WX ecTecTBeHHoe HakoruieHwe [Michael, Beringer, 1980].
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Puc. 16. Biausnue npeanoceBHoii odpadorkm cemsH 0,05 MM cannumiaoBoi
kucaoroid Ha kKoHueHTpauuw ABK, UYK M HIUTOKMHMHOB B 3€pHOBKAX
NIIEHUIBI HA CTAIMU MOJIOYHOH CIIeI0CTH

BeposiTHO, TOBBINIEHHOE  COAEpXKAHUE IIUTOKUHUHOB B  3€PHOBKAX
npenoopadotanubix CK pacTenuit cmocoOCTBYeT aKTHBAIIUN YBEITUICHUS UX
pa3Mepa M MacChl B MEPUOJ] HAIMBA 3€pHA, MOCKOJIbKY K MOMEHTY yOOpKH
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ypoXasi CeMEHa, TIOJyYCHHBICE C ONBITHBIX pACTEHUH, CYIIECTBEHHO
OTMEPEKAIOT M0 Macce KOHTPOJIbHbIE (TJ1aBa 3, Tabn. 7).

BmecTte ¢ TEM 3aMETHBIX OTHOCUTEIBHO KOHTPOJISI M3MEHEHUN B
ypoBae YK B 3epnoBkax mpenodbpadoranusix CK pacrenuit oOHapykeHO
He OBLIO, XOTA CleAyeT OTMETUTh BOOOIIE JOBOJIBHO BBICOKOE COJAEpIKAHUE
3TOro ropMoHa B 3TOH ¢a3ze oHTOreHesa. IloCKOJIIbKY MUK MakCUMyMa B
ypoBae YK B dopmupyromuxcs ceMeHax MIIEHUIIB MPUXoauTes Ha 21-i
nenb nocne upereHus [Illakuposa u ap., 1994, rinasa 5], MOXHO 0XHUAATh
unayuupyemele CK n3menenus B coxepxkanuu UYK B 3toT nmepuon, korna
IIPOMCXOJIUT MACCUPOBAHHOE 3allaCaHHE Kpaxmaya, B PETYJSLHMU KOTOPOTro
y4acTBYIOT aykcunbl [Michael, Beringer, 1980].

BaxxHoe 3HaueHHE B KOHTpOJIE pocTa 3epHOBOK oTBOAUTCS ABK,
KOTOPO€ CBSI3BIBAIOT HE TOJIBKO C aTTpaklMell acCUMWISTOB B CEMEHA,
Hapsly ¢ UUTOKMHUHAMU U aykcuHamu [Ky3pMmuna, 1997; Kucenesa u np.,
1998; 3askun, Ham, 1998], HO u ¢ uHAayKnueil B xoae ¢GopMUPOBaHUSA
3epHOBOK CHMHTE3a 3allaCHBIX OCJIKOB, PETYIISIUEH 00€3BOKUBAHMS CEMSH Ha
MO3/IHUX CTaJusX CO3PEBaHUS, KOHTPOJIEM IIOKOSI 3apojiblllla CEeMEHU H
uHTHOMpoBaHueM ero mpopactanus [Rademacher, Grabe, 1984; Kedenu u
ap., 1989; Bewley, 1997; 3askun, Ham, 1998]. [loaToMy mOBBIlIIEHHAs B
CpaBHEHMH ¢ KOHTpojieM KoHueHTpauuss ABK B 3epHOBKax OMNBITHBIX
pacTeHU sIBIsIETCA BIOJIHE 3aKOHOMEpHOH (puc. 16).

Habmomaemoe  Bo3pacTaHMe  KOHILIEHTpAllMM  LUTOKUHUHOB U
nojanepxanue 0osiee Boicokoro ypoBHsi ABK B 3epHOBKax B (paze MomouHoM
cnenoctd B oOpabotanHeix CK pacTeHusix, MNO-BUIUMOMY, SIBISETCS
noKasarejseM OJaronpusiTHOTO BIMSHHMS 3TOrO0 IHpemapara Ha pocT U
pa3BUTHE CEMSH, MPUBOJALIEIO B KOHEYHOM CUETE€ K IOBBIIIEHUIO
MPOJYKTUBHOCTHU MIIEHUIBI (Ty1aBa 3, Tabdm. 7).

PaccMoTpeHHbIe BbIIIE Pe3yibTaThl YOEAUTENIbHO JIEMOHCTPUPYIOT,
YTO HM3MEHEHUE TOPMOHAIBHOIO CTaTyca pPACTEHUN SBISIETCS BaXKHBIM
KOMIIOHEHTOM B WHIYIMPOBAaHWU YCTOWYMBOCTH MIIEHUIIBI MOJI BIUSHUEM
aHTUCTPECCOBBIX TmpemnapaTtoB. Capuru B Oamance (HUTOTOPMOHOB, TIO-
BUJINIMOMY, UMEIOT TaK)XE PEIIaollee 3HAUYCHUE B MPOSBICHUU 3AIIUTHOTO
spdexra u CK Ha pacTeHHs TIICHUIBI TPU BO3JCHCTBUU Pa3HOOOPA3HBIX
ctpeccoBbix (akropoB [lllakupoBa, 1999; CaxabyrmuuoBa u ap., 2000;
be3pykoBa u 1ip., B meyaTu].

Tak, wHKyOMpOBaHHME TPOPOCTKOB Ha  Cpejae, Ccojaepxk alieu
oA THICHTIUKOJIL 6000, MPUBOJUT K HAKOIUIEHHUIO ABK u
CyLIECTBEHHOMY nageHU0 ypoBHA MYK U LUTOKMHMHOB B HX KOPHAX
(puc. 17). IIpenobpadotka mpopoctkoB CK B Teuenwe 24 94 MOTHOCTHIO
MPENIOTBpAIIaeT BhI3BAHHBIE CTPECCOM CIBUTH B OanaHce (UTOTOPMOHOB,
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NOJJICpKUBAsE €ro Ha YpOBHE, OJM3KOM KOHTPOJBHBIM TPOPOCTKAM.
HNutepecHo, uro cama 1o cedbe oopadoTka CK oqHOBpEeMEHHO MHIYIIUpOBaia
Hakomienne ABK m MYK B pacreHusix, HO HE BBI3BIBAIA HHUKAKUX
W3MCHCHHUI B COJICpKaHUU IIUTOKMHWHOB, YTO, MO-BUIUMOMY, MOXKET OBITh
XapaKTepHbIM JJI1 MOJOJBIX pacTeHWil mieHuibl, nockoilbky CK He
OKa3bIBaeT BIIMAHMS HA YPOBEHb LIUTOKMHUHOB B JIUCThSIX MILIEHULBI B (paze
Kymenust (cMm. puc. 17). 3amutHbiii 3QPEeKT Ha TOPMOHAIBHYIO CHCTEMY

25

207 ==
151 ==

101 =

5,,

0 % % %
K CK rnar CK+M3r

ABK, He Ha pacmeHue
._{
|

300
25071
2001 T =
1501 ==
1001

50T ==

WYK, He Ha pacmeHue
|

K CK nar CK+Mar

600
5007
4001
3001 =
2001 —
1001 =

UK, He Ha pacmeHue

K CK nar CK+Mar

Puc. 17. Bausnue CK na yposenb ABK (a), UYK (0) u unToknHnHoOB (B) B
KOPHSIX 4-CYTOYHBIX IPOPOCTKOB IMIIeHHMIbI copTa bamkupckas 24 mnpu
AepuunuTe Baarv; 3-CyTO4YHBbIC NPOPOCTKH BBIICP/KUBAJIM B TedeHHe 244 B
0,05 MM CK, a 3aTtem nepenocusid Ha 3 4 Ha cMech 2 %-ii caxapo3bl u 18 %-ro
II2T. Kontpoaem cayxuan He oOpadorannbie CK un II9I' mpopocrtkwm,
HHKYOHpOBaHHbIe HA 2 %-ii caxapo3e
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Puc. 18. lunamuka ypoBusa ABK (a), UYK (0) u uMTOKHHUHOB (B) B KOPHSX
4-CyTOYHBIX NPOPOCTKOB mieHUUbl copra CapartoBckasi 29 npu aeduumrTe
BJaru (B % oT koHTpoJs). CeMeHa nepe] NOCEBOM 3aMAaYUBAJIM B TeyeHHe 3 4 B
AMCTUWIIIIMPOBAHHOH BojAe win B 0,05 MM caauuuiaoBoi Kucjaore U 4-CyrouHble
NMPOPOCTKH NMEPEHOCHIN HA cMech 2 %-ii caxapo3sl u 18 %-ro II3T'. Kontpoaem
cayxuiau He oOpadorannbie CK u II9I' npopocTkn, uHKyOupoBaHHbIe HA 2 Y-t
caxapose

KOpHEH MPOPOCTKOB MINECHUIIB B YCIOBUAX AeHUIIMTA BIATH MPOSBISETCS U
npu npeanoceBHo 00padoTke cemsin CK (puc. 18). Ognako nuins aHanu3
coliepkaHusi (PUTOTOPMOHOB B JTMHAMUKE ITO3BOJUI BBIIBUTH HEKOTOPHIE
O0COOCHHOCTH B TOPMOHAIFHOM OTBETE KOPHEH MPOPOCTKOB 00paOOTAHHBIX U
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He oOpaboTtannbix CK pacTeHuii, KOTOphI€, MpaB/ia, MOTYT OBITh CBSI3aHBI CO
CMEHOM UCIOJIb3yeEMOr0 B OmbITax copra MArkod mmeHunsl. CK
CYIIECTBEHHO CHUXaJla UHIYLUHUPOBAHHOE OCMOTHUKOM IAJICHUE COJAEpPKaHUS
IUTOKWHUHOB, a TAKXKE MOJHOCThIO CHHMMAana yMeHblieHue ypoBHA MVYK,
TOPMOHOB — aKTUBATOPOB METa00JIM3Ma PACTUTEIIBHBIX KIIETOK.

B 1o ke Bpems, CK He cHMMalia BbI3BAaHHOE CTPECCOM TPAH3UTHOE
HakorieHue ABK B kopHsix, 6osee Toro, 00paboTka 1ake yBEIMUMBAa €ro
YpPOBEHb U TOPMO3WJIa CKOPOCTh ero mnajeHus (cMm. puc. 18). Onpnaxo,
unaynupoBannoe CK  mopzaepkanue B CTPECCOBBIX — YCIOBUSX Ha
MPOTSIKEHUU BCETO OIbITa CYIIECTBEHHO 00Jie€ BHICOKOTO YPOBHS FOPMOHOB
aKTUBATOPHOTO THUIA JACHUCTBUS, MO-BUAMMOMY, UTPAET PEIIAIOIIYI0 POJIb B
HEOOXOIMMOM JJIsl TIOBBIIIIEHUSI YCTOMYMBOCTU PACTCHUI CIBUTE B OajlaHCe
NYK/ABK wu nutokunnael/ABK B cTOpoHYy, OJaronpusiTCTBYIOINIYIO
MIPOTEKAHUIO B HUX POCTOBBIX MPOLECCOB, YTO HAXOAHUT CBOE OTPAKECHHUE B
CHI)KCHUM  TOBpEXIAIoOmEero JeHcTBUA Jeduuura BIark Ha  poCT

MIPOPOCTKOB.
600
C—ABK
5001
2 NY K
KoHTpornb
= 4001
S Puc. 19. Bausnne CK na
% 300+ coaep:xanue ABK u UYK B
x KOPHSX 4-CyTOYHBIX
§ NMPOPOCTKOB NIIEeHUBI
x 2007 copra CapaTtoBckas 29;
3-cyTouHbIe MPOPOCTKH
100t HHKYOMPOBAJIM Ha PacTBoOpe
7/ CK, a 3aTeM nepeHOCH/IN Ha
0 /j . : 2y Ha pactBop 2 %-ro
2 % NaCl 0.05 MM 0.05 MM NaCl. Kourpou, — opuu ne
. —CK . KT oopadorannbix CK m NaCl
2 % NaCl IMPOPOCTKOB

BeposiTHO, OTBET TOPMOHAJIBHOW CUCTEMBI HA 00PaOOTKY CaTHLIMIOBON
KHUCJIOTOM M MOCHEAyIoNIee BO3ACHCTBHE CTPECCOBOTO (PaKkTopa B paCTEHUSIX
MIIEHUIIBl SBJISIETCS HECTeU(PUUECKUM, MOCKOJbKY OJIM3KUE pPE3yJIbTaThl
npu oreHke 3ammTHoro BiausHus CK nHa OGamanc MUYK u ABK Obuin
MOJYyYEHbI B OMNbITaxX C 3acojieHueM cpenasl [[llakuposa, bespykosa, 1997].
NaCl saBnsieTcst CHIIbHBIM CTPECCOBBIM (PaKTOPOM JIJISl TPOPOCTKOB IMIIEHUIIBI,
MOCKOJIBKY Jla’kK€ KpaTKOBpeMeHHoe (2 4) MX HWHKyOMpOBaHME Ha COJHU
HHAyLUpyeT S-kpatrHoe HakorieHne ABK u cHmxenue comepxanus MYK
(puc. 19). IIpuuem cieayer 3aMETUTh, YTO TAKOM OTBET HA 3aCOJIEHUE MOKHO
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paccMaTtpuBaTh JIMIIbL KaK MPOSIBJIGHHE YAaCTHOTO Ciydas CTPECCOBOIO
BO3JICUCTBUS HA PACTEHUS, O YEM CBUJETEILCTBYIOT HE TOJILKO MPUBEICHHBIC
B ATOM paboTe pe3yJbTaThl IO FPUOHOMY MATOTeHE3Y U NePUIUTY BJIaru, HO
M OTpOMHas Macca JIMTepaTypHbIX cBeieHui. [IpeaBaputenbHas B TeUCHUE
24 4 o6pabotka npopoctkoB CK Ha 50 % cHukasa crpecc-uHIyIIMPOBAHHOE
Hakorienue ABK u cymecrtBenHo yBenuumBana coaepxkanne MYK B ux
KopHsx (puc. 19).

OnTuMH3a TOPMOHAIBHOTO OajlaHCa B MPOPOCTKAX MIIECHUIBI B
YCIIOBUSIX 3aCOJICHHsI COCOOCTBYET W mpeamnoceBHas oOpadotka cemsn CK
(puc. 20). 3amaunBanue cemsiH B CK cHmxkaer cTeneHb HM3MEHEHUN B
COOTHOIIEHHH JTOW mapbl (PUTOrOPMOHOB, CBA3aHHOM HE TOJNBKO C
YMEHBIIIEHHEM CTpecC-UHAYIUpOoBaHHOTO HakomieHuss ABK B kopHsx
IPOPOCTKOB, HO M C MPAKTUYECKU IOJIHBIM MPEJOTBpAIICHUEM IIaJECHUS
ypoBHs NYK.

Wtak, kak MNpeArnoceBHOE 3aMadyMBaHHE CEMSH, TaKk U 0O0paboTka
npopoctkoB  CK mpemoTBpamaroT BbhI3BaHHOE neuITOM BIaru U
3acosmeHneM peskoe HakomuieHne ADBK wu magenme ypoBHa HUYK w
IUTOKUHUHOB B PACTEHUSX, YTO MOKET HA TOPMOHAIBHOM YPOBHE OTPAXKaTh
uHayupyemyto CK—yCTOMYMBOCTh MIIEHUIIBI K aOWOTHYECKUM (haKTopam
cpensl [[Ilakuposa, 1999].

[TapannensHas unHaykiua HakorieHuss ABK u MYK non BausHuem
CK, BepoATHO, SBISAETCS TUIHYHBIM TOPMOHAJIBHBIM OTBETOM PACTECHUM
NIIEHUIBI Ha 00pabOTKy 3THM PETYJISITOPOM POCTa, KOTOPBINA SIBISETCS
BITOJTHE OJIATOTPUATHBIM, CYJs MO €r0 CTUMYJupyomeMy dhdexty Ha pocT
MIPOPOCTKOB — YBEIIMYECHUE CHIPOM U CYXOM MAaccChl, pa3Mepa, MUTOTHYECKOU
AKTUBHOCTH MEPUCTEMATUYECKOW 30HBI KOPHEH, YTO B KOHEUYHOM CUETE
MIPUBOJIUT K CYIIIECTBEHHON MpUOaBKe ypoxkasi 3epHa.

Takum 00pa3oM, BaXXHbIM MHTEPMEAUATOM B 3aiUTHOM nerctBun CK
Moxker ObITh ABK, Hakoruenwe KOTOpoil HaOmOMaeTcs B pacTEHUAX
nmeHunbl non BiausHueM CK, Torga kak OJHOBPEMEHHOE IOBBILICHHE
ypoBHst UYK, BeposiTHO, BKIIIOUAETCS B POCTCTUMYIUPYIOMUNA d(PPEKT 3TOTO
peryJsaropa pocra.

[IpuBeneHHbIE B ATOM pazjelic MaTepualibl, HapsAy C JaHHBIMU,
HEJJaBHO TIOJIYYEHHBIMH JPYTUMH HCCIEIOBATEIAMH T[0 aKTUBALUU
uaayuupyemoil CK mpoTenHKHMHA3bl B THIIEPOCMOTUYECKUX YCIOBUSX, WIH
naaykuun CK  cunte3a BTI, wnu noseimiennu noxa BiausHuem CK
TOJICPAHTHOCTH K HMOHAM TSKEJBIX METaJUIOB, KOTOpbIe Mbl OOCYyXaalud B
rnaBe 3, yOeAWTENbHO TOKAa3bIBAIOT, YTO BbI3bIBa€Mas CaJTHIIHIOBOMN
KUCJIOTOM YCTOMYMBOCTh PACTEHUW HE OIPAHUYMBACTCS  YCIOBHUSIMHU
WHOUIIMPOBAHUSA, a TPOSABISETCS IO OTHOLIEHUIO K IUPOKOMY CIIEKTPY
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CTPECCOBBIX (PAaKTOPOB aOMOTHUYECKOW MPHUPOAbI. BeposTHO, 3TO CBsI3aHO ¢
TeM, 4yTo CK B onTUManbHON I CTUMYJISILAKA POCTA MPOPOCTKOB MIIIEHULIBI
KOHIICHTpAllMK, Hapsgy ¢ noBbllleHHeM YpoBHA WYK, wuHaynupyer
HakomeHne ABK m depe3 3TOT MeXaHU3M MOXKET MpenaJalnTHpPOBAThH
pacTeHHst K BO3MOXHBIM HEOJArONPUSITHBIM YCIOBUSM.

oK
30 ~ oK
a g1NaCl 35 - 6 EINaCl
mCK
25 - 30 mCK

£ [ICK NaCl ;:l:; FICK NaCl
8' 20 | S 25
X 20 A :
T 15 - = :
I
& T 15 :
g 101 < 101 -
< < .

5 -

O T T

1,5 5 7
Bpem4, 4
®
=
o)
Q
e Puc. 20. Bausinue npea-
e noceBHOl  00padoTKHM  ceMsiH
5 0,056MM CK Ha wu3MeHeHHE
) ypoBasa ABK (a), YK (0) mu
e kodppunnenta UYK/ABK ((B),
ﬁ NPOLEHT OT KOHTPOJsA) B 4-CyT.
< NPOPOCTKAX  NIIEHHIBLI  NpH
§ Y : Bo3jaeiictBum 2 %-ro NaCl.
AN ] ' 5 5 7 KounrpoJem CIIYIKHJIH He
’ Bpems:, oopaGorannnie CK wu NaCl
NPOPOCTKH

Takum o06pa3om, 3amUTHBIN 3QGdeKT cuHTeTndyeckux (O6ucon2 wu
Oaifran) u npupoanoro (CK) peryiasTopoB pocta Ha pacTeHMsI MILIEHULIbI IPU
BO3JICUCTBUM CTPECCOBBIX (DAKTOPOB pPa3HON NPUPOABI MPOSBISIETCS B
HOJIIEPYKaHUU UX TOPMOHAJIHOT'O CTaTyca Ha YPOBHE, OJIN3KOM K KOHTPOJIIO,
3a CUeT MPEeNOTBPALLECHUS IMOJ BIMSIHUEM OOpabOTKH ATHUMM Ipernaparamu
PE3KOro crpecc-mHAyuupoBaHHOro HakoruieHuss ADBK, a Taxke mnaneHus
ypoBHs MVYK u nurokuHuHoB. CrenoBarelibHO, JEWCTBUE  ATHUX
AHTUCTPECCOBBIX PErYJATOPOB POCTa II0 IOBBILIEHUIO YCTOWYMBOCTH
NIICHULBI K TPUOHOMY TMAaTOTe€HE3y, 3acOJICHUIO, AePUIUTY BIard W,
BEPOATHO, APYTUM MOBpEXKIAOIUM (pakTOopam cpelibl BKIIIOUAeT B ceOs UX
BJIMSIHHE HA YHAOTEHHYIO CUCTEMY PEryJISLHUU.
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naBa 5. AITTIIOTUHWH 3APOLbIWA MWEHNLBI
NYCTONMHNMBOCTb PACTEHAN
K HEBJIATOTMNPUATHBIM YCIIOBUNAM

[Ipexxae  4yeM  OPUCTYNUTh K  PAacCMOTPEHUIO  JIaHHBIX,
CBUJETENbCTBYIOMIMX 00 Yy4YyacTUU JIEKTHHA, HApAIy CO CTPECCOBBIMU
ABK-unaynupyeMbiMu O0efkamMu, B pa3BUTHUU 3aIIUTHBIX PEAKIMI pacTeHUuin
NIIEHUIBI K TMOBpeXAAromMM  (gakrtopam  cpeibl, HEoOX0IUMO
MEePBOHAYATILHO OCTAHOBUTHCS HA CTPYKTYpE ITOTO Oelika, ero OuoreHese, a
TaK)Ke MPOaHATM3UPOBATh JaHHBIE O npeanonaraeMbeix QyHkmusax A3Il u
JIpyruX (PUTOJEKTUHOB, B TOM YHCJIE O BO3MOXXHOCTH BOBJICUCHHS HX B
TOPMOH-UHIYLUPYEMYIO PETYJISIIIUI0 POCTOBBIX MPOIECCOB.

BnepBeie Oenoxk U3 TNIIEHUIBI, OO0JaAalOMIUi arrIIOTUHUPYIOLIEH
CIOCOOHOCTHIO, ObLT BhIJIETeH nouTH 40 JeT Ha3aa U3 3apoJbllield, TOITOMY
OH TOJYYMJI Ha3BaHWE arTJIOTHHUHA 3apojiblia nieHuIsl [Marchesi, 1972].
Crpyktypa u ¢dusuko-xumudeckue cporictBa A3Il moctatroyHo XOpoIIo
uzyuenbl [Lord, 1985]. On obmamaer, Kak yke€ YINOMHHAJIOCh B rjaBe |,
cnenuduIeckuM  cpoacTBOM K  N-anetwi-D-Imroko3aMHHY H €ro
onmuromepaM. MonekynsipHags wmacca A3Il B HaTMBHOM COCTOSIHUM
coctaBigeT 36 k/l, 1 ATOT GENOK, SABISIFOITUICS «KIACCHUECKUMY JIEKTUHOM,
COCTOMT M3 JIBYyX HEKOBAJIEHTHO CBSI3aHHBIX HJECHTUYHBIX CYOBEIUHHII,
KOTOpBIE JTUCCOUMMUPYIOT MOJ AeiicTBUeM SDS, 3KCTpeMallbHbIX 3HAYCHUM
pH (amxe 3.0 u Bbime 10.5) win BBICOKOW HOHHOM CWJIBI Cpeabl Ha
MOHOMEpHI ¢ MosekysipHoi Maccor 18 k/[. A3II xapakTepusyercst BRICOKAM
COJICp’)KaHMEeM TJIMIMHA U IMCTEWHA, 4YTO, BEPOSITHO, OOYCIOBIMBAET €ro
BBICOKYIO CTaOMJILHOCTD MPH IMIMPOKUX Jguara3oHax temreparyp u pH [Allen
et al., 1973; Nagata, Burger, 1974; Rice, Etzler, 1975; Wright, 1987].

Msirkas mieHuna sBiIsSeTcsl TeKCaruion oM, 00pa30BaHHBIM CIIHSTHUEM
3-X TUIIOUAHBIX TeHOMOB A, B 1 D, a MOCKOJIBKY JIEKTUH MIIEHULIBI COCTOUT
U3 2-X TOMOJIOTUYHBIX CYOBEAUHUIl, 3TH PACTCHUS MOTYT COJAEPKATh
6 U30JICKTUHOB, Xxapakrtepu3ytomuxcsa 93-95 %-ii  MIAEHTUYHOCTHIO 1O
HYKJICOTHIHOW W aMHUHOKHCIIOTHOW IOcCjeaoBarenbHOCTsIM [Peumans et al.,
1982; Peumans, 1984; Raikhel, Wilkins, 1987; Smith, Raikhel, 1989].
3naunrtenvHble konuyecTBa A3Il oOHapy»eHbl B 3apOJbIllie 3pEbIX CEeMSH
MIIEHUIIBI, MPU 3TOM OH JIOKAJIM30BaH B KJIETKaX IMOBEPXHOCTHBIX CJIOEB
3apOJIBIIIEBOTO KOpEIKa, TMEPBUYHBIX KOPEIIKOB, KojeonTuias [Mishkind
etal., 1980; 1982; Peumans, 1984; Raikhel, Pratt, 1987]. JlelictBuTenbHO,
MaccUpoBaHHbIM cuHTe3 W HakoruieHue A3Il Habmiomaercs B TEpHOT
sMOpuoreHesa B xojae HOPMUPOBAHMS CEMSH B Pa3BUBAIOIIEMCS 3apObIIIe
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[Peumans, 1984]. B »TOT € mNEpUOA OHTOr€HE3a MPOUCXOAUT
CYIIECTBEHHbIH CHHTE3 M HaKOIUJIEHWE JIEKTMHOB B JPYrUX 3j1aKax —
ATWIONCAX, SYMEHE, PXKH, pUCe, NMPUYEM CPaBHUTEIbLHOE H3Y4YEHUE ITUX
JIEKTUHOB TOKa3aJ0 MX BBICOKYIO CTEIEHb POJICTBA MO UMMYHOJIOTHYECKUM,
OMOXUMHUYECKUM CBOMCTBaM M caxapocrneuuduunoctu A3IIl, mosromy 3Tu
JIEKTUHBI, UMMYHOJIOTHYEeCKH Heoranyumblie ot A3Il, Obuin jgaxe
OOBEMHEHBI B OJHY TPYIIY, TaK HA3bIBAEMbIX «3JIAKOBBIX JIEKTHHOBY, a
A3Il Obul OTHECEH K WX TUNUYHOMY IMpeacTaBuTento [Peumans, 1984;
Chrispeels, Raikhel, 1991]. JleicTBUTENBHO, A3II-mogo6HbIE,
MMMYHOXUMHUYECKH CXOJHBbIE C HUM JICKTUHBI OOHapy»XeHbl Ooyiee 4eM B
90 BUmax  37aKOBBIX  PACTEHWMH, YTO  YKa3blBAET HA  BBICOKYIO
KOHCEPBAaTUBHOCTh TEHOB JICKTUHOB 3JIakoB B dBotonuu [Wright et al.,
1991].

OpmHako, HECMOTpPSI Ha TO, YTO XOPOIIO OXapakTepu3oBaHHBIN A3l
OBUT TIONTyYeH W3 3apOJBIIICH, OH MPHUCYI PACTCHHSIM IIIICHHUIIBI Ha BCEX
JTamax oOHToreHeza. EcTh cBemeHuss o cuHTe3e denovo A3Il B
MEpUCTEMaTHYECKUX TKaHAX KopHA [Stinissen et al., 1985; Cammue et al.,
1989] u ocHoBanmsax crebns [Mishkind et al.,, 1982; Raikhel etal., 1984]
MPOPOCTKOB TMIIEHUIIBI, MECTaX MPEUMYIIECTBEHHON JIOKAIM3aIllud JTOTO
Oellka B BETeTUPYIOIIMX PACTCHHSIX, XOTS OH OOHAPYKMBAETCS M B JPYTUX
opraHax TPOPOCTKOB ¥ B3POCIBIX PACTCHHWHA MIIEHUIBI, TMPH STOM €Tro
KOJIMYECTBCHHBI  yPOBEHh B  TPOIECCE BEreTalliil  MpeTepreBacT
cymectBeHHble (uykryanuu [Mishkind et al., 1980; 1982; Raikhel et al.,
1984; Cammue et al., 1988; 1989; Ilakupoa u ap., 1993]. IloapoOHbIit
aHaJIM3 paCIpeCIICHUs JEKTHHA B PA3IMYHBIX OpraHax M TKAaHIX B XOJE
OHTOTEHE3a PACTCHHH SIUMEHS BBISBUJ €r0 HAIMYUE B KOPHSX, JUCTHIX U
Pa3BUBAIOIINXCS KOJOCHAX, MPUYEM JICKTHHBI B KOPHSX M JIUCTBAX TaKXKe
HEOTJIMYMMBI OT JICKTHHA 3apOJIblllla, a CyMMapHOE COJIep)KaHue JISKTHHA B
KOpDHSIX UM JIUCTBSIX MOXKET TPEBBIIIATh €ro COJAEpPKaHHE B 3apObIIIe
[Cammue et al., 1985].

Ckpynyne3nsle  uccinefoBanuss 1o cuHresy A3Il B xoxe
dbopmMupoBaHUsl, CO3PEBaHMS U MPOPACTAHUS 3apOABIIICH BBISIBUIA HAIUYUE
myJia 3amacHbIX HeTpaHcaupyeMbix JIekTuHOBbIX MPHK [Peumans, Stinissen,
1983]. 3nakoBble nekTHHBI, B 4acTHOCTH A3Il, CHHTE3HpYIOTCS B KayecTBe
npobenkoB [Stinissen et al., 1982; Mansfield et al., 1988; Smith, Raikhel,
1989] u Tpebyrorcst obsi3aTeNbHBIC CTPYKTYpPHBIE MPEeoOpa3oBaHUsl MPU HX
CO3pPEBaHUU, T.€. OHM [MPETEPIEBAIOT CIOXKHBIM TMOCTTPAHCIAIIMOHHBIN
MPOLIECCUHT, OCHOBHBIE ATambl KOTOporo Obutk mpociexkenbl maius A3Il u
nektuHa saMmeHs [Mansfield et al., 1988; Wilkins etal.,, 1990; Bednarek
et al., 1990].
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Tak, mokazaHo, 4TO MPEAIIECTBEHHUK MPOOENKa KO-TPaHCISIUOHHO
U3MEHSCTCSl MyTeM yhajieHus rujapodhoOHOT0 CUTHAIBLHOTO TMENTHaAa MU
MOIUDUIIMPYETCS CBSI3BIBAHUEM C BBHICOKOTJIMKO3WIMPOBAHHBIM (MAaHHO3HBIM
III0KaH) kapookcunaTepmuHaabHbiM nponentuaom (KTIIII), cocTosimum u3
15 amuHokucnoT. B TakoM BHAE MOJUNENTUII C MOJIEKYJISIPHOW Maccou
23 xk/I mpoxoaut uepe3 KoOMIUIEKC ['OJbIKM TMepel akKymyJsaiued B
Bakyossix. Mwmenno KTIIII oTBewaeT 3a KOpPpPEKTHOE pacupeieeHue
MPEIIICCTBEHHUKA B KJIETOYHYI0 BaKyoOllb, TOrJa KakK TIJIFOKAH MOXKET
OKa3bIBATh BIIMSIHUE JIMILIb HA CKOPOCTh MOCTTPAHCISALMOHHOTO POLIECCUHTA.
IIo xomy TpaHcnopra NPEAIIECTBEHHHKAa WM MO JOCTMXKEHUM BaKyOIIH
rnukosunupoBanuelii KTIIIT ygansercs ¢ oOpazoBaHueM 3penoro menTuja ¢
MOJNEeKyIsspHOM Mmaccon 18 k/[, XxapakTepHOM Id OOHOM M3 JBYX
UJEHTUYHBIX CyObenuuull JiektuHa ¢ M.M. 36 k/I. Mcnions3oBaHue aHTuTedN,
nosyueHHbIX i mpobenka A3Il, koTopble HE MNPEUUIUTUPYIOT 3PEblii
JIEKTUH, a TaKXKE IMyJbC-METKHU MOKAa3aJ0, YTO MO MEPE YMEHBIICHUS MOCIE
cUHTEe3a ypoBHs npodenka 23 k/[ mocreneHHo Bo3pacTaetr cojepxkanue 18 k]l
3penoit cyobenununbl JektuHa [Mansfield etal., 1988; Bednarek et al.,
1990].

Takum oOpa3zom, HajguumMe myJia 3amacHbIX JIeKTHHOBBIX MPHK wu
npoOenkoB A3l MOXET CBHIETEIbCTBOBATH O XU3HEHHONW HEOOXOJIMMOCTH
3JIaKOBBIX JIGKTUHOB, B yacTHOCTH A3II, /uist pacTeHU Ha MPOTSKEHUU BCETO
OHTOTE€HE3a M  BEPOSTHOCTA  BBINOJHEHUS HMHU  HEKHUX  BaXHBIX
dbusnonornyeckux ¢GyHkui. HyHO OTMETUTH, UTO B JIUTEpAType aKTUBHO
JTUCKYTUPYIOTCS Jniib ux npeanosaraembie ¢yukiuu [Chrispeels, Raikhel,
1991; Peumans, van Damme, 1995; Rudiger, 1997].

(I)yHKIII/II/I JICKTHHA INNIIICHUIbI

B cBs3u ¢ TeM, YTO MHTEHCUBHBIA CHHTE3 M AKKyMYJISIUS JICKTHHA
MIICHUIBI TPUYypoUYeHbl K (a3e (GopMupoBaHHS W CO3PEBAaHUS CEMSH B
nepuosi o0pa3oBaHUS W HAKOIUICHHs 3amacHBIX OETKOB, a Te€HhI MHOTHX
3anacHbIX OenkoB, Takxke kak U A3ll, oTHocsaTcA K rab reHam, MHAYKIUS
AKCIIPECCUU KOTOpbIX Haxoautcs moj koHTpoideM ABK [Mansfield, Raikhel,
1990; Skriver, Mundy, 1990], 6pUI0 caenaHO TPEATNOJIIOKEHUE, UYTO ATOT
O€JIOK XapaKTepeH JJIsl CEMSIH MPU UX CO3PEBAHUU U MOKOE U CIOCOOCTBYET
nojjaepkanuto nociegaHero [Triplett, Quatrano, 1982; Quatrano et al., 1983;
Peumans, Stinissen, 1983]. XoTsi roBopuTh 00 OJHOBPEMEHHOM CHHTE3EC
JISKTMHOB W 3alacHbIX OEJIKOB, BEpOsATHO, HEe KoppekTHO [Rudiger, 1997]. B
TO e Bpems, nonasisgwomiee koiaudectBo A3l  akkymynupyerca B
3apoJpIllIe, & HE B AHAOCIEPME — MECTE MPEUMYILIECTBEHHOMN JIOKAIN3alUH
3amacHbpIX OenkoB. KpoMe TOro, mokazaHo, YTO 3HAYUTEIBHBIM CHHTE3
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JIEKTUHA de novo NMPOUCXOJUT B OCHOBAHHMH CTEOJISI M KOPEIIKaX MIICHUIIBI
[Raikhel et al., 1984; 1986; Cammue et al., 1989], KOpHSIX U TUCTBSIX STUYMEHS
[Cammue etal.,, 1985]. DTo npuUBOAUT K CYIIECTBEHHOMY TPAaH3UTHOMY
HAaKOIJICHUIO JICKTMHA B XOAC WHAMBUAYAJILHOTO pa3BHUTHS PACTCHUH,
KOJIMYECTBO KOTOPOrO B BETETUPYIOIIUX TKAHSIX MOXET OBITh BIIOJIHE
COM3MEPUMBIM TAKOBOMY B 3apO/IbIIIaX, U JIaXke MIPEBOCXOAUThH €TO.

OnHakoO WHTEPECHO OTMETUTh, YTO JIEKTUH, XapaKTepHBIM IS
BEreTUPYIOIINUX TKAHEH COU, MOKET THAPO(POOHO B3aUMOICHCTBOBATD Nl ViVO
C 3amacHbIMHM OellkamMH, 00ECIIeUNBAIOIIMMU BPEMEHHOE 3alacaHue a3oTa U
OpOAyKTOB (OTOCHHTE3a B TKaHAX pacTeHUH M, TakuM o0OpaszoM,
CI0cOOCTBOBATh YIAKOBKE M aKKyMYJISIIUU 3TUX OCJNKOB B BaKyOIISIX KJIETOK
Me30huia JIMCTREB W HWIpaTh BAXKHYIO pPOJb B IMEPEHOCE M 3alacaHuu
dboToaccumuiiaToB [Spilatro et al., 1996].

K uucny Bo3MoxHBIX ¢usnonornyeckux ¢ynkmuii A3Il moxHoO,
OTHECTH ydYacTHE €ro B TPAHCIOPTE, HAKOIUICHUH W WMMOOWIA3AIUU
yrieBonoB [Kopones, 1984; Peumans, 1984]. Tak, cnemuduunbii k A3II
N-anetun-D-raroko3aMuH SBISETCS OJHUM W3 IAPOKO PACIPOCTPAHEHHBIX
caxapoB, 3a/JICICTBOBAaHHBIX B KOHIIEBBIX MOJIU(MDHUKAIUAX MOIUICITHIOB HE
TOJIBKO B XOJ€ MOCTTPaHCIAIMOHHOTO mpolieccunra [Schetz, Anderson,
1995], HO wu 3penblx OEIKOB, WrpalOIUX BaXHYIO pOJib, HAMPUMEP
TPaHCIIOPTHYIO, B KJIETKaX (B YaCTHOCTH, WX HAJUYHE C HCIIOJIH30BAaHUEM
A3Il BbISIBIEHO B AJIEpPHBIX MeMOpaHax pacTeHUN BOJU3HM SACPHBIX IIOP
[Heese-Peck et al., 1995; Heese-Peck, Raikhel, 1998]).

NwmeroTcsa nannsie, neMmoHcTpupytomue Bopieuenue A3l B aktuBanuu
psiga (GepMEeHTOB, yY4acTBYIOIMX B OOMEHHBIX Tpolieccax kieTok [Ferens-
Sieczkowska etal., 1989], B ycuieHWM TPOAYKIHH AaKTUBHBIX (HOPM
kuciopoaa [Oda et al., 1998], cBsi3pIBaHUU C IEPOKCU]IA301 U TPAHCTIOPTE €€
no TkaHsM pacteHuit [Gordon et al., 1998], rnuko3unupoBanuu HEepMEHTOB
[Clark et al., 1999], npuueM Bce 3T peaklK MOAABISIOTCS CreU(UIESCKUM
JUTst Hero iurangoM — Tem cambiM GIcNAC.

BaxHbIM CBOMCTBOM MHOTMX PACTUTEIbHBIX JICKTUHOB SIBIIIETCS HMX
CIIOCOOHOCTh K MUTOT€HHOMY W/WIIA TpaHCPOpPMAIMOHHOMY JCHCTBUIO Ha
KJIETKH, B TOM YMCJIE M B DHIOTEHHBIX cucTtemax [MapkoB, XaBkuH, 1983;
Jlaxtun, 1986]. [lelicTBUTEIHLHO, OCHOBHBIM MECTOM JIOKAJIU3aIlUK JIEKTHHOB
B BETCTHPYIONUX PACTCHUSIX, HampuMmep OOOOBBIX W 3J1aKOB, SIBIISIOTCS
aKTUBHO pAaCTylIMe€ MEPUCTEMATHYECKUE TKAHW, YTO Jl1aeéT OCHOBAaHUE
MpenoJiarath BBIMOJHEHHUE JIGKTUHAMHM HEKOW POJIM B Tpolieccax JeJeHUs
kietok [Peumans, Stinissen, 1983; Mapkos, XaBkuH, 1983]. Bmecte ¢ Tem
CJIeAyeT OTMETHUTh, YTO UMEIOTCS JIUIIb OTPBIBOYHBIE CBEICHUS, KACAIOIIUECS
BOBJICUCHHS JICKTUHOB BMeCT€ C (UTOTOPMOHAMH B PETYJSAIMIO pPOCTa
pactenuii. Tak, ydacThe B peryisiiud HHAYLHPYEMOIO ayKCMHAMH pOCTa
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pacTeHUi MOKa3aHO AJiA pa3HbIX (PUTOJEKTHHOB, B TOM uuciie u s A3l
[Umekawa et al., 1990]. Kpome Toro, BbIsiBIIeHa Y€TKasi 3aBUCUMOCTh MEX]TY
KOHKaHaBaMHOM A u  HWVYK-uHayuupyeMblIM pOCTOM THIIOKOTWIEH H
AMUKOTUIICH JIBYIOIBHBIX [Samajova et al., 1998].

Opnnako 0cob60ro BHUMAaHHS B CBSI3U C 9TOM MPOOIEMOM 3aCITyKUBAIOT
JAHHBIE O TPOYHOM  CBS3BIBAHUM  KOHKAHABAIMHOM A TOPMOHOB
aykcuHoBoro psga [Edelman etal.,, 1978], a nextuna mumckoit aconu
[Roberts, Goldstein, 1983] u 3emnsiHoro ropoxa [Zaluzec et al., 1991] — ¢
rOPMOHaMU LUTOKMHMHOBOW mnpuponbl. [Ipuuem oOpa3zoBaHue KOMIUIEKCA
9THX JIEKTUHOB C IUTOKHHMHAMU  OCYIIECTBISETCS  MOCPEIACTBOM
ruapopoOHOro LEHTpa CBSI3bIBAHMUS, HE 3aTparuBarolInX
yriieBoicBsi3bIBatomux goMeHoB [Rudiger, 1997]. Ilo-Bunumomy, MMEHHO
3TH  paboThl TOCIYXWJIA OCHOBOW JUIsl  JajdbHEHIIEro JEeTalbHOTO
UCCJIEIOBAHUSI ~ AMHHOKHUCJIOTHBIX  TOCJIENOBATEIBHOCTEH  pa3IUYHBIX
JIEKTUHOB O00O0BBIX, X MPOCTPAHCTBEHHON OpraHu3alliyd U UICHTU(PUKAIUU
caiiToB rupooOHOTO CBA3BIBAHUS C TOPMOHAMH aJICHUHOBON MPUPOABI U
BBISIBJICHHSI KOHCTAHT MX CBs3bIBaHMS [Puri, Surotia, 1994; Loris et al., 1998;
Hamelryck et al., 1999; Bouckaert et al., 1999].

HHTEepecHO B CBS3U C 3TUM OTMETHTH ITUKIJI PabOT MO BBISBICHUIO U
aHaMM3y (YHKIIMOHUPOBAHUS PACTUTEIHHBIX WHAKTUBUPYIOIIMX PHUOOCOMBI
oenkoB  (ribosome-inactivating proteins), 00JagaOMMX JEKTUHOBBIM
JIOMEHOM THWIIa PHUIMHA, XapaKTePU3YIOIIKUMCS CpPOJCTBOM K TajakTo3e,
KOTOpbIE, CINEeUU(PUUECKH CBS3bIBAICh C KOHCEPBATUBHBIM aJICHUHOBBIM
octatkoM 28SpPHK 60S pubocomanbHOl cyOBeAUHUIIBI B TTOJIOKEeHUH 4324,
HH3UMATUYECKH YIAISIOT €r0 M BBI3BIBAIOT WHTHOMPOBAHUE AIIOHTAIUU
tpancisuuu [Lord et al., 1991; Watanabe et al., 1992; Citores et al., 1996;
Holmberg, Nygard, 1996; Peumans et al., 1998]. B Bricokoii adgduHHOCTH
B3aMMOJICUCTBHUS C AJCHUHOM, a TaK)Ke IUTOKWHUHAMH, MPOU3BOIHBIMU
aJICHIHA, BAXKHYIO POJIb UTPAET YETBEPTHYHAS CTPYKTypa 00OOBBIX JICKTHHOB
[Loris et al., 1998; Bouckaert et al., 1999].

OYHKIIMOHUPOBAHUE CANTOB THUIPOPOOHOIrO CBS3BIBAHUS JIEKTUHOB
0000BBIX, KOTOpBhIE 00ECIEUMBAIOT MX B3aMMOJIEUCTBHUE C IIMTOKMHUHAMHU,
MOKa HE M3BECTHO, OJHAKO Oylarojaps UM 3TU JIEKTUHBI, BEPOSITHO, MOTYT
OBITH 3a/IeCTBOBAHBI B 3aMlaCaHUU ITUTOKUHUHOBBIX TOPMOHOB U PETYIISAIIUU
pocta pactenuii [Hamelryck etal., 1999] u, moxHO mnpenmnoaarars,
OKa3bIBaTh BIIMSIHUE HA TOPMOHAJIBHBIM CTAaryCc pacreHuid B nenoM. Kak
W3BECTHO, JIEKTUHBI OOOOBBIX 00JIe€ CIOKHO CTPYKTYPHO OPTaHH30BaHBI B
cpaBHeHuu ¢ A3II, oaHAKO 3TO HE UCKIIIOYAET BEPOSITHOCTH CYIIECTBOBAHUS
U y JICeKTUHA MIIEHUIIbI, KaK ¥ APYTUX PACTEHUH, CAMOCTOSITEIILHOTO CaiTa,
OTBETCTBEHHOTO 3a Truapo@oOHOE B3aUMOJEWCTBHE C  MOJIEKyJaMu
HEYTJIEBOAHOW MPHUPOJIBI, HApUMep (HUTOTOPMOHAMHU, M BCIIECICTBHE ITOTO
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BO3MOKHOCTH aKTHUBHO BKIIIOYATHBCA B CUCTEMY CUTHAJILHOM TPaHCAYKINH B
paCTCHUAX IMIICHUIIBI.

B monb3y 3TOro mnpeamnosoXeHus CBHUAETEILCTBYIOT JaHHBIE O
2—4-kpatHoM mnoBbIlIeHUU cojaepkanusi A3Il B cemeHax NIIEHULBI B XOJ€
IpopacTaHusi U KOPHSIX MPOPOCTKOB MOJ BIHUSHHUEM HE TOJBKO M3BECTHOTO
WHIYKTOpa cUHTe3a U HakorwieHus »toro O0enka ABK [Mansfield, Raikhel,
1990], HO W TOPMOHOB-CTUMYJATOPOB pocta pacrtenuid [Illakuposa,
bespykoBa, 1998; bespykosa, lllakuposa, 1999; IllakupoBa n np., 2000;
Shakirova et al., 2001]. JIump mampHEHIIME HUCCISTOBAHUSI O B3aUMOCBS3U
A3II ¥ SHIOTrEeHHBIX PETYISATOPOB POCTA B KOHTPOJIE JCJICHUS U PACTKEHUS
KJIETOK TMO3BOJIAT MNposicHUTh ywacTue A3Il B curHanbHON peryisuuu
POCTOBBIX MPOIECCOB B PACTCHUSIX MIICHUIBI.

Opnako Hauboynee TMPUBIEKATETLHON  (QYHKIMEH, KOTOPYHO B
pacTeHUSIX MOXeET BIMOIHATH A3II, koHeuHO, Oiarogaps Crienu(PUIHOCTH K
MOHOMEpPY H OJIITOMEpPaM XWTHHA, SIBJSETCS 3allUTHAs OT XWUTHH-
CoJIep KaIuX TATOTEHOB, KOTOpas IMOAKPEIUICHA IMOJTYYEHHBIMH B OIBITAX
invitro npaaHbiME O cBs3piBaHMHM  A3Il ¢ pasznuueBIME TpuUOaMH U
uHTHOMpoBaHUU WX pocTa [Mirelman et al., 1975; Barkai-Golan et al., 1978;
Ebrahim-Nesbat etal., 1982; Barraqueta-Egea, Schauz, 1983; Jlaxtus,
Sxosnera, 1987; Ciopraga et al., 1999].

Bmecte ¢ Tem He mis Bcex aBTOpoB 3amuTHas poib A3l aBisercs
oeccrioproit. Hanpumep, cBs3piBanne A3I1 gaxke B OONBIIMX KOHIIEHTPAIIUIX
c tudamu F. poae He unrnobupyet ux poct [Poschenrieder, Huber, 1982].
Bbonbmie Toro, A3II cmocoOeH gake aKTUBHPOBATH IpOpacTaHUEe CIOp rpuda
Aspergillus flavus Link. [Barraqueta-Egea, Schauz, 1983]. Taxxe u3BecTHO,
910 TH(B TPUOOB, KPOME AaKTUBHO PACTYIIETO areKkca, KPaHUpPOBAHBI
rimokaHamu [Peberdy, 1989], koTopble nenat0T HEBO3MOXHBIM CBSI3bIBAHUE
A3II ¢ rpuOHbIMU KJIeTKaMU. K KOHTpapryMeHTaM OTHOCHTENbHO 3aIlllUTHOU
¢bynkuun A3II, npuBenenusM B padbote Peumans u Stinissen [1983], MoxkHO
OTHECTH CJIa0yI0 YCTOMYMBOCTH COBPEMEHHBIX COPTOB IMIICHUITHI K TPHUOHBIM
raToreHaM B CpPaBHEHHHM C €€ JUKUMHU TpeIKaMH, HECMOTpsl Ha OoJibliiee
coaepkanue B HuXx A3Il, a Takke He3HauuTenbHOE KosmuecTBO A3Il B
JUCThSIX, XOTS IMIIEHUIIA, TaK K€, KaK M BCE 3JIAKH, IMOJBEPIKEHA >KECTKOMN
aTake TpUOHBIX MATOT€HOB, MOPAXAIOIINX JUCTOBBIE MoBepxHOCTH. [IpaBna,
Briociencteuu [Cammue et al., 1985] Obl BBISIBICH CYIIECTBEHHBIA YPOBEHB
JEKTHUHA B JIHUCTBhSIX SYMEHS B3POCJIBIX PACTCHUN, TakuM 00pazoM,
UCIIOJb30BaHUE  OoJiee  YyBCTBUTEIBHBIX  COBPEMEHHBIX  METOOB
KojaudecTBeHHOro aHamm3a A3Il MoxeT MO3BOIMTH MPOBECTH Ooiee
aJICKBaTHYIO OIIGHKY COJEP)KaHMsI JTOro Oelka B pa3IUYHBIX OpraHax
MIIEHUIIBI Ha MIPOTSIKEHUU BCETO OHTOTCHE3A.
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[IpuBeneHHBIE BBILIE TaHHBIE CBUAETENBCTBYIOT O MPOTUBOPEYUBOCTH
MMEIOIMXCS 3HAHUM 10 3K30I€HHOMY BIIMSIHUIO JIEKTMHA Ha POCT T'PUOHBIX
MUKpPOOPTraHU3MOB U IMPAKTUYECKOM OTCYTCTBHMU padOT, YKa3bIBAIOLIMX Ha
BoBieueHre A3Il B peakuuu yCTOWYMBOCTH MILEHULBI K OOJIE3HSAM in Vivo.
XoTst BbICOKass apPUHHOCT K YIVIEBOAHBIM KOMIIOHEHTaM KJIETOYHOM
CTEHKM XUTUHCOJEp)KallMX TIpuOOB, a TakkKEe HACEKOMBIX, KOTOpBIE
IIPAKTUYECKU TIOJHOCTBIO OTCYTCTBYIOT B PacTeHHUAX INueHuusl [Peumans,
Van Damme, 1995], cnocoOHOCTP B 3HAYMTCIBHBIX KOJHYECTBAX
BBIIETISITBCSL B KOPHEBOM  YEXJIMK/OKPYXKAIOUIYIO  CpeLy  OCTalTCs
apryMeHTamMu B 1oib3y BoBieueHuss A3Il B ¢GopmupoBaHHMe 3alIUTHBIX
peaknuii pacTeHUH MIICHUIIBI K (PUTOMIATOTCHAM.

Ananmu3 ypoBHA A3Il B HMHQUUUPOBAHHBIX pPACTEHUSX, a TaKKe
JUHAMUKHU €r0 KOJMYECTBEHHBIX M3MEHEHUH B XOJ€ MAaTOreHe3a IT03BOJIUT
npuOIM3UTECS K OTBETY Ha BONPOC 00 ydacTUH 3TOro Oeilka B 3allUTe
NIIEHULBI OT (PUTONATOTEHOB.

YuacTue JIeKTHHA B NMPOSIBJIEHUM YCTOWYMBOCTH MIIEHUIbI K TPUOHBIM
naToreHam

OgaM W3  TPU3HAKOB  BOBJICUCHUS  OCIKOB B PEAKIIUIO
YCTONYMBOCTH/BOCIPUUMYUBOCTA  PACTEHUS SIBJIACTCS  KOJMYECTBEHHOE
W3MEHEHHE WX YPOBHA WM akTuBHOCTH [Banmpeprutank, 1981]. Tax,
HalpuMep, BBISBJICHA CBSI3b MEXIY T'e€MarrlOTUHUPYIOMEH aKTUBHOCTBIO
BOJOPACTBOPUMBIX JIGKTUHOB B JIUCThSIX MW  KIYyOHAX  KapTodens,
obnamaronux, kak U A3Il, cneuuduunocteio k N-ametui-D-ritoko3aMuny,
U YCTOMYMBOCTBIO KapTtodemss k durodroposy [['pomoBa u np., 1990;
Jro6umona, 1991]. IlokazaHo, 4yTO ceMeHa COPTOB COW, YCTOWYUBBHIX K
Phytophthora megasperma var. sojae, XapaKTepU3yIOTCS BIBOE OOIBIINM
coJiep>KaHHeM JIEKTHHA B CPAaBHEHUU C TAKOBBIM y BOCTIpUUMUUBHIX [Gibson
et al., 1982].

K ©OenkaM, QyHKUMOHANBHO OJU3KUM K JIGKTHHAM, OTHOCST
pacTuTeNbHbIC UHTHUOUTOPBI IPOTEOIUTUYECKON aKTUBHOCTHU
MHUKpPOOPraHU3MOB M HaceKoMbIX. KpoMe npoBeaeHus mpsamMoil nmapasienu 1mno
uX OJIM3KUM (PU3HNOJIOTUYECKUM, U B TIEPBYIO OYEPE/Ib, 3AIIUTHBIM (DYHKIIHSIM
[Hwang etal., 1978], ObUIO BBIABICHO HaJUYUE Y HMHTUOUTOPOB
TPUIICUHOBOM AKTUBHOCTU  MIIEHULBI, a  Takke  Kaptodens,
JIEKTUHOTIOTOOHBIX CBOMCTB [MenenTtheB 1 nip., 1986, Isla et al., 1991]. ITpu
TOM, MEXKIy aKTUBHOCTHIO HWHTHOWTOpAa TPUIICMHA B CEMEHaX U
YCTOMYMBOCTHIO TIICHUIBI K TOPAKEHUIO TBEPIION TOJIOBHEH OOHapyKeHa
MOJI0XKUTEIbHAs KOppelaTUBHas CBA3b [fAmanees u ap., 1980].
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Onnako ouenka ucxogHoro kosmuectBa A3Il B ceMeHax pa3HBIX
oOpasnoB mmenutbl: 1. urartu, T.dicoccum, T. spelta, T. boeoticum,
T. monococcum, T. timopheevii, T. aestivum — He BbIABUJIA KaKOU-I1OO
JIOCTOBEPHOM KOPPEJISIIIUN MEXK]Ty COACPKaHUEM JIEKTHUHA B CYyXUX CEMEHaX U
YCTOMYMBOCTHIO PACTEHUI MIIEHUIbI (B TOJEBBIX YCIOBUSX) K KOPHEBBIM
rHwIsM U centopuosy [lllakupoBa u nap., 1992]. C Tem, 4TOOBI MOHSTH,
BOBJICKAE€TCA JM JIEKTMH B pPa3BUTHE OTBETHBIX pEakUUid MIICHUIbI Ha
3apaxxeHUue BO30YIUTENSIMU TPUOHBIX OOJIE3HEH, BaXKHO HKCCIEIOBATh
u3mMeHeHue conaepxanus A3Il B pacTeHUsX MIIEHULBI HA Pa3HbIX CTaAUSAX
OHTOT€HE3a B X0/1¢ HHOUIIMPOBAHUS.

Kopnesasa enuns. Kak usBectHO, HanbOosiee YyBCTBUTEIbHBI K MOPAKEHUIO
H. sativum=B. sorociniana, BbI3bIBAIOLIEMY KOPHEBYK) THWIb, MOJIOJbIE
npopoctku mmeHunsl  [Jlanroned, Yynkwmaa, 1985]. JlelcTBUTEIBHO,
WHOKYJIMPDOBAHUE JIBYXHEJAENbHBIX IPOPOCTKOB CYCIEH3UEH KOHHUIUM
MPUBOJUIIO YK€ Yepe3 HEACNI0 K 3aMETHOMY IMPOSIBICHUIO OOJE3HH, O
KOTOPOUM CyJUIM MO MHTEHCHUBHOCTU TEMHO-OYPBIX MOJOCOK Ha OCHOBAaHUU
cTeOust npopocTKOB 1. turgidum, u OAJLT TOPAXKEHUS JOCTUTAJl ABYX €IUHHUIIL
u Oonee [I[akupoBa u ap., 1990]. 3apakeHue BbI3BIBATIO 3HAYUTEIHHOE
Bo3pactanue ypoBHsi A3Il B ocHOBaHuUsAX cTeOdst (CErMEHT OT IIMTKA J0
OCHOBAHMSI JIUCTHEB), IPUUEM YPOBEHb O€JKa BO3pacTall 110 MEpEe Pa3BUTHS
OOJIe3HU U YBEJIMYCHUS CTETNEHU IMOPAXKEHUsI MaTOre€HOM, 4TO, BEPOSITHO,
yKa3biBaeT Ha Moounm3anuio A3Il B 3a1uTy pacTeHHil NIIEHUIIB K JAHHOMY
naroreny (puc. 21) [Lllakuposa u ap., 1990; lllakupona, 1999].
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Puc. 21. Bansnme xopHeBodi THujim Ha coaepxkanue A3Il B 3-HegeiabHBIX
pacrenusix 7r. turgidum B 3aBUCMMOCTH OT 0aJ1J1a MOPaKEHUs
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OcHoBaHuEM ISl TaKOro MPEJCTaBICHUS MOTYT CIYXXKUTb TaKXe
JTAaHHBIE OMbBITOB O CIOCOOHOCTM JIEKTWHA MILEHULBI i1 Vifro CBS3bIBATh
MH(DEKIMOHHbIE CTPYKTYpPbl H. sativum, HapyliaTh IPOHULIAEMOCTh MeMOpaH
KJIETOK I'prba ¥ NpUBOJUTH K UX AecTpykuuu [JlaxTun, Sxosnesa, 1987].

KopHeBast rHuiIb BbI3bIBAET U Bo3pactanue ypoBHa ABK B mucThsx Tex
xe pacrenuil [LllakupoBa u ap., 1990]. CpaBHUTENBHBIN aHAIN3 TUHAMUKH
conepkannss ABK m A3Il B mpopocTkax mNIIEHUIBI OPU  3apaKECHHUU
duTonatoreHHbIM TpudbOM S. nodorum TakXke BBISIBUI CYLIECTBEHHBIC
WU3MEHEHUS B YPOBHE ITUX coeAMHEeHUH [ XapyiuuH u ap., 1992].

Cenmopuo3. Inokynsiuus 7-THEBHBIX pAaCTEHUI MIIEHULIBI CYCIIEH3UEN CIIOp
S. nodorum nepBOHaYaIbHO BBI3BIBAET PE3KOE TpaH3UTHOE HakoruieHne ABK
B TPOPOCTKaX, W K KoHIy omnbiTa ypoBeHb ABK B wuHUIHpOBaHHBIX
pacTeHUsIX COOTBETCTBYET KOHTPOJIBHOMY 3HaueHHIO (puc. 22). 3apakeHue
WHIyUUpYyeT MNoBbllieHHE conaepxaHus A3Il B mpopocTkax Jumib CITyCTS
6 CyTOK, a K MOMEHTY BHU3yaJbHOrO MpOSBICHUS OO0Ne3HU, 9-M CyTKawm,
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Puc. 22. Buusinue centopmo3a Ha auHamMuky coaep:kanusi A3Il m ABK
B IPOpPOCTKax mumeHunbsl copra CaparoBckasi 29. 3apaxkaan cycneHsmeil crop
S. nodorum B xoHuenTpauuu 10 MJIH. ciop/MJ 7-THeBHbIE TPOPOCTKHU

YpOBEHb 3TOro Oenka BO3pacTaeT MOYTH B 3 pasa. OTU pe3yibTaThl
JEMOHCTPUPYIOT MPUHLUUNHAIBHOE pa3iMuhie B CKOPOCTH BBI3BAHHOTO
naroreHe3oM HakoruieHus B pacteHusx ABK u A3II. Ilepeuunoe obpatumoe
noBeilieHue conepxkanusi ABK, mno-BumuMomy, sBIseTCA TOKa3zaTejaeM
MOBPEXKIAIONIECTO JIEUCTBUA TpubHOro 3apaxkeHus [Bousget etal., 1991;
Xaipysuiud U ap., 1993], Torma kak HaKOIUIEHHUE JICKTUHA ITPOUCXOIUT
MOCTETNIEHHO, TI0 Mepe pa3BUTUSA OOJE3HM, YTO MOXKET YKa3blBaTh Ha
HEMOCPEJICTBEHHOE YydYacTHe JTOoro Oenka B (OPMHPOBAHUM 3aUTUTHBIX
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peakuuii pacreHuii nmeHunsl K ¢uronaroreny. Ilockonbky ABK
UHIyuupyeT okcnpeccuto reHa A3, MOXHO NpeamnosiokKuTh, YTO
MPEAIIECTBYIONIEE HAKOIUIEHUIO JIEKTMHA yBennueHue ypoBHA ABK moxer
CJIy’KUTb CUTHAJIOM JUJIsl YCUJICHHUSI €T0 CUHTE3a.

Haubomee BpemOHOCHBIM  SIBISETCS  MOPAKEHHE  CENTOPHUO30M
KOJIOCHEB U 3€pEH, BEAYIllee K MOTEPE ypoxKas HE TOJIbKO B T'OJl IOCEBA, HO U
Ha CIEIYIOIUA TOJ, TaK KaK Yy 3apaKCHHbIX CEMSH CHUXAETCA DHEPrus
npopactaHusi U nosieas Bcxoxecth [JlepeBsnkuH, 1971; Bronniman, 1982;
Bacemnkas, Yurupes, 1986; Verret et al., 1987]. B cBs3u ¢ 3TuM, HHTEPECHO
MpoaHaIN3UpOBaTh JUHAMUKY cojaepxkanuss ABK wu nexktuHa B xoje
dbopMupoBaHUSI U  CO3pEBaHUSA CEMSIH MIICHUIbI, WHPUIUPOBAHHOM
S. nodorum. be3ycnoBHO, 3TU Pe3yJbTaThl JOJDKHBI OTINYATHCS OT JAHHBIX,
MTOJIYYEHHBIX HA BETETUPYIOLINUX ITPOPOCTKAX.

Hapsiny ¢ npyrumu  (uUTOrOpMOHaMHM CYHIECTBEHHYIO pOJIb B
(OpMHpOBaHUH PENPOAYKTHUBHBIX opraHoB urpaer ABK, m He TOnpko B
CBS3M C WHAYKIIMEH CHHTE3a 3amacHbIX OEJIKOB, BaXXHOE 3HAUYCHUE €€
CBS3BIBAIOT C pEryjsiiueid 00e3BOKMBAHMS CEMSH MPU UX CO3PEBAHUU, KaK
yxke obOcyxknainocb B ri.4. Kpome TOro, HalmoMHUM, 4YTO B IIpoLEecce
dbopmMupoBaHUsT CEMSH MPOUCXOAUT MaccupoBaHHbI cuHTe3 A3JII,
KOJIMYECTBO KOTOPOTO JOCTHTaeT MaKCUMMyMa B 3pelibIX 3€pHOBKaxX
nmeHunbl. [losTtomy B mepuon (GopMHUpOBaHUS U CO3PEBaHUSI 3€PHOBOK
MMEET MECTO €CTECTBEHHOE cyllecTBeHHOoe HakoruieHne u ABK, u A3II,
TOTJIa KaK 3apaxeHue S. nodorum JIUIb YCKOPSET HOPMAIbHOE U3MEHEHHE B
ux conepxanuu [[lakuposa u ap., 1994].

Jnnamuka ypoBHd ABK B KOHTPOJIBHBIX CEMEHAX OIHUCHIBACTCS
KpPHUBOM C JIBYyMS MakCUMyMaMU: IIEPBBIM — B TEUYEHME 3 JTHEW OT Hayaia
ONbITa C MUKOM Ha 9-i JIeHb MOCJE IBETEHUs, a BTOporM — Ha 21-i. 3aTem
conepkanne ADBK cHmwxkaercs. CpaBHeHME pPe3yJbTaTOB IO JUHAMHUKE
conepkannsi ABK B pasBuBarommxcs ceMeHax ¢ UX maccoil (pucyHku 23
U 24) 0OHapy>KUBAET YETKYIO CBSI3b MEXY U3MEHEHUSIMHU 3TUX MOKa3aTelneH.
Celpass Macca 3epHa JOCTHIaeT MakcumMyma K 21 IHIO mocie LBETeHHs,
COOTBETCTBYIOILIEMY BTOPOMY MakcuMyMmy B ypoBHe ABK, mocne xoToporo
HACTyIaeT MEPUOJI CO3PEBAHUS CEMSH, CONTPOBOXKIAOIIMICA MOTEPEN BIaru
Y CHHYKEHHMEM MacCChl CEMSIH.

Hannune nByx makcumyMoB B conep:kanun ABK npocnexuBaercs u
Ipy aHalIu3€ pPa3BUBAIOIIMXCA 3€PHOBOK B KOJIOCE, HH(MUIMPOBAHHOM
S. nodorum, mipaBaa, 3apakeHHe BBI3BIBACT ycKopeHue HakoruieHus ABK.
[Tux nepBoro makcumyma ABK B 3epHOBKax npuxoaurcs Ha 8-i, a BTOPOTO —
14-i1 nau mocne useteHus. B nocnenyromem coaepxanrie ABK nmocreneHHo
CHW)KAETCS,, HO 3peyble 3E€PHOBKH XapaKTEPHU3YKOTCS  IOBBIIICHHBIM
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OTHOCUTENBHO KOHTpOJIsl ypoBHEM. B pabote Bousget et al. [1991] noka3zano,
YTO CENTOPHO3 MHAYLHUpPYET yBenuueHue kommdecTBa ABK B mopakeHHBIX
KOJIOChSIX, OJHAKO JeTalbHas IWHAMUKA COAEPKaHHUS JTOTO TOPMOHA B
3epHOBKAaX, H30JMPOBAHHBIX OT KOJIOCA, BBHISBWJIA JIMIIb CABUTH B
MaKCMMyMaX €CTeCTBEHHOI'O HAKOILIEHUSI 3TOT0 TOPMOHA.

Kak u B ciy4ae KOHTPOJbHBIX pACTeHUH, B HHPHUIMPOBAHHBIX
KOJIOChSIX IMHAaMHKa Pa3BUTHs 3e€pHA (M3MEHEHHE CBHIPOWM MAacchl) B XOJI€ HX
(OpMHpPOBaHUS U CO3PEBAHUS KOPPEIUPYET C TMHAMHUKOMN conepxkanus ABK,
T.€. CENTOPUO3 YCKOPSIET U HA4aJIo co3peBaHus ceMsH (puc. 24). 3BecTHO,
4YTO HeOJaronpusTHbe (GAKTOPBI CPENIbl, B TOM YKCIE U TPUOHON MaTOreHes,
yCKOpsItOT co3peBanue ceMsH [Roney, Hoad, 1989], u 310 HeuzOexHO
CKa3bIBAE€TCSI Ha CYILIECTBEHHOM CHWXEHUU Yypoxkas [Bronniman, 1982;
Verret, Hoffman, 1986]. Centopno3 kosoca IpUBOIUT K IIYIIJIOCTH CEMSH,
CHIDKCHHMIO pa3Mmepa W Maccel nmoutu Ha 30 %, a Takke K YMCEHBIICHHIO
KOJIMYECTBA CEMSIH B KOJIOCE.

Peskoe wakorumenne A3Il B HMHQUUIUPOBAHHBIX  3€PHOBKAX
PErHCTPUPOBAIOCH HA BTOPOM JE€HB MOCIE 3apakeHUs KOJocheB (puc. 25). B
CIIeIyIoLMe THH pa3nudue B cogep:kaHud A3Il B ONBITHOM U KOHTPOJBHOM
BapUaHTaX YMEHbILAJIOCh, TAK YTO B CEMEHAX 3J0OPOBbIX U HHPUIHUPOBAHHBIX
pacTeHMH Ha NO3JHUX CTaausx co3peBaHust coaepxkanve A3l Obuio
OTHOCHUTEJIBHO OJIM3KUM.

1400

_ 1200 K
X

2 1000 7 3apaxxeHue 7

§ 800 7 %

S n

|

T 600 % %

- / /

S 400 mn

< =

mn

f -

200 % %

6 7 8 9 14 21 27
[H© nocne uBeTeHus

Puc. 25. /IlunamMmuka ypoBHS JIEKTMHA B Pa3BHBAKIIMXCH CeMEHAX NIIEHHIbI
nox BiausHMeM HHPeknuu. UnduumpoBanne xoaocwhes S. nodorum npoBoanIH
Ha 6-i1 1eHb 1mocJjie HBeTeHUs
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Takum o00pa3zoMm, B xojae (OpPMUPOBAHMUS U CO3PEBAHUS CEMSH
HaOI01aeTcsl HEYKJIOHHOE Bo3pactanue ypoBHs A3Il, xoTopoe nocturaer
MakCMMyMa K MOMEHTY TIOJIHOTO  co3peBaHus  ceMsiH.  OJHaKo
MH(QUIIMPOBAHUE BBHI3HIBACT YCKOPEHHE HAKOIUICHMS JIEKTMHA MPAKTUYECKU
Ha HeJIeNo, Kak U co3peBaHue cemsiH (puc.25). B cBsI3u ¢ 3TUM MOXHO
NPEeANnoIOXKUTh, YTO AuHamMuka cojepxkanus A3l MoxkeT CiyXuTh
MoKa3areyieM YCKOPEHUS! MHIYIIMPOBAHHOIO CENTOPHUO30M CamMoro mpoiecca
CO3pPEBAHUS CEMSIH.

BmecTe ¢ TeM TpexXKpaTHOE yBEIWYEHHE YPOBHs JIEKTUHA B IIEpPBbIC
JHA TOCIe 3apakeHus, OYEBHJIHO, sABuseTcs pedyiabratoM ADBK-
WHIyUMPOBAHHOIO YCKOPEHHUS €ro CHHTE3a M, IO-BUAMMOMY, CBS3aHO C
Y4aCTHEM €ro B IPOLIECCE B3aUMOOTHOILICHHS X035MHA U ITATOTEHA.

[IpuBeneHHBIC PE3yJbTATBl  YOCIWUTEIBHO CBUJICTEIBCTBYIOT 00
yuactun A3Il B QopMupoBaHMM OTBETHBIX peaKIUi IIICHULBI TIPU
3apaXCHUU HE TOJBKO BO30YIUTEISIMUA KOPHEBOW THHJIM, HO M CENTOPHO3a,
9TO MOXET TOBOPUTH O BOBJICYCHHUM JICKTUHA B Pa3BUTHE yCTOWYUBOCTHU
MIICHUITBI K PA3IUIHBIM TPUOHBIM OOJIC3HSIM M PEATbHOCTH BBITIOTHEHUS UM
3aIUTHON (QYHKIINH.

Hnoykuyusn  naxonnenusn A3l coedunenusamu,  nogviuarOwUMu
YCMOUYUEOCMb PACMEHUI K 6030youmenam puonvlx doneznei. Cnenyer
CHELUAIBHO MOAYEPKHYTh, YTO HENOCPEACTBEHHOE Y4YacTHUE T€X WJIM UHBIX
COCIMHEHHUN B CTAHOBJICHUH 3AIUTHBIX PEAKIUI pacTeHUl K CTpeccy in vivo,
K COXKaJICHUIO, ObIBACT JIOBOJIBHO TPYJIHO J0Ka3aTb. O4YeHb YacCTO YK€ caMo
NOSIBJICHHE HOBBIX O€JIKOB WJIM 3HAUUTEIbHOE YBEJIMUEHUE paHee
CYILLECTBYIOILIMX B OTBET HAa CTPECC MO3BOJISIET UCCIEN0BATENSAM OTHOCUTh UX
K paspsay NOpUYacTHBIX K 3allUTe€ pacTeHUd OT HeOIaronpusiTHOro
BO3JelcTBU. B TO ke BpeMs Helb3s HWCKIIOYUTh, 4YTO IOBBILIEHUE
COJICpKaHUSI WM aKTUBHOCTH, WM Ja)Ke MOSBICHHE HOBBIX OEIIKOB, MOXKET
OBITh JHIIB PE3YJIHTATOM MOBPEKAAIONIETO JEHCTBUS CTPECCOBOrO (hakTopa
Ha pacteHus. OgHako Bbicokas crnienupuuHocts A3Il k onuromepam XUTHHA,
NO-BUAMMOMY,  TO3BOJIIET  OTHECTHM  KOJMYECTBEHHbIE  M3MEHEHUS
(yBenMueHue) B YpPOBHE O3TOro Oejika K 3allUTHBIM peakuusM pacTeHUH
NIIEHUIBl NpU  MNaTOreHe3e,  CIOCOOCTBYIOIIMX  TOBBIIIEHUIO — HUX
YCTOMUYMBOCTHU K JAHHOMY CTPECCOBOMY BO3JIEHCTBHIO.

Cepbe3HbIM JJOBOJIOM B IOJIb3Y yYacTHs JIEKTHHA B 3aIMTE MIIECHULBI
IIPU MaTOTE€HE3€ MOTYT CIIY>KUTh Pe3yJbTaThl M0 MHIYKIUU HakoruieHus: A3I1
npu oOpaboTke pactenuii anucutopamu [Cammue et al., 1990], a Takxe mon
BIUsIHUEM 00paboTku OaiiTaHoM, Ouconom 2 [XaipymnuH U 1p., 1992] u
canuumuiioBoil kucioroi [Illakuposa, bespykoBa, 1997], kotopsle, Kak ObLIO
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coagepxkanust A3Il B mpopoctkax. IIoCKOJIBKY BCE€ 3TH AHTHCTPECCOBBIC
PEryJIATOpPBl MHAYLUHPYIOT HakomuieHne ABK B pacTeHUsAX MIEHUIbI, MOKHO
rojiaratb, 4YTO BbI3BAaHHOE€ WMH YyBenudeHue ypoBHs A3Il sBusercs
ABK-KOHTpOJIMpyeMbIM M TakuM O0pa3oM JIEKTUH BOBJIEKAeTCs B
MEXaHU3Mbl 3alIUTHOTO JEHCTBUSA OSTUX COEIMHEHUH, CIOCOOCTBYIOIIUX
npegaganTalydyd MIIEHUIBI K CTPECCOBBIM CUTyalUsM, B YAaCTHOCTH HpPH
MaTOreHe3e.

IIpuBeneHHbIE B 3TOM paszeie Marepuansl 0 2—4-KpaTHOM MHAYKUUN
HakorieHus: A3II B pacTeHHsIX MOJ BIMSHUEM 3alIUTHBIX IPENapaToB, MpU
MH(OULIMPOBAHUU BO30YIUTENSIMU KOPHEBOM THUIIM U CENTOPHO3a, HapsAy C
JaHHBIMHU 00 yBenuueHuu ypoBHs A3II nmpu 3apakeHHM NMbUILHOM TOJIOBHEN
[AAManeeB u np., 1988], naroT OCHOBaHHE TOBOPUTH O BOBIICUCHUU JIEKTHUHA B
(GopMUpOBaHNE KOMIUIEKCHOW pPEAKIUM YCTOWYMBOCTH MUICHULBI IpU
[IaTOreHe3e.

OrpannuuBath poib A3Il yyacTueM B MeXaHHW3Max 3alUThl PACTEHHI
MIIICHUIBI TOJIBKO WH(HUIIMPOBaHUEM HECIpaBeUTHBO. [IOCKONBKY JEKTHH-
YIJEBOJHOE B3aUMOJICHCTBUE HE OMNpeAeNseT Cneuu(UIHOCTH COPTOB
pactenust u pac naroreHa [JlroOumona, 1991], 6onee BepoOATHBIM, Ha HaIll
B3IJIAM, SIBISETCA BOBJEYEHHWE TAKOTO B3aMMOJEWCTBHS B IPOLECCHI,
pa3BHUBAIOLIMECS B OTBET HA pa3HbIE MO MPUPOJE MOBPEXKAAOIINE (PAKTOPHI
BHEIIHEH cCpelbl, T.€. Hecneuu(puueckue MEXaHU3Mbl YCTOWYUBOCTHU
nueHunbl. HanpruMmep, N3BECTHBI TaHHBIE O HAKOIUIEHUU B KJIETKAX PACTCHUM
HeKoTOpbIX PR-0enkoB mnpu BO3AEHCTBUM aOMOTHYECKHUX CTPECCOBBIX
daxTopoB cpenbl [CaBuu, 1989; Muneharu et al., 1994; Hurkman, Tanaka,
1996; Moons etal., 1997], yTo MOXKET CIYXUTb apryMEHTOM B IOJIb3Yy
3aJIeiCTBOBAHMSI X B HECMEU(PUUECKOM 3aluTe PaCTCHHIA.

[Tockonbky  pa3HOOOpa3Hble  HEOJArompusTHBIE  BO3JAECUCTBUS
OKpyXarwmied  cpeapl  MHAyHUpyroT  HakorieHne  ABK — MoxkHO
npeanonoxnutb, 4yTto A3l Brmowaercs B ABK-kKOHTponmuMpyeMblld CIIEKTp
Hecnenu@UUecKnX 3alIUTHBIX MEXaHU3MOB B OTBET Ha CTPECCOBbIE (PAKTOPHI
HE TOJBKO OMOTHYECKOH, HO W abuoTuyeckod mnpuponbl. [IpoBepke 3TOrO
MPEANOJIOAKEHNS OCBALIEH CIAEAYOIUN pa3ies TJIaBbl.

Yuyacrue JekTHnHa B ADBK-KOHTpO/MpyeMbIX 3alIUTHBIX PpPeaKIHUAX
MIICHUIbI PU BO3/1eiiCTBUN Aa0MOTHYECKHX CTPEeCCOBBIX (GaKkTOpPOB

NunyurpoBaHHble pPa3HOOOpPA3HBIMU 1O TMPHUPOJE CTPECCOBBIMU
BO3JICCTBUSIMU CIIBUTM B TOPMOHAJIHHOM OajaHCe BHOCST CBOWM BKJIAJ B
W3MEHEHHUE CTPYKTYpbl U (YHKIMU KIETOK PACTUTEIbHBIX OpPraHW3MOB B
OOBIYHBIX YyCJIOBUSIX Ha TaK Ha3blBa€Mble CTPECCOBBIE MPOTPAMMEI.

98



3HAYUTEIBHYIO POJIb B PETYJISIIIMA U3MEHEHUSI TEHHOW SKCIIPECCUU B KIIETKAX
pactennii npu crtpecce oTBoAAT ABK, ypoBEeHb KOTOPOM B 3THX YCIOBUSX
oObIyHO 3HauuTeNbHO Bo3pacTaeT [Busk, Pages; Leung, Geraudat, 1998;
Cohen etal., 1999], uyto, BeposATHO, CMOCOOCTBYET, C OJHON CTOPOHHI,
CHMYKEHUIO aKTUBHOCTHU META0O0JMUECKUX MTPOIIECCOB B KJIETKAX, B YaCTHOCTH
TOTallbHOTO cuHTe3a Oenka [brexman, 1987; Hurkman, Tanaka, 1987; 1996;
Sugino etal.,, 1999] m wuHayKIMHM HOBOOOpa3oBaHUsI Oojiee JeCITKa
cTpeccoBbIX 6enkoB — ¢ apyroi [Hughes, Dunn, 1996; Bewley, 1997: Leung,
Giraudat, 1998; Busk, Pages, 1998; Deleu et al., 1999; Cohen et al., 1999].

HamomuumMm, d4rOo, Hapsiay C CHHTE30M CTPECCOBBIX OCJIKOB B
HEOJIaronpusITHBIX YCIOBUAX, a Takxke npu oOpaborke sk3oreHHoir ABK,
MPOUCXOJIUT YCUJICHUE CUHTE3a psijia Mpucymux HopMme OenkoB [Ramagopal,
1987; Singh etal., 1987; Robertson etal., 1994; Amitai-Zeigerson et al.,
1995; Hurkman, Tanaka, 1996; Chai et al., 1998]. MoxHO NpeaNONIO0XKHUTD,
YTO K TaKUM OCJIKaM, «COIMPOBOXKAAIOIINMY» CTPECCOBBIC OCIIKH B OTBETHBIX
pEeaKIUsAX PaCTECHUH MIIICHUIIBI Ha TTOBPEXKIAIOITNE BO3JACHCTBUSI OTHOCUTCS U
A3Il. B monp3y 53TOro CBHAETENLCTBYIOT naHHbie 00 ABK-3aBHCcHMOM
cymectBeHHOM HakoruieHurn A3Il B Kopemkax MPOPOCTKOB MINEHHUIbI MPH
BO3JICCTBUM OCMOTHYecKOoro Immoka u 3acyxu [Cammue etal.,1989], B
MpoOpOCTKax B OTBET Ha 3acojienue cpeasl [lllakupoBa u np., 1993;
[TakupoBa, be3pykoBa, 1998], B KyJIbType KIETOK MpU TEILUIOBOM MIOKE
[Shakirova et al., 1996], a Takxe B pa3BUBAIOUIMXCA NpHU AePUIUTE BIATH
3epHoBKax mmeHunbl [Singh etal., 2000], 4yTo MO3BOJISIET paccMaTpPUBATH
JEKTUH TIIIEHUIBI B KadecTBe YywyacTHHKa B ABK-koHTpommpyembix
HEeCTIeIM(PUIECKHUX 3aIUTHBIX PEaKIIHAsX.

Cpasnumenvuwtit ananu3z ABK u A3Il npu cunepmepmuu. 1loBbllieHHas
TeMmreparypa — OJUH U3 Haubojee pachpOCTPAHEHHBIX HEOIAroNnpUATHBIX
(bakTOpoB  Ccpedbl, OKa3bIBAIOLIMX  MOBpPEXJaoIliee  JIeHCTBUE  HA
pacTUTENbHBIA OpraHu3M. MHOTOYMCIICHHBIE JaHHbIE IMOKa3bIBAIOT, YTO
TeMIepaTrypHbli crpecc Bbi3biBaeT cuHTe3 bTII, urparommx npoTekTopHyro
poJib B KiIeTKax pactenuii [biexman, 1987; Neumann et al.,1989; Kynaesa u
ap., 1991; Robertson et al., 1994; Singla et al., 1997; Basha et al., 1999],
XOTsI TaJIEKO HE BCE U3 HUX UJICHTHU(UIIUPOBAHBI.

B ornuume ot BelmeynomsHyThix OenkoB A3l aBmsercs
KOHCTUTYTHUBHBIM ~ O€JIKOM, XOTs, Kak OOCYXJajaoch BHIIIE, €ro
KOJIMYECTBEHHBI YpPOBEHb MOABEPracTcs 3HAYUTEIBHBIM (DIyKTyanusiM B
pacTeHUsIX NIIEHUIIbI HE TOJbKO B XOJI€ OHTOI€HE3a, HO M MpPH MaTOreHese.
Jlnst uccnenoBaHMsl ydacTus JIGKTMHA B OTBETHBIX PEAKLMSIX Ha TEIJIOBOU
IIOK OBIJIM MCIIOJIb30BaHbl KAJTyCHBIE KIETKH MIIECHUIIBI.

99



Pe3ynbprarel, mnpuBeneHHbIE HAa  pucC. 27, TMOKa3bIBAKOT, 4YTO
uHKyOupoBannblie npu 40° C Kaurychl HCIBITHIBAIN CHIIBHBIM TEILIOBOM IIOK,
YTO BBIPAXKAETCSI B MHOTOKPATHOM TpaH3UTHOM HakoruieHun ABK ¢
MakcumMyMoM B 9 4. Criycts 9-4acoBoil jar-nepuoj] TUIepTepMusi BoI3blBasia
cunbHOE noBbilieHHE ypoBHS A3Il B KieTkax, KOTOPBIM K 18 4 3KCIO3uIUU
MOYTH Ha MOPSAIOK MPEBBIIIAT KOHTPOJIBHOE 3HAUCHHE. XapaKTep U3MEHEHU
B COJEpKaHMM OTUX COCIWHEHHI MOXET YKa3blBaTb HAa BO3MOYKHOCTH
yuactusi ABK B ycuieHuu cuHTe3a JEKTHHA B KJeTKaxX. J[elCTBUTEIBHO,
KyJbTUBUPOBAaHUE KaJUIyCHBIX KJIETOK B TeueHHe 18 cyTok Ha cpefe,
conepxameid 10 mr/nm ABK, npuBoamio k noBeimeHuo koHeHTpanuu A3l
B KJIETKax 10 22,2 MKI/T, TOrja KaKk B KOHTPOJIE OHA cOocTaBisia 3,6 MKT/T
[[[Takuposa u np., 1995].
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Puc. 27. Bansinue runeprepmuu (40° C) na puHamuky yposHsi ABK u jsekTnna
B KAJUIYCHBIX KJIETKAX, MOJYy4YeHHbIX M3 He3pesbIX 3apo/blileii MIIeHUIbI COPTa
Bbezenuykckas 139

[To-BuamMoMy, BBISBJICHHE CTOJh 3HAYUTEIHHOTO HAKOIUJICHUS
JICKTWHA TIPHU THIEPTEPMUH, YKa3bIBAIOIee HA BOBJICUCHHUE €TO B OTBETHBIC
peakiMy KIJIETOK IIICHUIBI HAa JaHHBIA CTPECC, ObUIO BO3MOXHO WMEHHO
Omaromapsi HCIOJIb30BAHWIO KATyCHOW KyJbType KieTtok. Cremyer
OTMETHTb, YTO 3HAYMTEIIbHASI MHAYKIMSA CHHTE3a JIESKTUHOIIO00HOTO Oelika B
YCIIOBHSIX TEIUIOBOTO IIOKA IMOKa3aHa TaKKe Ha CYCIEH3HMOHHON KYJIbType
kietok Dolichos biflorus [Spadoro-Tank, Etzler, 1988], mno3BonuBmIas
aBTOpaM TIPEJIOJIOKUTh €r0 y4acTHE B 3alUTHBIX MEXaHHW3MaX KJIETOK K
aTOMY cTpecc-pakTopy.
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Cpasnumenvuwiii ananuz AbBK u A3Il npu 3aconenuu. 3aCONeHUE TAKKE
OTHOCUTCA K YHUCIY pacnpoOCTPAaHEHHBIX HEOJaronpusiTHbIX YCIOBUUN
OKpYXalolenl cpenpl, MNPUBOJALIIMX K CHI)KCHUIO HWHTEHCUBHOCTH
MHTErpajJbHbIX (PU3NOIOTMYECKUX MPOLECCOB B pacTeHusX [Y 1oBeHko, 1979;
Crporonos, 1973; bnexman, 1987; Sugino et al., 1999; Nhiri et al., 2000].
be3ycinoBHO, pacTuTeIbHBIE OPraHU3Mbl BBIPAOATHIBAIOT B OTBET Ha 3TO
BO3JICHCTBHE Pa3HOOOpA3HbIC 3AlIUTHBIE MEXaHU3MBI, CPEAH KOTOPBIX
BaXHOE€ MECTO OTBOJST CIIBUTY B OEIKOBOM CHEKTpe: Ha (poHE CHIKEHHUS
TOTAJBLHOTO CHHTE3a Oeyka Ha0Jt0/1aeTCsi HOBOOOpA30BaHUE pPsijia MENTUIOB
[Ramagopal, 1987; Tabaci-Aghdaci et al., 2000], a Taxxe yCuIeHHe CUHTE3a
HEKOTOPBIX OEJIKOB, XapakTepHbIX g HOpMBI [Singh etal., 1985; 1987;
Ramagopal, 1987; Amitai-Zeigerson et al., 1995; Hurkman, Tanaka, 1987;
1996; Hernandes et al., 2000].

Boszneiicteue 2 %-ro NaCl BbI3bIBaeT yke yepe3 2 yaca JIBYKpaTHOE
HakoruieHue A3Il B KOpHSX IPOPOCTKOB MIIEHUIBI U K 7 4 HaOIrOgaeTcs
MSATUKPATHOE BO3pacTaHue cojepkaHus 3toro Oenka (puc. 28). Ilpuuem
MaKCUMyMy HAaKOIUICHHSI JIGKTUHa B KOPHSX TaKXe IPEAlIeCTBYET
oOpatumoe yBenuueHue ypoBHs ADBK. IlpuBeneHHbie maHHBIE YETKO
JEMOHCTPUPYIOT (DAKT JOBOJHHO 3HAYMTEIHLHOTO U3MEHEHHS B COACpPKaHUU

ABK, K

30 + — + 4500
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25 ——A3M,K % T 4000
- = - = 'ASI_I, NaCI , . 4 * AN . ;L 1 3500
’ -

~ o I
S 204 - . i 13000 @
[§V] . [9V)
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0 : .' : : : : -0
1 2 3 5 7 8 14
Bpewms, v

Puc. 28. JImnamuka conep:xkanuas ABK u A3Il B KopHAX 4-CyTOYHBIX
NPOPOCTKOB NMIIeHUIbI copTa MockoBcKasi 35 noj BJANSIHMEM 3aC0J1eHHUS CPebl
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JIEKTUHA NPHU COJEBOM CTPECCE, UYTO CBHUJETEIICTBYET O BOBJICUYEHHUH €TI0 B
dopmupoBanue  ObicTpbix ~ ABK-perynupyeMblXx  OTBETHBIX  peakiui
IIPOPOCTKOB MIIEHUIIBI HA 3TO BO3JCHCTBHE.

JleficTBUTEIBbHO, 3aCOJICHUE CpEJbl BBI3BIBACT OBICTPOE HAKOIICHUE
ABK [Montero et al., 1994], koTopoe MOXET NMPUBECTH K CYIIECTBEHHOMY
CABUTY B OCJIKOBOM CIEKTpPEe KJIETOK pAacTEeHUN, B YACTHOCTH OamaHce
CTPECCOBBIX M  OTHEIbHBIX  OOBIYHBIX  OCJIKOB, Yy4YacTBYIOIIHUX B
dbopMUpOBAaHUM 3AIUTHBIX PEAKIMH pacCTeHH B OTBET Ha JIaHHBINA
ctpeccoBblil haktop [Singh et al., 1987; Ramagopal, 1987; Amitai-Zeigerson
et al., 1995; Ishikawa et al., 1995; Chai et al., 1998]. Takum 06pa3om, JTEKTUH
MIIEHUIIBI MOKHO OTHECTH K «PEAKTUBHBIM» O€JIKaM, YPOBEHb KOTOPOTO
CYIIECTBEHHO U JIOBOJBLHO OBICTPO MOXKET HAKAIUIMBATHCS B PACTEHUSIX MPU
3aCOJICHUH.

B nauazne stoii rimaBel MbI 00Cykanu ocobenHoctu cuHTe3a A3II, k
KOTOPBIM MOXHO OTHECTH HaJuyue myya 3anacHsiX JISKTMHOBbIX MPHK wn
npobenkoB A3l B kileTkax nuieHubl. He HCKITF0UeHOo, YTO CTOJIb OBICTPOE U
3HAQUYUTEJIIbHOE BBI3BAHHOE 3aCOJICHUEM TMIOBBIIICHHE YPOBHS JIEKTHHA
NIIEHUIBI, 110 KpaliHEeld Mepe B IepBble yachkl OT Havasa Boznerctus NaCl,
MOXET TMPOUCXOJUTh 3a CcUeT oO0pa3oBaHUsA dJTOro OejlKka Ha paHee
CHUHTE3UPOBAHHBIX MaTPHUIlAX, & BO3MOXHO, M 3a CYET MOOWIM3AIMHU €ro
COOpKM U3 MPEIIECTBEHHUKOB CyObeAMHUIL. /{7151 BBISICHEHUS ATOTO BOMpPOCa
ObLJT KCTOJIB30BAH HMHTMOUTOPHBIN aHAIN3.

Ypoenu pecynauuu naxonnenus nekmuna ¢ npOpoOCMKAX NUIEHUUbL NPU
3aconenuu. B xauecTBe MHrHOUTOPA TPAHCKPUIILIMM MHOTHUE UCCIIEI0OBATENN
YacTO HCIOJB3YIOT KOPJUIIENUH, KOTOPbIH 3(PGEKTUBHO TMOMABISET HE
tonbko cuHaTe3 PHK, Ho 1 mommanenmnupoBanue MPHK [Glazer, 1976]. Hns
OllcHKM WHTHOWTOpHOW akTuBHOCTH KopaurenuHa (KII) ma cunres PHK B
KJIETKAaX TIICHUIIB i1 Vivo ObUI HKCIOJNB30BaH METON (pakIUOHUPOBAHUS
PHK B 6%-M noiMakpuiaMUIHOM  Telle €  MOCIEIYIOLIEH
aBTopanuorpadueir, kotopbii mokazan, uro S50 wmr/n KI mnomammsier
BKmodenne | C-ypuanaa B PHK Goiee uem Ha 70 %.

HccnenoBanne coBMecTHOro BiausAHUSA 3acoyieHus U K1 Ha nuHamuky
conepkanusi A3Il npoBoaWIM HAa MHTAKTHBIX MPOPOCTKAX MIIEHUIIBI COPTa
CapatoBckas 29 (puc. 29a). OTu faHHbIE JEMOHCTPUPYIOT 3aMETHOE OTIINYUE
B XapakTepe WHAYLUPOBAHHOTO 3aCOJICHUEM HAKOIUIEHUS JIEKTHMHA IIO
BPEMEHM M YPOBHIO OT JIaHHBIX, IPUBEICHHBIX Ha pHC. 28, BEPOSATHO,
CBA3aHHOE C pa3JIMYMEM HCHOJb30BAHHBIX B OIBITaX JIBYX pPa3HbIX
MOJIETIBHBIX CUCTEM (KOPHH MPOPOCTKOB, KOTOPHIE, Cys 1Mo JaHHBIM Raikhel
ctal. [1984], aBnsAroTCA ONHUM M3 TJIABHBIX MECT CHHTE3a W JIOKAJIU3aIlUH

102



M) JIBYX Pa3HbIX

+ NaCl

NaCl
O KOpD'MU.eHMH

-

BUodWwHOX Wo % ‘LY

Bpewms, u

+ NaCl

ENaCl
O Linknorekcum

BLOdWHOX Wo % ‘LUEY

Bpewms, u

a (6)

UK
A3Il B MHTAKTHBIX

(a)

2 %-m NaCl HakomjieHue

Puc. 29. BausHue

IPOPOCTKAX

HHIAYIHPOBAaHHOE

29

copra CapatoBckas

103



3HaYUTENBHOE yBeNnYeHUE B ypoBHE A3I] B MHTAKTHBIX MPOPOCTKAX B
CpaBHEHUU C KOHTposieM BbI3bIBaeT 2 %-ii NaCl, mpuuem npucyrcrBue B
cpene KII He mpensTCTBYeT MHAYKIMUA ATOTO Ipolecca B TEUEHUU IEPBBIX
8,5 4, nmocie yero ypoBenb A3l pe3ko cHmxkaercs [be3pykona, 1997]. Panee
c ucnons3oBanreMm Kl nanuuue 3anacubix gopm nexkruHoBbix MPHK 6bu10
MOKa3aHO B MPOpACTAONIMX 3apojsiiax miieHuibl [Peumans, Stinissen,
1983], Torma kak pe3yabTaThl TUX OMBITOB YKa3bIBAIOT HA CYIIIECTBOBAHUE
nmyna pe3epBHbIX JeKTMHOBBIX MPHK Takke m B mpopocTkax IIIEHUIBI,
KOTOPBIE MOTYT CIY>KUTh MaTpULAMHU JUisl cMHTEe3a HOBbIX MoJekyn A3l B
Ype3BbIYAMHBIX CHUTYallMsIX, HAlpUMEp MpPH BO3ACHCTBUH CTPECCOBBIX
(aKkTOpOB Cpe.bI.

BaxxHo oTMeTuTrh, YTO HMHAYUMPOBaHHOE d3k30reHHoM ADBK
(B 0ObIuHBIX ycnoBusix) HakoruieHne A3Il B KOpHSAX NIPOPOCTKOB TaKkKe
HEKOTOpOE BpEeMs MOXET ObITb HE3aBHUCHUMBIM OT TPAHCKPUIIMH, YTO
BbIsIBJICHO ¢ ucnonb3oBanueM Kl [[llakupoBa u ap., 200006], u, BeposiTHO,
ATO MOXKET yKa3blBaTh Ha yudactue 3HAoreHHou ABK, copep:kanue koTtopoit
IpU 3aCOJICHUHM CYIIECTBEHHO BO3pacTaeT, B PEryJsiMUU [OBBIIIECHUS
COJIepKaHMsl JIEKTUHA HE TOJIbKO 3a cUeT MHAYKUMH sKcipeccuu rena A3l u
ycuiieHuss cuHTe3a JiekThHOBbIXx MPHK, HO w  3a cuer panee
cunrte3upoBanHbix MPHK A3II.

B nayvasie 3T0ii riaBbl ObUIM TPUBEIEHBI JaHHBIE, CBUIETEIIbCTBYIOIINE
O TOM, 4ro B Xoue cBoero cuHTe3a A3Il mnperepneBaeTr ClIOXKHBIMI
MOCTTPAHCISIUOHHBIM MPOLECCUHT, 3TANbl KOTOPOro ObUIM MPOCIEKEHBI C
MCIIOJb30BaHUEM TIOJIYYEHHBIX K mpenmectBeHHUKaMm A3Il anTurten, He
MpeUNUTUPYIOMUX 3penbiii 6enok [Mansfield et al., 1988], mosromy mMoxHO
JyMaTh, 4YTO aHTuTena K 3pesnomy A3Il npenmyiecTBEHHO y3HAIOT UMEHHO
€ro, Torja Kak IIMKO3WIMPOBAHHBIE MPEAIICCTBEHHUKU HE Y3HAKOTCS HUMH
kak A3Il. OTo mnocimyXwjio OCHOBaHHEM JMJi1 IMPOBEIAEHUS ONBITOB I10
BBISICHEHUIO BO3MOKHOCTU B YCJIOBHUSIX 3aCOJICHHSI PETyJISIUM HAKOILJICHUS
JIEKTHUHA B MPOPOCTKAX MIIEHUIIBI TAKXKE U 32 CUET YCKOPEHUSI CO3PEBAHUS
€ro MpeaIIeCTBEHHUKOB, T.€., HA TOCTTPAHCISIIUOHHOM YPOBHE.

C wucnonb30BaHUEM LUKIOTEKCHUMHUAA, KOTOPBIM B KOHLIEHTPALIMU
10 Mr/n 3a oIWH Yac MOJABISET CHMHTE3 TOTaJbHOro Oejika mouytu Ha 90 %,
OBLJIO BBISIBJICHO, YTO B TEUEHHE TMEPBBIX 4 4YacoB WHIAYIIMPOBAHHOE
3aconennemM HakoruieHue A3Il HaOmogaeTcss B yCIOBUSX BBIKIIOUEHHON
TPaHCJISIIIMM ¥ HE 3aBUCUT OT HOBOOOpa3oBaHUs JeKkTUHA (puc. 260). Takum
00pa3oM, BbI3BAaHHOE 3aCOJICHUEM YBEJIMYECHHUE COJCPKAHUS JICKTUHA MOKET
MPOUCXOJIUTH 32 CUET pAHEE CUHTE3UPOBAHHBIX MPEIIECTBEHHUKOB.

CrnenoBaTenbHO,  KOJIMYECTBEHHBIE  W3MEHEHHsS  JIEKTUHA B
BEr€TUPYIOLIUX PACTEHUAX MIIECHULBI TP CTPECCOBBIX BO3ACHCTBUSIX MOTYT
KOHTPOJIMPOBATbCA  HE  TOJBKO HAa  TPAHCKPUIILIMOHHOM, HO H
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MTOCTTPAHCKPUIIIMOHHOM U MOCTTPAHCISLMOHHOM YpPOBHsX. Takas cutyauus
BIIOJIHE BO3MOJKHA, MOCKOJIbKY JIEKTUH MIIEHULbI SBISETCA MPUCYLIUM JJIS
pacTeHHI Ha MNPOTSHKEHUM BCETO OHTOIEHE3a W, CKOpee  BCEro,
onpeneneHHbld pe3epB JiekTHHOBbIX MPHK u mnpenmecrBennukoB A3II
BCErJa MPUCYTCTBYET B KJIETKAX, YTO €II€ pa3 yKAa3bIBa€T Ha YKU3HEHHYIO
BXHOCTh ATOr0 Oeika I pacTeHU# mnuieHuipl. Hanuuue pasHbix myTei
peryJisiiiuu KoJinuecTBeHHOTO ypoBHs A3II, BKIItOUas MHIYKIUIO SKCIIPECCUN
ero reHa, a TakXKe HAKOIUIEHHE 3Toro Oejka B KOPHSIX MPOPOCTKOB B
MPUCYTCTBUM MHTUOMTOPOB TPAHCKPUIILIUK M TPAHCISIUUU BBISIBJICHBI JIS
ABK [IIakuposa u ap., 20006]. IToaTomMy MOXKHO IIpeIoNIaraTh, 4To CTPECC-
uHaynupyemoe HakoruieHue ABK sBiseTcss TMMUTUPYIOIIMM B PEAIM3alAN
Pa3HBIX YPOBHEMN PETYJSALNH IOBBIIICHUS JICKTUHA B PACTCHMSX IIIECHULBI B
CTPECCOBBIX YCIOBUSX.

Opnako, K COXaJ€HHIO, Mbl HE pacrojaraeM I0Ka MpsIMbIM
JIOKa3aTeNbCTBOM yuacTusi 3HaoreHHo ABK B perynisiuu BbI3BaHHOTO
3aconenrueM HakomieHus A3Ill, Tak ke, BepoOsATHO, KaK W JAPYTrUMHU
HeOmaronpusTHeIMU (pakTopamu. {711 3TON 1€ MOKET CITY>KUTh UHTUOUTOP
cuate3a ABK ¢uaypunon, ucnoib30oBaHHE KOTOPOTO TIO3BOJUJIO HYETKO
MPOJIEMOHCTPUPOBATh HEOOXOJUMOCTh JTOTO TOPMOHA B HAKOIJICHUU
JIEKTUHA B KOpPEMIKax MPOPOCTKOB IIICHUIIBI TPHU BO3JACUCTBUHU 3aCyXH U
ocMoTrueckoro moka [Cammue et al.,1989].

Cymmupysi TpuUBEIEHHbIE B OTOW TJaB€ MaTepHalbl, MOYKHO
3aKJIIOYUTh,  YTO  CTPECC-MHAYLHMPOBaHHOMY  HakomuieHuto  A3II
npeauiecTByeT yBenuueHue ypoBHs ABK, koTopas yuyacTByeT B peryJisuuu
CUHTE3a U COJEpKAHUSA JIEKTUHA B BETETUPYIOIIMX PACTEHMSIX IMIIEHULBI B
CTPECCOBBIX CHUTyalusiX. BaXHO MNOAYEPKHYTh, YTO OOHapy>KEHHBIE
3aKOHOMEPHOCTH NPOSIBIIAIOTCS B OTBET HA TAKUE PAa3HbIE BO3ICHCTBUSA, KaK
rpubHOM  marorene3, oOpa0oTka  mpemapaTamMH,  IOBBIIIAIOIIUMU
YCTOWYMBOCTh K TpHOHBIM OONE3HSIM, 3acyXxa M OCMOTHYECKHH IMIOK,
3aCOJI€HUE, TUIEePTEPMUS U ACPUUUT BIArk, 4YTO MO3BOJIIET OTHECTH UX K
HeCTIEIM(PUUECKUM 3aIUTHBIM PEAKIHMSIM MIICHHUIIBI.

Bwmecte ¢ Tem ecnu 3anuTtHas GyHkius A3Il B pacTeHUsX NIIICHUIBI B
X0Jle TPUOHOrO0 TaToreHe3a B CBSI3M C €ro CpPOACTBOM K MOHOMEpPY U
OJINTOMEpaM XWUTHUHA BIIOJHE MOHATHA, TO YYACTUE €T0 B OTBETHBIX PEAKLIUSIX
Ha BO3JIEHCTBHE aOMOTHUYECKUX CTPECCOBBIX (PAKTOPOB OOBSICHUTH CIOXKHEE.
[Tockombky TeH A3Il, kak W TEeHBI psiia CTPECCOBBIX OEJIKOB C YETKO
BBIPAKEHHBIMU 3alIUTHBIMUA CBOMCTBAMH, B YAaCTHOCTHU, OTHOCSAIIUMHUCS K
rpynne LEA, sBasercs rab reHoM, HHIyKIHs KoToporo perynupyercs ABK,
MOKHO TIPEANOJIOKNUTh, YTO JIEKTHH BKItodaercs B ABK-koHTponupyemyro
AHTHUCTPECCOBYIO IIporpammy, u B 3ToM cityyae A3Il moxHO paccMarpuBath
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Kak Obl B KaUeCTBE CONPOBOXKAAIOIIEIO CTPECCOBBIE OEIKU U CBOEOOPA3ZHOTO
MapKepa pa3BUTHS 3aLIUTHBIX PEAKLIUN.

B 10 xe Bpems 3TOT 0€JI0K, pe3Koe HaKOIJIEHUE KOTOPOro MPOUCXOIUT
OpU  Ppa3HbIX HEOJArONpUATHBIX CHUTyalUsX, MOXXET HMETb OOJIbLIOE
3HaYeHHe JIs OCHAa0JeHHBIX B OTUX YCIOBHUSAX PpAaCTEHUM MIICHULIBI,
IIOCKOJIBKY OH SIBJISIETCS 3KCKPETUPYEMBIM O€JIKOM, U, BBIIEISAACH B
KOPHEBOM YEXJIMK U HApYyXHYI Cpely, MOXKET NpPElIOXpaHATbh pusocdepy,
HaIpuMmep, OT BO3MOXKHOW nouBeHHOW uH(pekuuu. Kpome toro, B cBsI3u €O
CHOCOOHOCTBIO BBIJIETATHCSA B OKPYXKAIOLIYIO CPEAy HENb3s UCKIIOYUThH €ro
y4acTusl B YCUJIEHUU TIPU CTPECCE PETreHEpall MEPUCTEMATHYECKON TKaHU
KOpHEW, MHTOTHYECKAs AaKTUBHOCTb KOTOPOM YYTKO pearupyer Ha
W3MEHEHHS BHEIIHUX YCIIOBHUM CYIIECTBOBAHUS.

OO STOM MOTYT CBHJETEIbCTBOBATH JAaHHBIE 00 AaKTHUBALUH T10]
BIusiHUEM 3K30reHHOro A3Il neneHuss KIETOK MEPUCTEMATHYECKOW 30HBI
KOpHE#, o0beMa KIETOK, KaK W B IEJIOM pa3Mepa U MacChl IPOPOCTKOB
nmenusl [bespykoBa um ap., 2000]. bosee TOro, 3TUMH K€ aBTOpamMu
MOJTyYeHBI JaHHBIE O MPEAOTBPAIICHUH MO BIUsHUEM penoopadbotku A3l
BBI3BAHHOI'O  3aCOJIEHMEM Cpelpl MaJAcHUS MHUTOTHYECKOrO HMHIEKca
MEPUCTEMATUYECKUX KJIIETOK KOPHEW MPOPOCTKOB. be3ycioBHO, Bce 3TO
YKa3bIBa€T HA UHTPUTYIOLIYIO POJb JICKTUHA B )KM3HHU PACTEHUU IMIIECHULBI U
CTaBUT BOINPOC O €€ JAIBHENIIEM U3YUEHHUH.

Psin pe3ynbTaToB, MpEeACTaBICHHBIX B JaHHOW IJ1aBe, MOJIyYeH NMpH (UHAHCOBOU
noanepxke PODU, rpantst Ne 01-04-48483 u Ne 00-15-997899.



MaBa 6. PUTOIMOPMOHDbI CTEPQI/I,EI,HOVI MPNPOMbI,
MOBbIWAKWKME YCTONYNBOCTb PACTEHNA

JlaBHO  CyIlIeCTBOBajJO MHEHHME, YTO ayKCHHBI, I[UTOKUHUHBI,
rub0epemunbl, ABK 1 aTuneH He ucuepnsiBatoT BeCb HAOOp (PUTOrOPMOHOB
B npupoje. [lo aHanoruu ¢ ropMoHaMHu KUBOTHBIX, MOKHO OBLIO OXKHMJIATh,
yTOo OyIyT HaWIeHbl HOBBIE TPYIINbl (PUTOTOPMOHOB NENTUAHOW U
crepounHon npuponbl [KymaeBa, 1982]. Celiuac yxe MNOJy4E€HO HEMaso
AKCHEPUMEHTAJIBHBIX JIOBOJIOB B TMOJb3y CYILIECTBOBAaHUS B PACTCHUSIX
MEeNTUIOB, MPETEHAYIOMMX Ha poJib (utoropmoHoB [Mypomiies, JlanuimHa,
1996; Gehring, 1999], u npexae Bcero 3TO, BEPOSATHO, OTHOCHTCS K
cucteMuny [Jacinto et al., 1999; Schaller, 1999; Ryan, 2000].

BricBoOoXkasicb M3~ MECT  IOpaHEHUs  JIMCThEB  TOMATta,
18-aMUHOKUCTIOTHBIA OJUTOMNENTH]T CUCTEMUH, MOXKET TPAaHCIIOPTUPOBATHCS
M0 PACTEHUIO W BOBJEKATHCA B CHUCTEMHYIO CUTHAJIBHYIO TPAHCAYKIHIO B
OTBET Ha 3TO moBpexaeHue. [lo aHanmorum ¢ NENTUIHBIMU TOPMOHAMU
’KUBOTHBIX CHUCTEMHUH CHHTE3UPYETCS M3 MpEIIIeCTBEHHUKA MPOCUCTEMUHA
MpU y4acCTUU MpoTea3. MexaHu3Mbl PEryJsITOPHOrO ACHCTBHUSI CUCTEMHHA
MHTEHCUBHO M3YyYaloTCs; TaK, OH BKIIIOYAETCS B CUCTEMHYIO PETYJISIHUIO
cuHTe3a Oornee 20 3aUTHBIX TEHOB B pacTeHusix Ttomarta [Ryan, 2000] B
OTBET Ha TMOBPEKIACHUEC PA3HOOOpPA3HBIMH BpEIUTEISIMHU, TMATOTCHAMH,
MOPAaHCHUEM WM a0MOTHYECKHUMH CTPECCOBBIMH (haKTOpaMu, MPUYEM MPHU
WHIYKIMU DKCIPECCUH, Hamnpumep reHa LapA CUCTEeMHUH JIEUCTBYET
cunepruuecku ¢ ABK, Torma kak B CUTHAJIBHYI0 MHAYKIUIO JAPYTUX T'€HOB
BKJIIOYAETCS METUJIKACMOHAT, 3TWIEH U JApyrue perynsatopsl pocta [Chao
et al., 1999].

Opnako, eciu B OTHOUIEHWH (DYHKIIMOHATBHON 3HAYUMOCTH JUIS
pacTeHUN NPEANOIaraéMbplX T'OPMOHOB IENTUAHOM MNPUPOABI B MPUHLHUIE
€1Ie MHOrO BONPOCOB, TO B OTHOLICHUU CTEPOUIOB HMX MOMKHO CUHUTATh
BIOJIHE PEIIEHHBIMU.

Bnepeoie uHboOpmamuss 0  pOCTCTUMYJHUPYIOIIEH  aKTUBHOCTH
JUNUAHOW (pakuuy, BBIJCICHHOW M3 MbUIbLBL panca (Brassica napus),
KOTOpasi MPOSBIISIACh B CTUMYJISIIMKA POCTa B JUIMHY BTOPOTO MEXKI0Y3JIHS
daconu (TUNIUYHO THOOEPETUHOBBIA A(PGHEeKT) OJHOBPEMEHHO C €ro
UCKpUBIIEHWEM, pa30yXaHueM U pacTpeckuBaHueM (OCOOBI  OTBET),
nosisriiack B pabore Mitchell et al. [1970]. TTozauee U3 munuaHON Gpakum
OBUIBIBI parca ObLIO BBLAEIECHO KPUCTAIUIMUECKOE BEIECTBO CTEPOUTHOU
NpUPOAbI, ModyuyuBlIee Ha3zBaHue OpaccuHonun (BP), ycraHoBneHsl ero
CTpyKTypHas ¢popMmyIa U MojeKysipHoe ctpoerue [Grove et al., 1979].
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B mHactosiiiee Bpemsi B pacTeHUsiX uAeHTU(uULHUpoBaHO Oosee 40
omm3kux K BP cTepompoB, pasznuyaroniuxcs MO CTPYKType M YPOBHIM
OMOJIOTMYECKOM  aKTUBHOCTH, U3  KOTOpeix Oonee 30  xoporio
OXapaKTepU30BaHbl, BKJIOYas JBa KoHblorata [Sakurai, Fujioka, 1993;
Creelman, Mullet, 1997; Khripach etal., 2000]. Bce »Tu coeguHeHus
00BEIMHEHBI B OJIHY TPYIIITY MIPUPOIHBIX MTOJTMOKCUCTEPOUIOB, TTOJTYUHUBIIIYIO
HazBaHue OpaccuHoctepouabl (bC), mpeacTaBisOT co00M MPOU3BOAHBIC
5-0-XoJecTaHa W XapaKTEePHU3YIOTCA  CTPYKTYPHBIM  CXOACTBOM  CO
CTEPOUIHBIMH TOPMOHAMH JKUBOTHBIX 3CTPOTCHA, TECTOCTEPOHA, SKAM30HA
[Mandava, 1988; Sakurai, Fujioka, 1993; Xpunau u np., 1995; Sasse, 1997;
Altmann, 1999; Bishop, Yokota, 2001].

BC sBnsioTcs XapaKTEpHBIMU COCJAMHEHHUSIMM ISl BCEro I1apcTBa
pactenuii [Sakurai, Fujioka, 1993; Adam, Petzold, 1994; Yokota et al., 1994;
Sasse, 1997]. 3a wuckmouennem KopHel, B Kortopeix bBC mnoka He
JNETEKTUPYIOTC OMOXMMHMUYECKH, OHU OOHAPYKUBAKOTCA IOUYTH U3 BCEX
opraHax pacTeHH, HO OTHOCUTENILHO BbICOKHI ypoBeHb bC peructpupyercs
(or 5 nmo 190 Hr/r ceIpoil Macchl) B TeHepaTuBHBIX opranax [Creelman,
Mullet, 1997; Altmann, 1999]. O cnoco6noctu BC Kk OuUCTaHIITMOHHOMY
TPAHCIIOPTY IO PACTEHUIO CBUJICTEIBCTBYIOT JaHHBIE O TPAHCIOKAIIMU
HK30TeHHBIX MeueHHbIX BC u3 kopHs B moOer B puce, OTyple U MIICHUIIE,
CKOpee Bcero, ¢ KcuiaeMHbIM cokoMm [Sasse, 1997; Bishop, Yokota, 2001].
[Toka mano um3BecTHO O TkKaHecnenupuyHoctd bC u ux cyOKIeTOYHOM
nokanm3anuu [Altmann, 1999].

Ha ceroansmiHuii JeHb HWMEIOTCSA MHOTOYMCIICHHBIE JIaHHBIE,
CBUJCTEIBCTBYIOIME O Pa3HOOOpa3uu TMPOSIBICHUN (PU3UOTOTHICCKUX
2 (HEeKTOB OpacCHHOCTEPOUIOB HA PA3TUYHBIC PACTUTEIBHBIC OPTaHWU3MBI,
KOTOpbI€  BKJIIOYAIOT  CBEIEHUSI 00  UX  SPKO  BBIPAXKEHHOM
POCTCTUMYJIMPYIOIIEM, a TakKKe 3alllUTHOM JIEUCTBUU IO OTHOIICHUIO K
HIUPOKOMY CHEKTPY HEOJAronmpusTHBIX BO3JCUCTBUN, YTO IMO3BOJISIET
paccMaTpuBaTh UX B KauyecTBE O4YEHb d(PPEKTUBHBIX U MHOTOOOEIIAFOIINX
OHAOTEHHBIX PETYJISITOPOB pOCTa U pa3BUTHUs pacteHuid. [lonpoOublil aHanu3
Takux paboT mpuBeleH B o0O3opax Xpumada u ap.[1995], Kopabnesoit u
[TnatonoBoit [1995], IlpycakoBoit m Ywmxkoroit [1996], Altmann [1999], a
takke Khripach et al. [2000]. BcectoporHemy 00Cy)ASHHUIO 3TUX JTaHHBIX U
MOCBSIIIEHA HACTOAIIAS TJIaBa paOOTHI.

MexaHu3Mbl 1eCTBUS OPACCHHOCTEPOUI0B

Pocmcmumynupyrowana axkmugnocmsy opaccunocmepoudos. (OCBOECHUE
xuMHu4eckoro cuure3a bC u UX aHaIoOroB B KOJIMYECTBAX, HEOOXOAUMBIX JIJIS
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OMOJIOTMYECKUX  MCCJICIOBAaHUM, CIOCOOCTBOBAJIO TOSIBJICHUIO PadoT,
MOCBSIIIICHHBIX U3YYCHUIO MEXAaHU3MOB UX JICUCTBUS U BO3MOXKHBIX (PYHKIIHIA
B pacTeHUH. SIpKO  BBIp@KEHHBIA  POCTCTUMYIHpYHOUMH  3ddexT
OpacCUHOCTEPOUJIOB OBbLIT BBHISIBIIEH YK€ C MOMEHTa UX OTKPBITHS, TOITOMY
€CTECTBEHHBIM OBLIO HCCJEJIOBAHME HMX JEUCTBUS B TECT-CHUCTEMax JUJIs
«KJTACCUYECKUX» (PUTOrOpMOHOB. XOTS B psJie CICHU(PUUHBIX ISl AyKCUHOB,
ru00epeIUTMHOB, IIMTOKUHUHOB U 3THJIEHa OMOTECTax OHM TMPOSBISIIN OYEHb
BBICOKYIO aKTUBHOCTH [Yopp et al., 1981; Mandava et al., 1981; Arteca et al.,
1983; Takematsu et al., 1982; Katsumi, 1985; Wada et al., 1985], B npyrux —
HE OKa3bIBAIM JCHCTBUSA WIM JaX€ HWMEIH MPOTUBOIOIOXKHBEIN 3hPexT
[Mandava et al., 1981; Yopp et al., 1981; Sala, Sala, 1985; Eun et al., 1989].
[IpuueM, Bo Bcex wuccienoBaHHbiXx Ounorectax bC ObuUIM aKTUBHBI B
upe3BbIYaiiHO HM3KHX KoHueHTparmax (10°-10"> M) [Sakurai, Fujioka,
1993], yTo OTAMYAET UX HE TOJBKO OT PEryJATOPOB CyOCTpPaTHOro AEUCTBUS,
HO ¥ OT JIPYyTUX I'PyIn (UTOTOPMOHOB.

HeobxoaumMo OTMETUTH, YTO TpPH aHAIM3E€ POCTCTUMYJIUPYIOIIETO
nevicteuss  bC  Ha  pacTUTENbHbIE OpPraHU3Mbl  BCTPEYAETCS  MHOTO
npoTUBOpeunBbIX AaHHbIX [[IpycakoBa, UuxkoBa, 1996], uro, ckopee Bcero,
CBSI3aHO C pa3M4YMeM YYBCTBUTEJIBHOCTH PACTUTEIBHBIX OOBEKTOB,
JEUCTBYIOIMX KOHLEHTpauui pa3Hbix bC, cpokamu 00pabOTKM M, HAKOHELL,
ctpykrypoil camux BC [Khripach et al., 2000]. Hanpumep, npu uzyueHuun
JNEeUCTBUSL pa3HbIX Mo cTpykType bC Ha mpupoct OMOMAacChl U aKTUBHOCTh
MeTabonu3Ma KJIETOK xJyopemibl  Obul  BbicTpoeH psa bC mo  mux
OMOJIOTMYECKOM aKTUBHOCTH: OpaccuHonua > 24-snubpaccuHoaun >
rOMOOPACCUHOIUA > KacTaCTEPOH > 24-3MMKACTAaCTEPOH > FOMOKACTacTepOH
[Baigus, Czerpak, 1998]. [lelicTBuUTENbHO, NMPU aHAIU3€ MHOTOYHMCICHHBIX
JaHHBIX 1o akTtuBHOCTH BC B OMOTecTaXx MaKCHUMalIbHOM aKTUBHOCTBIO
XapakTepusyercss  OpacCHMHOJUJ, OJHAKO B  TOJIEBBIX  OMNbITaX —
24-3nmbpaccunonua u 28-romodbpaccuHonua, 1 UMeHHO 3T bC cunraroTcs

HamOosee >(pPexkTuBHBIMU MJIsi MpakTHueckoro ucrnosib3doBanus [Khripach
et al., 2000].

Hns BBISIBJICHHS POCTCTUMYIUPYIOLIETO NENUCTBUSA
OpacCUHOCTEPOUJIOB UCIONB3YIOT chenupuueckue s HUX OUOTECTHI.
ITepBblii U3 HUX, CBA3AHHBIM CO CTUMYJIILUEN POCTA BTOPOIO MEXKAOY3JIUS
daconu, 661 paccMoTpeH Boiie [Mitchell et al., 1970], npudyem aykcuHBI U
IUTOKWHUHBI B 3TOM TE€CTE HE MPOSBIISIN CBOETO JEHCTBUA, a THOOEpEeIIUHbI
BBI3BIBAIM TOJIBKO YJJIMHEHHE MEXAOY3JIMA M JEHCTBOBAIM B TrOpa3lo
OOJBIIMX KOHIIGHTpAIMAX. boyiee YyBCTBUTEIBHBIM K BO3JECHCTBUIO
OpaccHHOIMAA 110 CPABHEHUIO C 3TUM TECTOM SIBJIIETCS OMOTECT MO OLEHKE
CKOPOCTH pOCTa JNUKOTUJIIEH Maulla, KOTOPBIA IO3BOJIAET BBIABUTH €T0
cTuMyIupytoumii s¢dekr B xonueHtparmn 10°°M u mmke [Gregory,

109



Mandava, 1982]. Kpome Toro, mns BbwisiBaeHus akTuBHocTH bBC wyacto
WCIIOJIB3YIOT YPE3BBIYAMHO YYBCTBUTEIBHBIA TECT 10 HW3MEHEHHWIO yTJia
OTKJIOHEHUs JUCTOBOM IIACTUHKHM puca OT Biaranuiia jucra [Wada et al.,
1981]. Takum o6pa3om, BC o00magaroT BBICOKON (U3HOIOTUYECKON
aKTUBHOCTBIO B pAJie crienu(DUUecKuX Uisi HUX OMOTECTOB.

Dk3oreHHas obOpaboTka BC u30IMpOBaHHBIX OpPraHOB, UX OTPE3KOB
WM TEJBIX PACTEHWU BBI3BIBAET CHIBHYIO aKTHUBAIMIO POCTa KakK 3a CUeT
YCWIICHMsI JENEeHMs] KIETOK, Tak M uX pacrspkenuss [Mandava, 1988].
Crumynupyromuii 3¢pdext bC Ha neneHune KiIeTok HanboJiee YETKO MOKa3aH
MIPY KCIIOIB30BAHUM MOJEIBHBIX cucTeM. Hampumep, 24-smmOpaccuHoIn
(OB) cymiecTBEHHO YCKOpsieT JACJICHUE M30JMPOBAHHBIX MPOTOILIACTOB
KUTAaWCKOM KamycThl [Sasse, 1997]. B 3aBUCHMMOCTM OT COOTHOIIECHUS
ayKCMHa W IMUTOKMHUHA B Cpele KyJIbTUBUPOBAHUS H30JIMPOBAHHBIX
MPOTOILUIACTOB ~ Me30(wiia JIMCTa TETYHUH BBISBJICHBI HHTEPECHBIC
3aKOHOMEPHOCTH yCKOpeHus mnpoiudepanuu mpu o6padorke 10—-100 M
opaccunosmmaoM [Oh, Clouse, 1998]. Pasubie BC B 00acTu KOHIIEHTpALIAA
or 10"%-10* CTUMYJIMPYIOT JIeJieHHe KJIeToK xjopeiuisl [Bajguz, Czerpak,
1999].

Baugnane BC Ha axkTHUBaAlMIO DJIOHTAIIMU KJIETOK KaK B MOJEILHBIX
cucTteMax (Ha 3TOM OCHOBAHBI OMOTECTHI IO BBISBJICHHUIO MX aKTHBHOCTH),
TaK U UEJBIX PACTEHUSAX MOKazaHO jocTaTouyHo xopomio [Mitchell et al.,
1970; Sasse, 1985; Mandava, 1988; Dahse et al., 1990; Zurek et al., 1994;
Zurek, Clouse, 1994; Clouse etal., 1996; Azpiroz etal., 1998; Lee etal.,
2000]. B psanme tect-cuctem BbisiBiieH cuHepruueckuid spdexkt UYK u BC,
aJIMTUBHBIA 3P (EKT Ha JIOHTAIMI0 KJIeTOK rudbepemnuHa u bP [Katsumi,
1985]. Takum ob6pazom, bC, B3auMoAeicTBys ¢ ApyruMu (HUTOrOpMOHAMH,
BOBJICKAIOTCS B PETYJISAIIUIO POCTOBBIX IPOIIECCOB, M, TIO BCEH BHIMMOCTH,
CYIIIECTBCHHOE 3HAYCHHWE B TMPOSIBICHUU PETYISATOPHON (YHKIIMH HMEET
BiusHue bC Ha SHIOTeHHBIN TOpMOHaNbHBINA cTaryc pacteHuil [Eun et al.,
1989; Zurek et al., 1994; Kosanes, 1998; Illakuposa, 1999; Khripach et al.,
2000]. OOGcyxaeHut0 3TOro Bompoca OyJEeT MOCBSIIEH CAMOCTOSITEIbHBIN
pazien TJIaBhbl.

Kak wu3BecTHO, OAHOW M3 TEPBBIX PETUCTPUPYEMBIX PpEaAKIUN
paCTUTENbHOM KIJIETKM Ha O0OpabOTKy 5K30T€HHBIMU (PUTOTOPMOHAMU-
aKTUBATOPaMHU POCTOBBIX MPOIIECCOB SBJSETCS THMEPIOIpHU3aiys MeMOpaH
U aKkTUBAIMs TPOTOHHOW momiibl. bC-uHaynupyeMoe pacTssKeHue KIETOK
TaK)K€ COMPOBOXKIACTCS BBIOPOCOM TIPOTOHOB W THIEPIOJISpPHU3ANUACH
kietounbix MeMOpan [Cao, Chen, 1995], m 3TO, BEpOSATHO, CBS3aHO C
aktuBanuein MemOpanHot AT®d-a3e [Katsumi, 1985], mnockonbky BP
ciocoben aktuBupoBath AT®d-a3zy B cucreme in vitro [Sasse, 1997]. He
UCKJIIOYEHO, uTO BiusHUe bBC Ha MPOTOHHYIO MOMITY OMOCPEIOBAHO uepes
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Moaudukanuo JunuaHoro okpyxeHuss ATd-a3znoro kommiaekca [Dahse
et al., 1990], Tak kak JUNUIHBINA COCTaB MEMOPAHHOW (PpaKUK, BbIACICHHON
u3 obpaboranHbix BP cemsimoneil orypua, xapakTepu3yeTcs NOBBIILIEHHBIM
MPOLIEHTOM HEHACHIILIEHHBIX KUPHBIX KUCIOT [Katsumi, 1985].

NHTEHCUBHOCTh  POCTOBBIX MPOLIECCOB  HAXOAUTCA B  YETKOU
3aBUCUMOCTH OT aKTHUBHOCTH OEJIKOBO-HYKJIEMHOBOTO OOMEHa KIIETOK.
JeiictButenbHo, nuHrnoutopsl cunte3a PHK u Oenka CHUMAOT CTUMYIISILIUIO
uHayurpoBanHoro bC pocrta orpe3koB snukotuied mama [Mandava et al.,
1987]. U3BectHbl nannbie 00 aktuBauuu JJHK- u PHK-nonumepas, a takxke
cunteza JJHK, PHK B pacrenusix daconu nox Biausinuem oOpabotku BC,
npuueMm Bo3pactaHue axktuBHocTH PHK-nmommmepassi I crocoOctByer
YBEJIMYECHHIO O0beMa OEJIOKCUHTE3UPYIOIIEro amnmapaTta M YCUJICHHUIO
cunte3a Oenka [Kalinich etal.,, 1985]. OO6pabotka OpacCHHOIUAOM
TUIOKOTWIIEH W SIUKOTWIEH COoM, a Takke MPOPOCTKOB apabuporncuca
BBI3BIBAET aKTHBAILIMIO TpaHCKpuriuu Oosiee 50 TeHOB M YCUJICHUE CHHTE3a
nomunentuaoB [Clouse etal., 1992; Clouse, 1997]. WukyOupoBaHue
OTPE3KOB JIMCThEB MIICHHIBI Ha romobpaccuuommae (10°M, 10° M)
NPUBOJUT HE TOJBKO K AaKTHUBALlMM TOTAJIBbHOIO CHUHTE3a Oelika, HO H
YBEIIMUEHUIO CIIEKTpa cHHTe3upyeMbix OenkoB [KymaeBa u gap., 1989;
bypxanoBa u ap., 1991].

K uwncny BwibeiBaeMmbix BC (u3MOIOrM4ecKux OTBETOB pPaCTEHUU
OTHOCATCA  CTUMYJISIIUSA  (DOTOCMHTETHUYECKOM  aKTUBHOCTH  KJIETOK,
MOBBIIIICHNE YPOBHSI PAaCTBOPUMBIX OeIKOB U yriieBoAoB [Braun, Wild, 1984;
Kosanes, 1998; Vardhini, Rao, 1999; IIpycakoBa u ap., 2000], Mmoaymsius
aKTUBHOCTH  (EPMEHTATHUBHOM CHUCTEMbl pacTeHuil. Tak, MOKa3aHO
BO3pACTaHUE AaKTUBHOCTHM pPACTBOPUMOM HHBEPTa3bl B HU30JIMPOBAHHBIX
cemsnonsax puca [Beinhauer et al., 1990] u k1€TOYHO-CTEHOUHON MHBEPTA3BI
B CYCHEH3WOHHON KyJbType Kierok Tomara [Goetz etal., 2000],
KapOoOKcwiIa3bl B JUCThbiX mimieHuIpl [Braun, Wild, 1984] u cemsamomnsx
pacTymux B TEMHOTE TPOPOCTKOB apabumomncuca [Nagata etal., 2000],
HUTpATpEayKTa3bl W IJIIOTaMUHCHUHTETa3bl [Sairam, 1994], AT®-a3pl u
npyrux gepmentoB npu Bo3aeicTtBuu bC Ha pasHOOOpa3Hble pacTUTENbHbIE
oowvekThl [[IpycakoBa, YwmxoBa, 1996; Sasse, 1997; Altmann, 1999;
[Ipycakosa u zp., 2000].

Nmerotcst  yOenutenbHble OBOABI B monb3y yuactus bC B
muddepeHnnanu cocy10B KCHJIEMbl: B HAHOMOJISIPHBIX KOHIeHTpanusix bC
YBEJIMYUBAIOT (POPMHUPOBAHUE IIIEMEHTOB Tpaxeua 00paboTaHHBIX ayKCHHOM
U [UTOKHHWHOM OTPE3KOB TONMWHAMOypa IO JECSATH pa3, MpudeM
skcTparupoBanre bC n3 kaMOManbHOM YacTH COCHBI MOATBEPXKIAET POJb
suporeHHeix bC B kcwnemuoit muddepenuupoke [Clouse, 1997].
HNHTepecHbIM MOAXOJ0M B BBIICHEHHH PoJid 3HAO0reHHbIX BC B pa3BuTuu u
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mudpepeHIUPOBKE  pPacTECHUH  SBJISETCS  HMCIOJB30BAaHME B OMBITaX
unruburopa cunteza bC, Opaccunazona [Asami et al., 2000; Nagata et al.,
2000; Bishop, Yokota, 2001]. Pactymue B TEeMHOTE NPOPOCTKHU
apabujoricuca  mocie  0o0paOOTKM  OpacCMHA30JI0M  MPUOOpETaIH
MOp(OJOTHUYECKre 0COOCHHOCTU PACTEHUH, PacTYyIMX Ha CBETY, a UMEHHO:
KOPOTKUH THUIMOKOTWJIb, IIMPOKHE CEMSI0JIM M HCTUHHBIC JUCThS, XOTS
HEe0OpaOOTaHHBIE PACTEHMS] HE Pa3BUBAIM JIMCTOBBIX MPUMOPIUM; Oojee
TOTO, B CEMSJIOJISIX OIBITHBIX pacTeHud Habmoaanoch GHOpMHUpPOBAHUE
MeMOpaH THJIAKOMJOB — TepBoro »Tana AuddEepeHIMpOBKHA TUIACTUM, a
TaK)Ke MOBBIIICHHE YPOBHS prlyno30-1,5-6ucdocdar kapookcunasel [Nagata
etal., 2000]. DT pe3ynbTaThl YyKa3bIBAIOT HAa HOBYIO MPEANOJIAraeMylo
bynkuuo  SHIoreHHbIx bC B perymsiuud  pocra, pa3BUTHA U
1 pepeHIPOBKH PACTEHUM.

Takum oOpazom, BC — sHI0reHHbBIE PETYISTOPHI POCTA — BKIIIOYAIOTCS
B PETYJSIHMIO0 Pa3HOOOPA3HBIX MPOILECCOB KU3HEACSITEIBHOCTH PACTCHU,
T.€. XapaKTepU3YIOTCSI MHOXKECTBEHHBIMU MPOSBICHUAMH (PU3HOTIOTHYECKOTO
JIEUCTBUS U OTBEYAIOT BCEM KPUTEPHUSIM (DUTOTOPMOHOB.

Bmecre ¢ tem, HecMoTpst Ha npucyrctBue bC B TKaHSX pacTeHUH,
3HAYUTEIBHOE  YCHUJIEHME  POCTOBBIX  OTBETOB M  CHEUU(UYECKHUX
(U3HOTOrMYECKUX U3MEHEHUH MpU KpailHe HU3KUX KoHueHTpauusx bC, mx
CHIOCOOHOCTH TMEPEABUTAaTHCS IO PACTEHHIO M y4acTBOBATb B PETYISLUU
pocta, pa3BuTHS U JU(PEpEeHIUPOBKH pacCTeHUH, (PUTOrOPMOHAIIBHBIH
craryc BC euie coBcem HenaBHO He Obul oOmenpuHATeiM [Kende, Zeevaart,
1997; Creelman, Mullet, 1997]. (XoTrs K dYeCTH OTEUECTBEHHBIX
¢utoropmonosnoro bC yxe HaBHO MNPUYUCIEHBI K CaMOCTOSITEIBHOMY
Kiaccy ¢guroropmMoHoB [MypomiieB u ap., 1987]). OnHako kK HacTosIIEeMy
BpEMEHU Osarogaps HCII0JIb30BAHUIO BbC-nedunutHbIX u
BC-HeuyBCTBUTENIBHBIX MYTaHTOB, MO3BOJIMBLIMX IMPOBOJUTH UCCIEAOBAHUS
MOJIEKYJISIPHBIX MEXaHU3MOB ¢uznonornyeckoro neicteusi bC, momyueHs
yOeIUTeNbHbIE JOKA3aTeIbCTBA HEOOXOJMMOCTH 3TOM HOBOW TIpYMIbI
(UTOTOPMOHOB B PEryJsilMUM pOCTA, pa3BUTUA U JUPPEPEHIIUPOBKU
pacTeHUul U 4TO OpacCHHOCTEPOMIbl NMPHUHAANEKAT K YHUKAJIBHOM rpyIie
AHJOTEHHBIX PETYJISATOPOB POCTa (PUTOrOpMOHANIBHOU MpUpo ikl [Sasse, 1997;
Clouse, 1997; Altmann, 1999; Goetz etal., 2000], O6omee Toro,
BBICKAa3bIBaeTCsl MHEHME O auaupymomei poau bC cpeau ¢utoropMoHOB
[Khripach et al., 2000].

Monexynapro-cenemuueckuii aHaiu3 O0eucmeus OpaccuHocmepoudos.
K HacTosimiemMy BpeMEHM B pPAaCHOpPSHDKEHUM HCCIIENOBATENIE HMEETCs
Oonbmras kosutekius bC-myTaHTOB apabujoricuca, ropoxa M ToOMara,
KOTOpbIE ToJpa3fenisiorcs Ha JBa kiacca: bC-medextHble, comepskaiue
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T'CHBI, KOJIUPYIOIIKE (aKTOPhI, BOBJICKAIONIUECS B Pa3HbIC ATAmbl MO ITYTH
ouocunre3a bBC, m BC-HeuyBCTBUTEIBHBIE, XapaKTEepU3YIOLIUMECS MNOTepei
aKTUBHOCTH  (PAKTOpOB, yYAaCTBYIOIIMX B IEPBHYHOM  BOCIHPHUATHU
bC-curnana, KOMIOHEHTOB CHTHAJIbHOW TpaHCAYKIUU, WK 3(HPEKTOpoB,
OTBETCTBEHHBIX 3a IKCIIPECCUI0 KOMIIOHEHTOB, YYAaCTBYIOIIMX B OTBETE Ha
bC, wucnonp3oBaHWEe KOTOPBIX IMO3BOJSIET BBIIBUTH  JIpaMaTHUYECKUE
OTKJIOHEHUS OT HOPMAJIbHOTO PAa3BUTHUSA PACTEHUN, U JIMIIb SK30T€HHOE
BHecenne bC mosker BepHyTh ux B HOpMy [Altmann, 1999; Kripach et al.,
2000; Bishop, Yokota, 2001].

Hcrnonp3oBaHne JTHX MYTAaHTOB TIO3BOJISICT  BBISBHUTH  CIIEKTP
uHayuupyembix bC reHoB, BOBIEKarOIMXCS B MeXaHW3Mbl AeictBus bC,
OIICHUTHh HEOOXOAMMOCTh WX pealu3alliid B MPOSBICHUN (PU3HOIOTHICCKUX
apdexroB »Tux ropmoHoB [Clouse etal.,, 1996; Nomura etal., 1997,
Creelman, Mullet, 1997; Clouse, 1997; Azpiroz et al., 1998; Altmann, 1999;
Asami et al., 2000; Bishop, Yokota, 2001].

K uyuciny nepBbIX KIOHMPOBAHHBIX M OXapaKTEPU30BAHHBIX T'€HOB
cneuuduuecku peryaupyeMbix BC B 30HE pacTsKEHHsS] SMHUKOTUIIEH COU
oTHOcUTCcA reH BRUI1, oGnamaroniuii BLICOKOM T'OMOJIOTHYHOCTBIO C T'€HOM,
KOJIUPYIOIIUM KCWJIOTJTFOKaH SHJIOTPAHCTIIIOKO3UIIa3y (K9T),
JIOKAJIM30BaHHYIO B KJIETOYHOUM cTeHke HacTypuuu [Zurek, Clouse, 1994].
OTU UCCNEOBAaHUSI SBJISIIOTCS OYE€Hb MEPCICKTUBHBIMU B IJIAHE W3YUYEHUS
MOJIEKYJISIPHBIX MEXAaHU3MOB peryisTopHoro aeiicteus bC Ha pocToBbIE
MPOLIECCHl U B3aUMOJACHCTBUS MX MPHU 3TOM C ayKCMHAMH, HIUTOKUHUHAMH,
ruooepemmmuamu  (I'K), a Taxke ABK, posb KOTOpPBIX B 2JIOHTalluu
PACTUTENBHBIX KJIETOK XOPOIIO M3BecTHA. Tak, ObLIO MOKa3aHO, YTO 3€aTHH,
NVYK, I'K, HecMOTps Ha TO, 4YTO OHW BBI3BIBUIN YJIMHEHUE SIIUKOTUIICH COU
(mpaBna, 3HAYMTENLHO MEHbIEE, 4eM mpu obOpaborke bP), cHmwkamu B
orinune ot bP ypoBens akcnpeccun BRU1, 4TO CBUAETENBCTBYET O TOM, YTO
BO3pAcCTaHUE SKCIIPECCUU 3TOT0 I'eHa — pe3yJibTaT 0O0pabOTKU 3MUKOTUIIEH
bP, a ne pactsokenns [Zurek, Clouse, 1994].

N3yuenue B3auMonencTBus aykcuHa u bP B perynsumu snoHrauuu
cTebsiell MPOBOAWIM C HMCHOJIB30BAHMEM B KauecTBE MapKepa reHa Mallon
aykcun-3aBucumoit PHK (SAUR15A) u ayKCHH-HEUYBCTBUTEILHOTO MyTaHTa
tomata [Zurek etal., 1994]. MukyOupoBaHue THUMIOKOTWIEH HOPMaTbHBIX
pacTeHHil ToMaTa Ha AyKCHUHE BBI3bIBAJIO UX YIJIMHEHHUE, IPU ITOM YyXKE B
Te4eHue 4vaca HaOmonanach MHAyKIuS dKkcrpeccun SAURISA rena, Torna
KaK B MyTaHTHBIX PACTEHUSX TPAHCKPHUIITHI STOTO T€Ha HE OOHAPYKUBAIIUCH
1 OoTcyTCcTBOBaIA AoHranusa B orBeT Ha MY K. BP ctumynuposain amoHramnuio
TUTIOKOTWIIEH OOOMX TEHOTHUIIOB TOMaTa B PAaBHOM CTEMEHU, OTHAKO
WHIYKIUST SKCIPECCUU ITOr0 I'eHa HaOJIoAanach JUIIL CIYCTS HECKOJIBKO
yacoB [Zurek et al., 1994].
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Tak, B yIJIMHAIOLOIMXCS OIHKOTWISAX TOpOXa TOMOJIOTUYHBIN
ToMaTHOMY reH SAUR6B skcnipeccupoBaiics oA BiussHueM bP crycrs 18 4,
IpU 3TOM yBeIMYEHHsI YpoBHS cBoOOgHON MYK B TKaHsX snukoTuied He
npoucxoausio [Zurek etal., 1994]. PesynpTaThl 3TOM pabOTHI YETKO
JEMOHCTPUPYIOT (akT HE3aBUCUMOW OT aykcuHa peryisinuu bP skcnpeccun
cemericta reHoB SAUR.

Bmecre ¢ Tem poctoBoil orBer 00paboTaHHbIX bC pacTuTenbHBIX
KJIETOK CBSI3aH C peryJisinuen yrieBoaHoro oomena. Tak, no6asienune bC k
aBTOTPO()HON CYCIIEH3MOHHOW KYJbTYype KIETOK TOMAara MPUBOAUT K
cnenupuyecKkoMy MOBBIILICHUIO aKTUBHOCTHU KJIETOUHOCTEHOYHOH
MHBEPTA3bl, KOTOpoe Koppenupyer ¢ mHaykuuein MPHK BHemHekneTouHom
uHBepTa3bl Lin6, Torga kKak akTHUBHOCTh BHYTPUKJIETOYHBIX HWHBEpPTa3 HE
m3mensiercst [Goetz etal.,, 2000]. OmneITBl C NOPOPOCTKAMH TOMATOB
CBUJICTEJILCTBYIOT O TOM, YTO JIOKajdu30BaHHbIM BbC-3aBUCHUMBIN POCTOBOM
OTBET B JIOHTHPYIOILIEH 30HE TUIOKOTHUIISL COMPOBOXKIAETCS celMpuIecKon
uaaykauen Lin6 MPHK, uro nemonctpupyer pons BC B perynsuun
amoIuIacTHOTO TpaHcmopTa yrieBonoB [Goetz et al., 2000].

KiioHupoBanve reHoB, KOJAMPYIOUIMX YYaCTBYIOIIME B MOJAU(UKALUU
KOMITIOHEHTOB KJIETOUHOM cTeHkH ¢epmenThl, KOTa3 u skcnan3uHoB [Fry,
1995; Bishop, Yokota, 2001], mo3BOJSIIOT HPOBOAUTH MPSAMYIO OLICHKY
BJIUSIHUS TOPMOHOB-aKTMBATOPOB pOCTa HAa HX CHHTE3 M AaKTUBHOCTb.
Kcunorntokanbl BXOIAT B COCTaB  TEMHIIEJUIFOJIO3HOTO  KOMIIOHEHTa
MEPBUYHOM  KIIETOYHOM cTeHkH, modTtomy KOTa3el Bnomne Moryt
CIIOCOOCTBOBATh €€ Pa3phIXJICHUI0 W y4acTBOBATh TaKUM OOpa3oM B pOCTE
pacTsHKEHUEM, XOTS MOIBITKA BBISIBUTH NMPSAMON 3P (HEKT 3TUX PEepMEHTOB Ha
pa3phIXJIEHUE KIETOYHBIX CTEHOK B BBIICJIIEHHOM IIpenapare yclexa He
OpUHECTa, 3aTO SKCIAH3MHBI OKAa3ajUChb AaKTUBHBIMM B MOJIU(pUKALNUU
KJICTOYHBIX CTeHOK B 3ToM TecTe [Clouse, 1997].

CrnenoBarenbHoO, 3HaueHrue KOTa3 B paspbIXJI€HUN KIETOYHOM CTEHKH
HE ONpEJIETICHO, HO, MMOCKOJIbKY 3TH (PePMEHTHI IIUPOKO PACIPOCTPAHEHBI U
OoTHOCATCA K  AuddepeHuaIbHo  PeryaupyeMoMy  MYJIbTUT€HHOMY
CEMEUCTBY, MOXHO MOJlaraTh, YTO OHHM WIPAIOT BAXKHYIO pOJb B CaMbIX
KPUTHYECKHUX MPOLIECCaX, CBA3AHHBIX C KIIETOYHBIMU CT€HKaMu pacTteHuid. K
HUM, BEpOSITHO, MOXHO OTHECTH pEryJSIIUI0 BKIIOYEHHS HOBBIX
KCWJIOTJIIOKAHOB JIJIs YKPEIUIeHUs! CTeHKU B xoje pacTsikeHus [Clouse, 1997].
DTN JaHHBIE YKa3bIBAIOT Ha IOJHOINpaBHOe BoBiieueHUue BC B ClIOXKHYIO
KApTUHY TOPMOHAJIBHOM PETYJSIUUU SKCIIPECCUU T€HOB, MPOAYKTHI KOTOPBIX
3aJIeiCTBOBAHBI B POCTOBOM OTBETE PACTUTENbHBIX KIETOK. OqHAKO OBLIO ObI
BaXHO OMNPEICIUTh BIUSHHE POCTCTUMYNHpYOmUX Quroropmono bC,
NYK u I'K Ha ypoBEeHb aKTUBHOCTH y4aCTBYIOIIUX B U3MEHEHUH COCTOSHUS
KJIETOUYHBIX CTEHOK (DEPMEHTOB SKCIIAH3UHOB.
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COBOKYMMHOCTh ~ TpPHUBENEHHBIX  3/€Ch  JaHHBIX  CO  BCEH
yOeIUTEeTbHOCTHIO CBUJICTEIIHCTBYET 0 MPUHAIC)KHOCTH
OpacCUHOCTEPOUJIOB K  (uUTOrOpMOHAM, HU3YYEHHE  MOJEKYJISPHBIX
MEXaHU3MOB JI€HCTBUSI KOTOPBIX MPEACTABIAECT O0O0IIEOMOIOrMYECKYIO
npobieMy, IOCKOJIIbKY OHO MOKET CIIOCOOCTBOBATh PACHIMPEHHIO 3HAHHUN O
CHCTEME TOPMOHAJIBHOW pEryJAluU IKU3IHEAEATEIIbHOCTH HE TOJBKO
pPacTUTENIbHBIX OPraHU3MOB, HO M, BEPOSTHO, BBISBICHUIO OOIIUX CUCTEM
peryysliud B JKMBOM NPUPOJIE B CBSI3U C TEM, YTO OpPacCHHOCTEPOM]IbI
SBIISIFOTCS CTPYKTYPHBIMH aHAJOraMH CTEPOUHBIX TOPMOHOB KUBOTHBIX.

Binsinne OpaccHMHOCTEPONA0B HA TOPMOHAJIBHBIN CTATYC pacTeHUil

[Tockonbky OpacCHHOCTEPOUIbI XapaKTEPU3YIOTCS SIPKO BbHIPAXKEHHBIM
POCTCTUMYIUPYIOIIUM S(PHEeKTOM, MOXKHO OBLIO O0XHAATh €ro aKTHUBHOE
BMEIIATEIBCTBO B HHAOIEHHYIO TOPMOHAJIbHYIO CHUCTEMY paCTEHUH.
JlelcTBUTEIbHO, HMMEETCSl HEeMajo JIaHHBIX, TOJYYEHHBIX Ha pPa3HbIX
PACTUTENBHBIX 00BbEKTaX KaK MOJIEIbHBIX CUCTEMAX, TaK U IEJIbIX PACTEHUSIX
B OHTOr€HE3€, KOTOPbIE CBUIECTEIBCTBYIOT 00 MX BIMSHUM Ha COJECpPNKAHUE
pasHeIx rpynn ¢uroropmonoB [Eun et al., 1989; Kypanos, 1996; Koaies,
1998; IllakupoBa, 1999], XOTd HY>XHO 3aMETUTh, YTO OHHU TaKXKE OYECHb
MPOTUBOPEYUBHI.

OpgnuMm u3 nepBbIX 3PQPEKTOB, KOTOPBIM ObUT OOHApPYXEH NpH
JNEeUCTBUU OpacCHHOCTEPOUIOB Ha 3THOJUPOBAHHBIC TUIMOKOTWIM (Hacoiu,
ATO ycwieHue mpoaykiuu stwieHa [Yopp etal., 1979], xoropas pesko
Bo3pactasia B mnpucyrctBun HNYK [Arteca etal.,, 1983]. VYBenuuenwue
OMOCHHTE3a PTWIEHA MMOJ BIMSHUEM OpacCUHOJIWAA BBISIBJICHO U B JIPYTUX
oowekrax [Kopabnesa u ap., 1998].

[TockonbKy M3BECTHO, YTO B OOpPA30BaHUU ATUJICHA YYAaCTBYET ayKCHUH
[Abeles, 1966], noruuno ObulO mnpennoiaoxuth, 4to 3hdexr BC Ha
ATUJICHOMPOIYKIIMIO MOXET OBITh OINOCPENOBaH TOBBINICHUEM IMOJ UX
BJIMSIHUEM SHJOT€HHOI0 ypoBHsS aykcuHa [Yopp etal., 1979; Arteca et al.,
1983]. OnHako 3aMeTHBIX U3MeHeHu oA BiausHueM bP B conepxxannu NYK
HE OBUIO BBISBJICHO, XOTS HE HCKIIOYEHO, YTO OH MOXET MOBBIIIATh
aKTUBHOCTb ayKCHHA, HANPUMEpP, B MEXKIOY3JIUAX (Pacoyid, HE U3MEHsS ero
koHneHTparuu [Cohen, Meudt, 1983]. B snukoTunsx cou HaOIIOAATOCH
nake yMeHbieHue ypoBHs cBoboaHoit MYK npu o6padotke bP [Zurek et al.,
1994]. B 1O ke BpeMs UMEIOTCS CBEAEHUSA O CTUMYJISIUUMU MOJ BIUSHUEM
Opaccunoymaa yBenuueHuss ypoBHs MYK B rumokotmmsix kabauka [Eun
et al., 1989], Torna kak 3HaYUTEIBHBIX WU3MEHEHUN B MPOAYKIMU ITHIICHA B
HUX 0OHapy>KeHO HEe OBLIO.
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Takum 00pa3oM, 0 3aBUCHUMOCTH MEXAY W3MEHEHUEM 3HIAOTC€HHOTrO
ayKCMHA W CHOCOOHOCTBIO K MPOAYKIMU OTWIEHA Yy 00pabOTaHHBIX
OpaccMHOCTEPOUAAMH PACTEHUH, BEPOSTHO, TOBOPUTH OJHO3HAYHO HENb3S.

OtnHocutenbHo BiausiHusE BC Ha conmepikaHue Apyrux (UTOrOPMOHOB
JTaHHBIE TAK)K€ MPOTUBOPEUUBBI. Tak, UMEIOTCS CBEICHHSI O MOBBIIICHUHN 110
nericteueM Ob comepxxanuss ABK B Mepuctemax kinyOHel kaptodens
[KopabuieBa, [lnmatonoBa, 1995]. B 1o xe Bpems npu o0pabOTKE OTPE3KOB
TUIOKOTHIIEH Kabaduka HaOI01aeTCsl TEHACHIUS K CHIDKEHUIO MO BIUSHUEM
o0pabotkn Opaccunomugom konmyectBa ABK B Hux [Eun etal., 1989].
[IpennoceBHass oOpaboTka ceMssH u pacTeHud sumeHss Ob  cHumkana
conepkanne ABK [Kopane, 1998], torma kak mucTes oOpabOTaHHBIX
pacTeHU XapaKTepU30BAIHCH MOBBIIMICHHBIM COACPXKAHUEM THOOepeITMHOB
Y [IUTOKMHUHOB.

WNuTepecHo mnpuBECTH JaHHbIE MO BIMSAHUIO 3MUOpPACCUHONMIA Ha
OamaHC BceX KIaccoB (UTOTOPMOHOB B PACTCHUAX SYMEHS, O3UMOMU
nmeHuIsl U kaprodens [Kypamos, 1996]. B pacTeHusx 03uMOi TIICHUITHI,
oOpaboranubix Ob B KoHIlE TpyOKoBaHUS, HAOIIOAAIOCH MHOTOKPAaTHOE
yBennueHrue ypoBHs MYK, Torma xak ero BIMSHHS HA U3MEHEHUE YPOBHS
JIpyrux (pUTOrOopMOHOB OOHAapyXeHO He ObLI0. B TO ke BpeMs B pacTeHUAX
sYMeHs, Hapsay ¢ OonbiiuM HakorieHueM MYK, umeno mecto Hekotopoe
yBEJIMYEHHE B pa3Hble CPOKH B xojie 30 1Hel onbiTa YpOoBHS THOOEPEIIMHOB,
IUTOKMHUHOB U 3TWIEeHA. B pacTenusx kaprodenss MakCuMaibHO BO3pacTal
MO/ BIUSIHUEM ATOT0 (PUTOrOpMOHA YPOBEHb THOOEPEIIIMHOB, & YBEJIMUEHUE
B cojiepxanuu MuToKMHUHOB, UYK 1 ABK 0bU10 HE3HAYNTEIBHBIM.

CrnenoBaTenbHO, TPYAHO BBIABUTH Kakoe-IMOO CXOACTBO OTBETa
TOPMOHAJIBHOTO CTaTyca pacTeHWd Ha 3K30TreHHyr o0pabotky BC. 3Oto
MOJKET OBITh CBSI3aHO C pa3IUYMEM OPraHOB M TKAHEW, MCIOIH30BAHHBIX B
pabotax, pa3sHOOOpa3veM pacTUTEIbHBIX OOBEKTOB, MX Bo3pacTa (a3
OHTOTEHE3a), pa3IuyueM cxeM o0paboTOK oTiaMYaromuxcs no crpykrype bC,
a TaKkXKe MPOAOJKUTEIBHOCTH MHKYOAIMK HA (UTOTOPMOHE PACTUTEIHHOTO
Matepuasia. B CBA3M € 3THUM HHTEPECHO NPOAHATU3UPOBATH JIAHHBIE I10
BIusiHUIO Db Ha OamaHc (UTOrOPMOHOB B MOJIOABIX PACTEHUSX SIPOBOM
MSITKOM TIICHUIIBI.

Bausanue 24-3nubpaccunonudoa HnHa - cooeprcanue - PumozopmoHos
6 npopocmkax nuienuysl. B npeBapuTEIbHBIX ONBITaX OB OTOOPAHBI JABE
ONTUMAJIbHBIE B CTUMYJIALIMA POCTA MPOPOCTKOB KoHIeHTparuu Ob, 0,4 HM
u 0,4 MxM (puc. 30).

Hannume nByX MakCMMyMOB JEWCTBYIOIIMX KOHLEHTpauuii Ob
BBISIBJICHO TAaKXe /I pacTeHuil siumeHs u kaptodens [bokebaeBa, 1991;

116



Kopa6nesa, IlmaronoBa, 1995], xak u romoOpaccuHonIuAa ISl PacTEHUI
nenunsl [Kynaesa u ap., 1989].

§ 26T suw, o“"'..’o K
* *>
- s ‘¢“ "‘ . R4 ’0‘ """"" 3b
[°N . \J * *
I 0. “ 0‘ ‘Q
Q 24+ R K K %,
8 0‘. “t 0.‘ “
© o " “0 “
T ‘0’ ‘s’ ‘s
h 22 Te ‘t‘
= 0
=g .
.
20 T T T T T T ?
0 0,04 0,4 4 40 400 4000 40000
9b, HM

Puc. 30. Ilogdop onTUMANbHBIX B CTUMYJISIIMU POCTAa 3-CYTOYHBIX IPOPOCTKOB
NMIIeHUIbl KOHUeHTpauu 24-3mudpaccuHosmaa. CeMeHa mepea IMOCEBOM
3aMauyuBagu B pacrBopax Jb B TedyeHue 3 4acoB. KoHTpo/ibHBIE cemMeHa
3aMa4YUBaJIM B JUCTHIVINPOBAHHOI Bojie

Hnst Toro, 4ToOBl BBISICHUTH MPUPOAY POCTCTUMYJIHUPYIOIICH
akTUBHOCTH OB B MpOpOCTKax MINEHUIBI Ba)XXHO OBLIO HUCCIENOBAaTh €ro
BJIUSIHUE HAa TOPMOHAIbHBIA OanmaHc B HuX. JlaHHbIE, MpPUBEIEHHBIE HAa
puc. 31, cBUAETENbCTBYIOT 00 OTCYTCTBHHM KaKOTr0-1M00 3aMETHOTO BIUSHUS
0,4 MmxM Db Ha coaepxanue UYK nu ABK B KOpHSIX IPOPOCTKOB MIIIEHUIIBI
Ha TPOTSKEHWU BCEro ONbITa. AHAJIOTUYHBIE PE3YIbTAaThl MOJYYEHBI
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Puc. 31. Bausnue 0,4 MM 24-3nubpaccunosmnaa Ha o6ananc UYK, ABK n
HUTOKHHUHOB B KOPHAX 4-CYyTOYHBIX TMNPOPOCTKOB MIIEHHIbI COPTA
MockoBckas 35
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M.B. be3pykoBoii u A.M. ABasibOaeBbIM M TMpu 00pabOTKE HPOPOCTKOB
0,4 uM Ob.

OpnHako, MOXKHO BHJIETh (cM. puc. 31), 4To yke uepe3 4yac OT MOMEHTa
BOo3/eicTBUST Db B KOpHSX MPOPOCTKOB HAOIOMAETCS MOYTH 2-KpaTHOE
HAKOIUJIEHUE HUTOKWHUHOB, KOTOPOE MOJAEP/KUBAECTCS HA POTSKEHUH BCETO
onbiTa. Ob BBI3BIBAET CTOMKOE HAKOIUIEHUE LUTOKMHUHOB TAaKXKe W B
HaJ[36MHOM 4YacTH, npapjaa ¢ 1-dacoBwiM Jar-nepuojgom [bespykosa, 1997],
YTO T[O3BOJIAET MPEIIOoIaraT BO3MOXKHOCTh BIMSAHMS Ob Ha cuHTE3
LUTOKMHUHOB B KOpHsX. Takum oOpa3om, Db B mpopocTKax, HE BBI3bIBas
KaKUX-JIM00 CyIIeCTBEHHbIX u3MeHeHuil B Oamance WMYK wu ABK,
UHIYLHUPYET YBEJIWYEHUE YPOBHS UUTOKMHUHOB. MOXHO JayMarh, 4TO
¢bu3nonornyeckas akTMBHOCTh Db B pacTeHUsIX MILIEHULIBI B IEPBYIO OUYEPEh
CBA3aHa C  KOHIEHTPALMOHHBIMM  W3MEHEHMSMH  OTOW  TIPYIIIBI
(uUTOrOopMOHOB, 00IAJAIOLIUX HIUPOKUM CIEKTPOM JEUCTBHUS.

CrnenoBaTenbHO, OpacCHHOCTEPOMIBI MOTYT OKa3bIBaTh OBICTPOE
BO3JICMCTBHE B IIE€JIOM Ha TOPMOHAJBHBIA CTaTyC pAacTEHUM, BBI3bIBAs
U3MEHEHUSI B COAEP)KaHUM TE€X WM UHBIX (PUTOTOPMOHOB, B KOMIUIEKCE C
KOTOPBIMU OHH, BEPOSATHO, YYAaCTBYIOT B PETyJSAIHUA Pa3HOOOPA3HBIX
IPOLIECCOB B PACTUTEIILHOM OpTraHU3ME.

AHTHCTpPeECCOBOE JIeficTBHE OPacCHHOCTEPOUI0B

Cnocobnocts BC u uX CTPYKTYpHBIX aHAJIOTOB B HUYTOXKHO MAJIBIX
KOHIICHTpAIUSAX CTHUMYJUPOBATh POCT W Pa3BUTHE pPACTEHUI OKa3ajaach
BECbMa TMPUBJIEKATEIBLHON NJIsi TIOMBITKM MX MPAKTUYECKOTO NMPUMEHEHUS B
PaCTEHUEBOJICTBE B KAYECTBE PETYISTOPOB POCTa. ITU pabOTHI MPOBOAMINCH
Ha TaKWX IICHHEWININX CEJIhCKOXO3SHUCTBEHHBIX KYyJIbTypaX, KakK MIICHUIIA,
SYMEHb, pUC, KapTodens u Ap. [Xpumnaua u ap., 1995; Kopabnesa, [1naTonosa,
1995; IIpycakoBa, Uumwxosa, 1996; Hazra, Pore, 1998; IlpycakoBa u nap.,
2000; Khripach et al., 2000].

C campix mepBbIX ONBITOB mnpuMeHenuss bC B arpoHOMHYECKOM
MPaKTUKE OBLJIO MPOJAEMOHCTPUPOBAHO HMX SPKO BBIPAKEHHOE 3aIUTHOE
nerictBue. bC MOBBIIAIOT yCTOMYMBOCTh PACTEHUNA K HU3KOM M BBICOKOH
temriepatypaM [Mandava, 1988; KymaeBa u ap., 1989; Seki, Katsumi, 1994;
Dhabhadel et al., 1999], 3acyxe [KoBanes, 1998; IlpycakoBa u ap., 2000],
BoAHOMY cTpeccy [Sairam, 1994], 3aconenuto [bokebaeBa, 1991; Kosanes,
1998; IllakupoBa, be3spykoBa, 1998], anokcuu [EpmoBa, Xpumnau, 1996],
noBpexaaromeMmy Aeiicteuiro repounmmo [Takematsu etal.,, 1982],
Bo3jeiicTBUI0 matoreHoB [KopaOnesa, I[lmaTtonoma, 1995; Altmann, 1999],
PETYIUPYIOT TOCTYIUICHHE MOHOB B KIIETKM PACTEHWH W TPEIOTBpAIIAiOT
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TaKUM O00pa3oM HAKOIUICHHE TSOKENIBIX METANIOB M PaJMOAKTHBHBIX
AJIEMEHTOB B PACTCHHSIX, PACTYIIUX B 30HAX 3arps3HEHUS TMOJUTFOTaHTaMHU
[Khripach et al., 2000]. Bce 310 B coBOoKynHOCTH nipesmnonaraeT ydyactue bC
B peryisanuu (GOpMHUPOBAHUS HECTICIIM(PUICCKUX aJaNTUBHBIX MEXaHH3MOB
[KopabGnesa, [Inatonosa, 1995].

[Ipennonaraercs, uro BausiHue bC Ha yCTOMYMBOCTH pACTEHHI K
XOJIOAY M 3aCOJIEHUIO CBSI3aHO C €ro JICMCTBUEM HA CTPYKTYpPY M (yHKUUU
memOpan [KopaGnesa, IlnaronoBa, 1995]. YBenuuenne nona Biusinuem bC
YCTOMYMBOCTH K OXJ@XKJICHUIO W AHOKCUU CBSI3bIBAIOT C  3aIUTOU
LEJIOCTHOCTH MeMOpaH M MeMOpaHOocBsi3aHHbIX cTpyKTyp [Seki, Katsumi,
1994; EpmoBa, Xpumau, 1996], B Tom uuncine m saepssix [IIpycakosa,
Uuxosa, 1996]. Ilokazano, uyto Ob mnpeagoTrBpamaer HapylICHUE
YIBTPACTPYKTYPhI KJIETOK ME30(UIIa JIUCTa B YCIOBUAX 3aCOJICHUS CpEbl
[bokebaena, 1991].

Bmusiane bC Ha ycTOMYMBOCTH K TEILUIOBOMY IIOKY MOHO CBSI3aTh C
MOBBIIIEHUEM TEPMOCTAOUIBHOCTH OENIOKCUHTE3upYyIome cucreMbl. Kax
yKE€ 0TMEYaI0Ch, IEPBBIM MPSIMBIM yKa3aHUEM Ha U3MEHEHME IO/ BIUSHUEM
BbC skcnpeccun TeHOB B KJeTKax pacteHul ssisiercs padora O.H. Kynaesoi
u ap. [1989]. Tak, romoOpaccuHOIN B YCIOBUIX HOPMAIbHOU TEMIIEpaTypbl
3HAYUTEIBHO AKTUBHUPOBAJ CUHTE3 O€lKa B JIMCThAX MIIEHUIBI U HU3MEHSJI
CHEKTP CUHTE3UPYEMBIX OEJIIKOB, HEKOTOPbIE M3 KOTOPHIX MO MOJEKYJISIPHON
macce cootBercTBytoT BTII. O6paboTka TOPMOHOM JHCTHEB MIIIEHULIBI
yBEJIMYMBAJIA MOPOT YyBCTBUTEIBLHOCTH OEJIIKOBOTO CHHTE3a K TMIEPTEPMUU
HAa  HECKOJbKO  TpajycoB, T.6. TOMOOpPACCHUHOJHWJ  YBEJIUYUBAI
TEPMOYCTOHYMBOCTh ~ OEJIKOBOTO  CHHTE3a, KOTOpas COIPOBOXKJajiach
NOBBIIICHUEM TEPMOYCTOMYMBOCTH MeMOpaH U  O€JIOKCHHTE3UpYOIIeh
cuctembl kieTok B 1esqoM [KymaeBa u np., 1989]. C unaykumed mnon
BiusiHueM Ob cuHre3a BTII CBA3BIBAIOT TEPMOTOJEPAHTHOCTH TAaKKE
IpOpOCTKOB parica u Tomata [Dhaubhadel et al., 1999].

Cnocobnocte Db mnpu mnpeanoceBHOM 00pabOTKE IMOBBINIATH
BCXOXKECTb CEMSIH TMIICHMIIb, BEPOSTHO, CBS3aHHYIO C aKTHBAaIUel
0-aMHJia3bl,  YBEJIIMYMBATh  OBOJIHEHHOCTh  PACTEHUW,  TMOBBIIIAThH
OCMOTHYECKOE JaBJICHHE KJIETOYHOTO COKa M MHTEHCUBHOCTH (hOTOCHHTE3a
MMEET BaXXHOE 3HAYECHHE B IMPOSIBICHUHM 3aCyXOYCTOMYMBOCTHU MIIEHUIIBI
[[IpycakoBa u ap., 2000].

bC moBBIIIAIOT MPOAYKTUBHOCTh PACTCHHM, YBEIUYUBAIOT YPOXKAM W,
BAXHO OTMETHUTb, YJIy4YlIalOT €ro KayecTBO Yy  pPa3HOOOpa3HBIX
CEJIbCKOXO3SIICTBEHHBIX KYJIbTYP, OCOOCHHO B YCJIOBHSIX HEOJIaronpUsTHBIX
dbaxTopoB cpenbl [ Xpumau u qp., 1995; [Ipycakosa, Unkosa, 1996; Kosares,
1998; Bunpadaym u ap., 2000; Khripach et al., 2000; IlpycakoBa u mp.,
2000]. Tak, npenmnoceBHass 06padoTka cemsiH BP crocoOCTByeT CHMXEHHUIO
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MOTEpPU MPOIYKTUBHOCTU MIIEHUIBI B ycinoBusax 3acyxu [Shilling, Shiller,
1990; IlpycakoBa u ap., 1993; 2000]. OmnpeickuBanue pactenuii bC
MOBBIIIAET MPOAYKTUBHOCTH copro [Xu etal., 1994] u mmenunsl [Sairam,
1994] npu BonHOM CcTpecce U 3acyxe.

Ob mnoBbIIaeT aganTarMOHHBIE CIIOCOOHOCTHM PACTECHUN SUYMEHS B
yCIOBUSIX epUIMTa BJIaru v 3acOJICHUS, KOTOPbIE MPOSIBISIIOTCS B yCHIICHUU
(OTOCHHTETUYECKOM aKTUBHOCTH, POCTOBBIX U (HOPMOOOpPa30BaATEIbHBIX
IPOLIECCOB,  MPUBOJALUIMX B  KOHEYHOM  CUET€ K  YBEIMYECHHIO
MPOJYKTUBHOCTU 3TOM KYJIBTYpbl, IPUYEM BAXKHYIO PETYJIATOPHYIO pOJib B
MOBBIIICHUH aJanTalMd OTBOAMUTCS MHAyIUupoBaHHOMY Ob ycunenuto
MPOAYKUMHU JTUJIEHA B cTpeccoBbix ycioBusax [Kosanes, 1998]. B atoii
paboTe MmokazaHo, 4To 00paboTka pacTeHuil kaptodelss B Havalle I[BETCHUS
Ob cnocoOcTByeT mpubaBKe yposkas 3a CUET YBEJIMYEHUS YMCIA U MacChl
KITyOHEH.

O0paboTka Ob crocoOCTBYET MOBBILIEHUIO YPOKasi APOBOM MIIEHULIBI
U KapTodessi, Ipu 3TOM OTMEYEHO, YTO UCIOJIb30BAaHUE TOPMOHA MO3BOJISET
CHHU3UTh /103y BHECEHHs] MHUHEpaNbHbIX yaoOpenuit Ha 30 % [Bunpadmym u
ap., 2000].

BC mnoBblaloT yCTOMYMBOCTH pacTEHUM KapTodesns, MIIEeHUIIbI,
SYMEHS, OTypla M JPYTruX KyJbTyp K pa3HOOOpa3HbIM ¢uTONaToreHaM B
psge cinydaeB Jaxe d(@exTuBHEe, yeM TPAJULIUOHHO HCIOJb3yEMbIE B
O0opbOe ¢ BO30yauTENIMH TPUOHBIX O0JIe3HEH (yHTHIMIBI, O0Jee TOr0, OHH
OKa3bIBAIOT 3AIIUTHOE JCUCTBHUE HA PACTCHHUS MPU BUPYCHOU HWHOEKIUU
[Kopabnesa, IlmaronoBa, 1995; IlpycakoBa, UmxkoBa, 1996; Khripach et al.,
2000]. UaTepecHO B CBSI3U CO CITOCOOHOCTHIO MOBBITIIEHUS 1o BiaussHuEM bC
YCTOWYHMBOCTHU K MaToreHely oOCyauTh JaHHbIe 00 mHAynupyemom bP rene
BRI1, xonupytoieMm Ooratyro JEHIIMHOM pelenTop-noJAoOHYI0 KHHA3y
(LRR-RLK), mnpeamnonoxutenbHas (YyHKIUS KOTOPOW 3aKiloyaercs B
nepeaye CUrHaJoB, OTBETCTBEHHBIX 3a PEryJisilUI0 MPOLECCOB pPa3BUTHA,
KOTOpbIE, BEPOSITHO, BKIIOYAIOT COOOIICHHE MEXAy KIETKaMu WU
y3HaBaHHUE pacTeHHEeM naToreHoB [Altmann, 1999], a Takke MOAYJIALMH O]
BiusHueM bC aktuBHocT PR-0enkoB [Szekeres et al., 1996].

Takum oOpa3zom, mnpenoOpabotka pactenuit bC cmocoOcTByeT
CHUKEHUIO MOBPEXKIAONIET0 ACHCTBHS HEOIAronpusATHRIX (DAKTOPOB pa3HOM
NpUPOJBI, YTO YKa3blBa€T Ha HX Yy4YyacTHE B Pa3BUTUHU PEaAKIIUM,
CIOCOOCTBYIOIIUX TMpeAaganTallud PacTeHUH K BO3MOXKHBIM CTPECCOBBIM
cutyanusaMm. K TakuM peakuusiM, HampuMmep, MOXXHO OTHECTH HHIYKIUIO
HAKOIUICHUS M3BECTHOTO OCMOIPOTEKTaHTa MPOJMHA B JIUCTHSIX SYMEHS
[bokebaeBa, 1991] wunu JEeKTHHAa B KOPHAX MPOPOCTKOB IIICHHUIIBI,
[[[TakupoBa, be3pykoa, 1998], ydacTByromiero, kKak paccMaTpUBAIOCH B
rjiaBe 5, B pa3BUTUHU HECTIEUU(PUUECKUX 3aIlIUTHBIX PEAKIINH MIIIEHUIIBI.
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JlaHHBIE, TIpUBEIECHHBIE Ha pUC. 32, AEMOHCTPUPYIOT TOYTH
JIBYKpaTHoe Bo3pactaHue ypoBHA A3Il B KOpHAX IPOPOCTKOB,
oOpabotanubix Ob, npuuem Db, HanmomHuM (cM. puc. 31), HE BBI3bIBAET
M3MEHEHU B coaepkaHuu ADBK, 4TO CBHUIETENBCTBYET O HE3aBUCUMOM OT
ABK perynsuum snuOpaccMHONIMAOM  ypoBHsA JekTuHa. [lpu  atom
HAaKOIUIEHHWE 3TOro Oeika, BEpPOSITHO, SABIISETCS pEe3ylbTaTOM €ro CHHTE3a,
IIOCKOJIBKY OB MHAYLHpYeT B KOPHSAX IPOPOCTKOB IIIEHUIBI 3KCIPECCHIO
reHa A3II [[IIakuposa u ap., 20008].
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Puc. 32. Buusanue 0,4 MM Db Ha HMHAYKIUIO HAKOIUIEHMS JIeKTHHA B
4-cyTOYHBIX MPOPOCTKAX MIIEHUIbI

OTu pe3ylnbTaThl YKa3blBalOT, BO-NEPBBIX, HA CYLIECTBOBAHUE
AJIbTCPHATUBHBIX IIYTE€M TOPMOHAJIBHOM PEryJSIUUA YPOBHS JIEKTUHA B
IIPOPOCTKAX IIIEHULBI, a, BO-BTOPBIX, CBUIETEIBCTBYIOT O BO3MOXHOCTH
yuactusi, nomumo ABK taxke u Db B pazBuTHH peakiiuii, CriocOOCTBYIOIIMX
npefaganTaldyd MIIEHUIB K HEOJaronpusiTHBIM BO3JEHCTBUSIM, B 3alUTy OT
KOTOPBIX MOOUIN3YETCS JIEKTHH.

Bmecte ¢ Tem Db cHuXaeT BBI3BAHHOE 3aCOJICHUEM PE3KOE
HakorieHue kak ABK, Tak W JekTMHa B KOpHSAX IMPOPOCTKOB MIIEHUIIBI
(puc. 33 u 34). Iloutu 50 %-e npenorBpanieHue yBenudeHus: yposas ABK u
A3Il B KOpHSIX MPOPOCTKOB, MOJABEPrHYTHIX BoznehcTBuio 2 %-ro NaCl,
BEPOSITHO, CBUCTEIILCTBYET O CHIDKCHHUH IO BIUSHUEM mpenoOpadoTku Db
CTeNeHN ToBpexaatomero 3ddekxra crpeccoporo ¢akropa Ha pacreHus. B
MOJIb3y JTOr0 MPEANOJ0XKEHUST TOBOPAT JAHHbIE II0 POCTY KOpHEH
MPOPOCTKOB, oOpaboTanHbix Ob, a 3areM MepeHeCEeHHbIX Ha Ccpeny,
coneprkarryto 2 %-it NaCl.
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Puc. 33. U3menenue noja BausinueM npenoopadorku 0,4 MM Ib conepxanus
ABK B KOpHSIX 4-CyTOYHBIX NPOPOCTKOB IIICHUIbI NPH Bo3aeiicTBUU 2 Y%-r0
NaCl. Konrpoab — HeoOpadoTanubie Db u 2 %-m NaCl npopoctku
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Puc. 34 ,}II/IHaMI/IKa YPOBHSA JIEKTHHA B KOPHSX NMPOPOCTKOB NMIICHUILI COPTa

MockoBckas 35, HeoOpadoTaHHbIX WiIH 00padorannbix 0,4 MkM OB B ycioBusx
2 %-ro NaCl. Koutpoab — HeoOpadoTannbie b u NaCl npopoctku
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W3 puc. 35 BUAHO, YTO 3aCOJEHUE BbBI3BIBAET TOPMOXKEHHE pPOCTa
KOpHEW B CpaBHEHUU C KOHTpOJIeM, HO mpenodopadorka Db, xoTs u He
MpeAoTBpaIlaeT CTPECC-UHAYIIMPOBAHHOE HWHTHOMPOBAHUE HX POCTA,
3aMETHO €ro CHMIXKAeT, YTO, OYEBUIHO, CBUJCTEILCTBYET O SBHOM
aHTUCTPECCOBOM JieiicTBUM Db Ha pacTeHus TMIIEHULBI B YCIOBHUAX
3aCOJICHUS.
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Puc. 35. /Inunamuka pocta KopHeii 4-CyTOYHbIX MPOPOCTKOB NMIIEHUIbI COPTA
MockoBckas 35 u mnpenoOpadorannbix B Tedenue 244 0,4 MM OB wim
HeoOpaboranubix Jb npu Bo3aeiictBum 2 %-ro NaCl. Kontposaem cay:xuiu
HeoOpaborannbie Db u 2 %-m NaCl pacrenns.

CnenoBarenbHo, Db B KOpHAX 4-CyTOYHBIX IMPOPOCTKOB IMIIEHHUIIBL,
BBI3bIBAET OUYEHb OBICTPOE 3HAUUTEILHOE HAKOIUICHUE [TUTOKUHUHOB Ha (hoHE
otrcyTcTBUsA ero aerictBus Ha 6amanc MYK u ABK, 4To 1mo3BosisieT CBSI3bIBATh
nposiBiieane ¢puznonorndeckux 3gpdexkroB bC Ha pacTeHHs NMIICHUIIBI, B TOM
quclie, BO3MOXXHO, U QHTHUCTPECCOBOTO, C JTOW TpyNmod (UTOTOPMOHOB,
XapaKTEepU3YyIOINXCSl  O4Y€Hb  IIMPOKMM  CIEKTPOM  JEWCTBUM  Ha
pacTuTeNbHble OO0BEKTHl. be3yCloBHO, Ba)XKHO TMOMbBITATHCS  BBIICHUTH
HaJU4Yue B3aMMOCBSI3M ATOM mapbl (PUTOTOPMOHOB B PETYJISIIIUM POCTa U
pa3BUTHUS PACTEHUH, a TAKXKE B NPOSABJICHUM 3AIIUTHOrO AeucTBUsA. Ho
XOUETCSl MOAYEPKHYTh BO3MOXHOCTh He3aBucuMid oT ABK unaykium Ob
CUHTE3a JICKTUHA, OeJiKa, UTPAIOIIET0 BAXKHYIO POJIb B 3aIIUTE MIICHUIBI OT
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BO3JIEHCTBHS HEOIArONPUATHBIX (PAKTOPOB CpeAbl pa3HON MpUPOAbl. MBI yxke
o0OcyXnanu uHAyupoBanue Tpanckpuniuu HezaBucumo bP u YK oxgnoro
u Toro ke reHa (SAURISA), OenkoBbli MNPOAYKT KOTPOrO JIUMHUTHUPYET
AJIOHranuio TunokoTwiel tomara [Zurek etal., 1994]. T'en A3Il moxer
CIY’KUTh €HI€ OJHUM HPUMEPOM HE3aBUCHUMOUN PETYJSALHMU Pa3HbIMU
ropmoHamu (ABK u OB) ero skcnpecun.

OnHako 3T JAHHBIE HHTEPECHBI C TOYKM 3PEHUS CYLIECTBOBAHMS
BO3MOXXHOCTH  QJIbTEPHATUBHBIX IYTEH  PErysilMM  AHTUCTPECCOBBIX
IIPOrpaMM B paCTEHUAX, YTO IPEACTABIAECT PACIHPOCTPAHECHHOE SBJICHUE B
JKM3HU PACTEHUM, KakKk HalpuMep, B CJIydae HE3aBUCMMOM WHIYKLUU
CAUCTEMHOM YCTOMYHMBOCTH CAIMUMIOBOM KHUCIOTOM M, Hapsay C
’kacMoHaToM, 3TuiieHoM [Pieterse, van Loon, 1999] unn cucremunom, ABK,
sTUIICHOM MM xacMoHaToM [Chao et al., 1999].

Cymmupyst pe3yibTaThl, MPUBEIACHHbIE B 3TOW TIJaBe, MOXKHO
3aKIIIOYUTh, YTO crocoOHOCTh bC 1 MX aHaNIOroB B MCKIIOYUTEIHFHO HU3KUX
KOHIEHTPALMAX CTUMYJHUPOBATH POCT M PA3BUTHUE PACTCHUW, MOBBIIATH
YCTOWYHUBOCTh K CTPECCOBBIM YCJIOBUSM NPOU3PACTAHUS, YBEJIUYUBATH
MPOAYKTUBHOCTh pacTeHui XapaKTEepPU3yeT ux B Ka4yeCTBe
OMOpalMOHAIBHBIX, 3KOJOTHMYECKH O€30MACHBIX PETYJIATOPOB pOCTa, YXKE
HallEIINX IPaKTUYECKOE IpHUMEHEHue B pacrteHueBoiacTBe [[Ipycakosa,
Uuxosa, 1996]. Kpome TOr0, 3TH JaHHBIE YKa3bIBAIOT HA TO, UTO 3K30T€HHBIE
OpaccuHOCTEpPOUBI MOTYyT d(PPEKTUBHO JEHCTBOBATH B pPACTEHUSX B
Ka4eCTBE WMMYHOMOAYJISITOPOB IIPU IPUMEHEHUU B  ONTUMAJIBHBIX
KOHLIEHTPAIUAX U B CIICUAIBLHO MOJOOPAaHHBIX CTAIUAX PA3BUTHSI PACTCHU,
OYEBUJIHO, PA3JIMYHBIX B  3aBUCHUMOCTH OT  KYyJbTYpbl, YCJIOBHUMU
MPOU3PACTAHMUSI, C YIETOM HEOOXOAMMBIX arpOTEXHUYECKUX TTPHUEMOB.

[loka Bcsa wenb peakuuit 1o nytd uHAynupoBaHus  bC
Hecreun(Uueckol yCTOMYMBOCTH M MPOAYKTUBHOCTH PACTEHHMM Jajieka OT
SACHOCTH, HO UX U3YUYECHHUE NUKTYET cama MpakThuka. OHO OTKPHIBAET HOBBIE
IIEpCIEKTUBBl B 3alllUTE€ pPAaCcTEHUH, OCHOBAHHOM HAa NPUMECHEHUU B
HUYTOXKHBIX KOJUYECTBaX MPUPOJHOTO PEryliaropa pocTa, CIOCOOHOTO

3aMCHHTh XMMHUYECKHE CPEACTBA 3alUThI PAaCTCHHH, 3a KOTOPHIM OyayIiee
[Khripach et al., 2000].



3AKJTHOYEHUE

[lo3HaHME €CTECTBEHHBIX MEXAHWU3MOB 3aLIUTHI, JEKAIIUX B OCHOBE
YCTOMYMBOCTH PACTEHUUA K pPa3sHOOOpa3HBIM CTPECCOBBIM BO3JACHCTBUSIM,
SBJISIETCS OJHOM M3 HUHTpUTYyIOMUX Mpoosem ¢durtodusnonoros. Ha
IIPOTSKEHUN BCETO OHTOIECHE3a PACTUTENIbHBIE OpPraHU3Mbl IIOJBEPrarOTCA
BO3JECHUCTBUIO M3MEHSIOIINXCS YCIOBUM IIPOU3PACTAaHUS, K KOTOPBIM OHHU
BBIHYJKJICHBI aJallTUPOBAThCSI B CHILY IPUKPEIUIEHHOCTH K KOHKPETHOMY
MecTy oOWTaHMs, pa3BUBasi MEXaHWU3Mbl 3allUTHl, HaNpaBJICHHBIE Ha
CHIJKCHUE YPOBHSI UX HETaTUBHOTO BIIMSIHMS, U, COXPAHSS CBOM KU3HEHHBIN
MOTEeHIMAN, mpucrnocabmuBarbess K  HUM. O4YeBWAHO, HapsSAy €O
cneuuPUYecKUMU  MEXaHM3MaMH  3alllUThl, KOTOPbIE  T'€HETUYECKU
3aKperieHbl M BBIPA0ATHIBAIIUCH B OTIEIbHBIX DJKOCHUCTEMAaX B XOJ€
JUIMTEJIbHOM 3BOJIFOLMU, OOJIbIIOE 3HAYEHUE, OCOOEHHO B HAYaJIbHBIN MTEPUO]T
CTPECCOBOTO BO3JICHCTBUS, MMEIOT 0011160 OJIOTHYESCKHE, T.€.
YHUBEPCAJIbHBIE  3allIUTHBICE MEXAHU3MbI, KOTOPBIE MOIYT, €CIA HE
HEUTpaJIM30BaTh, TO, II0 KpaWHEHW Mepe, CHU3UTH CTEIECHb IIOBPEXKICHHUS,
BBI3BIBAEMOTI'0 SKCTPEMaATbHBIMU (DAKTOPAMU CPEJIBI.

K 4mcny Hecnmenmudpuyeckux OTBETHBIX pEaKIMid pacTeHWid Ha
BO3JIEHCTBHE Pa3HOOOPA3HBIX MO MPHUPOAE CTPECCOBBIX (AKTOPOB OTHOCSTCS
CABUTH B TOPMOHAJIbHOM OajaHce, CBS3aHHBIE HE TOJBKO C PE3KUM
HakomienneM ABK, HO u cHWXKeHHeM cojiepKaHusi (UTOTOPMOHOB C SIBHO
BBIPOKCHHBIM POCTCTUMYJIHPYIOMUM 3(PPEKTOM, UTO SBISICTCS BOXKHBIM B
MEPEKIIIOYCHUN (PYHKIIMOHAILHOW AaKTUBHOCTH KJIETOK C OOBIYHBIX Ha
CTpeccoBbie mporpaMmbl. He BBI3BIBA€T COMHEHUSI, YTO KIIOYEBAs pPOJb B
OTBETE PACTCHUI Ha HEOJaronpusaTHbie GakTOphl cpebl mpuHaIekuT ABK,
KOTOpasi y4acTByeT B MHAYKIMU OKCIPECCUH TE€HOB Pa3HOOOpa3HBIX
IIOKOBBIX W HEKOTOPBIX MPHUCYIIMX HOpME OEIKOB, 3a/IeCTBOBAHHBIX B
3aIIUTE UEJOCTHOCTH KIIETOYHBIX CTPYKTYpP OT MOBPEXKICHUM, BBI3BIBAEMBIX
TUMU (aKTOpamu.

[Ipu ananuze AEHCTBUS NPUPOJHBIX U CHHTETUUECKUX PETrYJISITOPOB
pocta, 00JamalIMUX aHTUCTPECCOBOM AaKTUBHOCTHIO (OHOPETYISITOPHI),
BBISIBJISIIOTCST OOIIIME€ 3aKOHOMEPHOCTH MX BIUSHUS Ha (DYHKIMOHHUPOBAHUE
FOPMOHAJIBHOW  CHUCTEMbl pAcTEHU B  HEOJArompUsITHBIX  YCJIOBUSX.
[IpenobpaboTka NIIEHUIBI CATUIIUIOBON KUCIOTOMN, KApTOIMHOM, OMCOJIOM 2
u Oaiftanom wuHAyHUpyer HakorieHue ABK, wuyrto, mno-Bugumomy,
CIIOCOOCTBYET TMpeAajianTallid PAacTeHUd K TMOCIEAYIOIUM CTPECCOBBIM
CUTYallMsIM U TIOBBIIICHUIO X Hecnenudpuiyeckoil ycronuuBoctu. [lpu stom
YIOMSIHYTBIE OHOPEryJsTOPhl  BBI3BIBAIOT OJHOBPEMEHHO YBEJIHYCHUE
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conepxkanuss MYK, duro Moxer obecneuynBaTh NPOTEKAHHE MPOIECCOB
MeTaboJM3Ma KIETOK Ha BBICOKOM YpPOBHE W MPENOTBpAIaTh CHUXKEHUE
IPOAYKTUBHOCTH pacTeHun pu CTPECCOBBIX BO3JCHCTBUSX.
CnpaBeyIMBOCTh  ATOTO  IOJIOKEHUS  MOATBEPKIAAETCA  JaHHBIMH O
TOPMO>KEHUH, BBI3BAHHOI'O TPUOHBIM NIATOI€HE30M, 3aCOJICHUEM, 1e(HULIUTOM
BJIar'M, pe3Koro HakomieHus ABK n npenoTBpalieHUM CHMXKEHMSI YPOBHS
NYK ¥ UWMTOKMHUMHOB T1OJ  BIUSHUEM O0pabOTKM  3alllUTHBIMU
COCAUHEHUSAMU.

K xapakTepHbIM NpOSBIECHUAM HECHEUU(PUUECKON YCTOWYMBOCTH
MO>XHO OTHECTH TOPMOXXEHHE AKTUBHOCTU META0OJIMYECKHX IPOLIECCOB B
KJIETKaX, oOecreyuBaroliee coxpaHeHue (YHKIMOHATBLHON I€JI0CTHOCTH
pacTeHU B CTPECCOBBIX YCIOBHSX, KOTOPOE, OJHAKO, COIMNPOBOXKIAETCS
MOTEPEN ypOHKas.

O6 aKkTUBHOCTH MeTabonmu3Ma KIETOK MOXKHO CYAWTh IO
WHTEHCUBHOCTH CHHTE3a OelKa B HHUX, KOTOPBIM YYTKO pearupyer Aake Ha
HE3HAUNTEIbHBIC W3MEHEHHUS OKpYyXKaromiel cpeapl. OIHUM W3 BaXHBIX
MoKa3aTejael aKTUBHOCTH CHHTE3a OClIKa SBIISCTCS aHAJIM3 COCTOSHHUS
TPAHCISIIIMOHHOTO amnmapara KiaeTok. CtpeccoBbie (haKTOPhl OMOTUYECKON U
aOMOTUYECKON TPHUPOJBI BHI3BIBAIOT JICTPAJANMIO OCITOKCHHTE3UPYIOIIETO
ammapara, 4To MPUBOJUT K TOPMOXKEHHUIO CKOPOCTH POCTOBBIX IPOIIECCOB B
pacTeHUsX, a 3TO B CBOIO OYEPeb BIOCICACTBUU HEH30OCKHO TPOSBIIICTCS B
CHIDKCHUM WX  MPOJYKTHMBHOCTH. 3allUTHBIC pPEAKIUU  PaCTCHUH,
UHIYIHPYEMbIC IUTOKMHMHAMM W  CHUHTCTHYCCKUMHU  COCAUHCHUSMU,
UMUTHPYIOIIMMH B PsJIe TECT-CHCTEM CBOMCTBA IIMTOKWHHUHOB, B YCIIOBHUSIX
roJIOAaHus, 3aCyXH M IPUOHOTO IATOTCHE3a BKIIFOYAIOT B CE0s COXpaHCHHE
AKTUBHOCTH  TPAHCJSAIMOHHOIO  ammapara Ha  BBICOKOM  YpPOBHE.
[IpenoTBpalieHue cTpecc-uHAYIUPYEMOro pacmiaaa MojJrucoM I0 BIUSHAECM
OMOPETYISTOPOB BHOCUT BaXKHBIA BKJIAJ B TIOBBIIICHHE YCTOWYUBOCTHU
pacTeHUH W CHWXXEHUE BBI3BAHHOTO HEOJAroMpUATHBIMU (DaKTOpaMu
MajICHUsS] UX MPOTYKTHBHOCTH.

K mnecnenuduueckumM OTBETHBIM pEAKIMSIM PACTEHUN MIIEHULIBI
MOXHO OTHECTH M HAaKOIUICHHWE JIEKTHMHA (armiloTHHUHA 3apobliia
NIIEHUI[bI), COJIEP)KaHUE KOTOPOrO B HECKOJBKO pa3 BO3pACTAET IMpHU
UHOUIIMPOBAHUU BO30YIUTEISIMU Pa3HBIX TPUOHBIX OOJEe3HEH, 3aCOJCHUU
Cpelbl, TEIJIOBOM LIOKe, Ne(UIIUTE BJIark, OCMOTUYECKOM CTpEcce, U 3TOMY
IpeamecTByeT yBenuueHue coxaepxkanuss ABK. Drto mo3Bonser oTHecTH
HakoIuieHue JieKTHHa K ABK-KOHTpoMpyeMbIM 3alllUTHBIM  pEaAKIHSIM
pacTeHUl Ha MOBPEXIAIOUIME BO3JACHCTBUSA, KOTOPOE MOMKET CIYKUTh
mapkepom pa3Butus ABK-uHaynmpyeMbix Hecnenn()UYECKUX MEXaHH3MOB
YCTOMYMBOCTU MIUEHUI. BMecTe ¢ TeM MNOBBILIEHUE YpPOBHS JIEKTMHA B
OOBIYHBIX YCJOBHUSX MOJ BIUSHUEM IUTOKMHUHA, CAJIMIMIOBOM KHUCIOTHI,
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oucosa 2, 6aititana (ux 3pdekT, BEposITHO, ONOCPEAOBAH Yepe3 BHI3BIBAEMOE
uMu nosbinieHue ypoBHs ABK) u 24-snubpaccuHonuaa (HE3aBUCHUMO OT
ABK) MoXeT CBHUIETEIbCTBOBATH O BOBJICYEHUHM ITOro Oeilka B
bopMHpOBaHUE MHIYLUPYEMBIX 3TUMHU COCIUHEHUSIMHU 3aLIUTHBIX pEeaKIuil
pacTeHUI MIIEHUIIBI.

CoBOKYITHOCTB JAHHBIX JUTEPATYPBI " COOCTBEHHOTO
HKCIIEPUMEHTAIBHOIO MaTtepuaa MO03BOJIMIIA BCKPBITh oOuue
3aKOHOMEpPHOCTH B JIEMCTBHM PAa3HbIX [0 MPUPOJAE MMOBPEXKIAIOIINX
(akTOpOB BHELIHEN Cpe/bl U Pa3HOOOPA3HBIX MO CTPYKTYype OUOPEryISITOPOB
Ha TaKhe KIIOYEBbIEC 3BE€Hb METa0OIM3Ma KJIETOK PACTEHHUH MIIEHMIIbI, KaK
OHJIOTCHHBIM OallaHC (PUTOrOPMOHOB M YPOBEHb CHHTE3a Oe€Jika, KOTOpPhIC
0000111eHBI B cXeMe Ha cTp. 128.

Nunykiys noj BIUSTHUEM OHMOPETYNATOPOB YBEIHUCHUS COJIEPKAHUS
ABK, wuytO, BeposTHO, SBJISETCS NPOSBICHUEM C€Ia00r0 XUMHUYECKOTO
CTpecca, MOKET MPUBOAMTH K BKJIIOUEHHIO, XOTb U B MEHBUIEM MacluTade,
AHTUCTPECCOBBIX IPOrPAMM, CIOCOOCTBYIOLIUX MperaJanTaluyd pacTeHUH K
BO3MOKHBIM CTpecCOBbIM Bo3zaeicTBusAM. [lokasatenem uX pa3BuUTUSA Yy
pacTeHUl MUIEHULBI, MO-BUIUMOMY, MOXKET ciyxuThb A3ll, konuuecTtBo
KOTOpPOrO 3aMETHO BO3pacTaeT B OTBET Ha 00pabOTKy pa3HbIMU
npenaparamMu. OJIHAKO, Cy/sl IO AKTUBHOCTH TPAHCIIALIMOHHOTIO arapara u B
KOHEYHOM CYET€ MPOAYKTUBHOCTH PACTEHHH, BbI3BAHHOE OMOPETYyJIATOpaMu
yBenuuenue ypoBHs ABK u A3Il BrnosiHe OmarompusiTHO JUIsl TIIEHUIIBI B
CBS3M C TEM, YTO OJHOBPEMEHHO TMoBbIaeTcs u coxaepxkanue MUYK,
UTPAIOIIE BaXXHYIO pOJb B aKTHBAIMM METa0OIMYECKUX MPOLIECCOB,
JIEXKAIKX B OCHOBE POCTA PACTEHUM.

B nenom 3amutHEI 3ddeKT mpenodpaboTKy pacTeHUI ITMTOKUHUHOM,
KapTOJIUMHOM, OHcOJoM 2, OGaliTaHOM, CaTULIUIOBON KHUCIOTOM MPOSIBISETCS
KaK Ha TOPMOHAJIbHOM, TaK M TPAHCISALMOHHOM YpPOBHSAX, @ HUMEHHO B
npenoTBpalieHun najeHust coaepxkanua MYK u TopmMokeHHH pe3KOro
HakorieHus: ABK, BbI3bIBa€MbIX BO3JEMCTBHEM CTPECCOBBIX (DAKTOPOB, a
TaKXKe Jerpajanuy OCJOKCHUHTE3UPYIOIIEro ammnapara, 4To, BEpOSITHO,
HaMpPsAMYIO CBSI3aHO C (POPMUPOBAHUEM BBICOKOM MPOAYKTUBHOCTH PAaCTECHUMN
B HEOJNArompusaTHBIX yCIOBUSX cpenbl. [lapamnensHo mnpenodpaboTka
MHOTUMHU OHUOPETYJIATOPAaMU TOPMO3HUT CTPECC-UHAYLIUPOBAHHOE PE3KOE
HakorieHue A3Il, 4To MOXET CBUIETENBCTBOBATh O CHIDKEHHMM IOJ HX
BIUSHAEM  CTETICHH  TOBPEXKIAIOMIETO  JICUCTBUS  HEOIAronmpusITHBIX
(dhakTOpOB.

Bmecte ¢ TeM B OTBET Ha HEOJArONPHUATHBIE YCIOBUS CPENIbl PACTECHUS
MOOMJIM3YIOT WENbIA CIEKTP pa3HOOOPA3HBIX 3alIMTHBIX PEAKIUNA U OYEHb
4yacTo ObIBAET TPYJIHO BBIWICHUTHh U3 HUX oOlIue U crneuuduueckue. B atoi
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CBSI3M, Ha Hall B3IV, HEOOXOAMMO MPOBEAICHHUE JETAIbHOTO UCCIEIOBaHUS
BCel Lenu COObITUM B KIETKaX pAacTeHUH, pa3BUBAEMbIX B OTBET Ha
AKCTpEeMAaJIbHBIN (PakTop.

be3ycioBHO, caenaHHBIE B paboTe aKIEHT Ha H3Y4YEHHE CJIBUIOB
rOPMOHAJIBHOIO OajaHca pacTeHUd B HEOJArONpPHUSTHBIX YCJIOBUAX HMEET
BaXXHOE 3HA4Y€HHME, TIIOCKOJIbKY OH Kacaercsi d3(PQEKTUBHON CHCTEMBI
SHAOTE€HHON peryysiiud (PYyHKIMOHHUPOBAHUS PACTUTEIBHOTO OpPraHu3Ma B
LEJIOM, OJHAKO KaKIbli W3 COCTABIIIOUIMX €€ (PUTOrOpMOHOB 00JIaaeT
COOCTBEHHBIMU MEXAHU3MaMU UX PELENUUU U TPAHCAYKLHMH, KOTOPBIE €IIe
HaxomiaTCs Ha craauu u3ydyeHus. OJOHako yke celdac sCHO, 4YTO
TOPMOHAJIbHBIE CUTHAJIBl BOCIHPUHUMAIOTCS CHELHAIbHBIMU  (DakTOpamu,
spdexTopaMu, CrOCOOCTBYIOIIMMH BKIIIOUEHHUIO T€HETHMUECKUX IMPOTrpaMM,
JeXalluX B OCHOBE pealM3allid 3TUX CHUTHAJIOB, OOECIEUMBAIOIIUX BCE
pa3zHooOpa3ue PU3NOJOrHYeCKUX OTBETOB, BBI3IBAEMBIX (PUTOrOPMOHAMMU.

[lo3HaHWtO  ATUX  CHUCTEM  BOCHpUATHS W  TpaHchopmaIuu
TOPMOHAJIBHBIX CUTHAJIOB CIIOCOOCTBYET CO3JaHUE MYTAHTHBIX MO CUHTE3Y U
YyBCTBUTEJIBHOCTH K (DUTOTOPMOHAM PACTEHUN, a TakKe TPAHCTEHHBIX
pacTeHU, KOTOpPbIE MOTYT ITO3BOJIMTH BBISIBUTH HE TOJBKO 3aBUCUMOCTH
MPOTEKAHUS T€X WJIM UHBIX MPOILIECCOB B KOHKPETHBIN MEPUOJI OHTOTEHE3A OT
HaJU4usl KaKoro-iubo ropMoHa, HO U NPOTHO3UPOBATH BIUSHUE HA HUX
AK30I€HHBIX TOPMOHOB, YTO UMEET BAXKHOE MPUKIaAHOE 3HaUeHue. [lpu s3tom
Helb3d 3a0bIBaTh, YTO OJHOBPEMEHHO B pacTeHUU (GYHKUUOHUPYET HE
TOJIKO TOPMOHAJIbHAsl CUCTEMA, HO W JAPYTME€ PETYJIATOPHBIE CUCTEMBI
(anekTpuyeckas, MeradonuTHas). MIMeHHO claXxeHHOCTh X paboThl B UTOTE
U CIHOCOOCTBYET TOMEOCTATHYHOCTH PACTCHUM, a 3HAYUT M CHIDKCHHIO
Mopora X YyBCTBUTEIBHOCTH K HEOJIArompuUsITHBIM Bo3naencTBusM. OTcrona
CIELYET, YTO TOJIBKO MO3HAHME BCEU LIENM OTBETHBIX PEAaKLUW PACTEHHUM Ha
BO3JICHCTBHE DK30TCHHBIX PETYJIATOPOB POCTAa M CTPECCOBBIX (HaKTOPOB
MOXKET TMOMOYb B OTOOpE ONTHUMAJbHBIX JUISl 3allUThl  PACTEHUU
KOHIICHTpAIUi MpenapaToB, BHIOOpE MPUEMOB U CPOKOB 0OpaOOTKH U BCETO
KOMIUJIEKCA TEXHUYECKUX PEKOMEH AU .

HecmoTps Ha TO, YTO Ha CETOAHSAIIHWNA MOMEHT 3HAHHUE CTPYKTYpPHO-
(GYHKIHMOHAIBHOTO YPOBHS OpraHM3allMy  3allUTHBIX HecHelUpUIECKUX
peakiuii pacTeHUH HAXOJUTCA Ha CTAIUU HKCIIEPUMEHTAIBHBIX pa3paboToK,
C ONPENECIICHHOW JOJIEW YBEPEHHOCTH MOKHO TOBOPHUTH O CYIIIECTBOBAHUHU
KOMITJIEKCa (PU3UOTIOTHYECKUX OTBETOB, JISKAIUX B OCHOBE (DOpMHUPOBAHUS
YCTOWYHUBOCTA PACTEHUWA K JEHWCTBHIO CaMbIX pa3HbIX 1O NOPUPOAE
CTPECCOBBIX (PaKTOPOB, KOTOPHIC MOKHO MCTIOIB30BATh JIJISI XapaKTEPUCTHKH,
a B TIOCJHEOyIOmEM W OOOCHOBAaHHUS TMPAKTHYECKOTO TPUMEHEHUS
pEryJisTOpOB pocTa HOBOro mnokojeHus. K kpurepusm s3¢ddexTuBHOCTU
OMOpETYJISITOPOB HOBOTO MOKOJICHHSI MOXKET ObITh OTHECEHO UX BIIMSIHUE HA
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MOBBIIEHNE YCTOMYMBOCTH KIIETOK PAaCTEHHl B MOJEIBHBIX CHUCTEMAaX K
3aCOJICHUIO Cpefbl, SKCTPEMAJbHBIM TeMIepaTypaM, AeUUUTY BIarv, O
KOTOPOM MOKHO CYJIHUTh 10 MHTEHCHBHOCTH POCTOBBIX IPOLECCOB B HUX,
aHaJIM3y CABUIOB B FOPMOHAJIBHOM OajlaHCE B HOPME U MPHU BO3ACUCTBUU
CTPECCOBBIX (DAaKTOPOB, KOJMYECTBEHHOIO YPOBHS JIEKTHHA, a TaKke
KOHILICHTPAIMOHHBIX M3MEHEHUW APYrUX COEOUHEHHU, 3a/1€lICTBOBAHHBIX B
dbopmupoBaHuM 3amUTHBIX peakuuid. Ilpu onenke sddexTuBHOCTH
npenaparoB ¢ (QYHTUIUAHOW M HWMMYHOCTHUMYJHPYIOMIEH aKTUBHOCTHIO
BAKHO YUYUTHIBATh BbI3bIBAEMbIE MU U3MEHEHUS B COJICPKAHUM OTIEIbHBIX
rpynn  (GUTOTOPMOHOB B  PACTEHHSIX, IIOCKOJIBKY B  CTAHOBJICHUU
B3aMMOOTHOIIIEHUSI ~ PACTEHUA-XO035MHA W KOHKPETHBIX  IIATOT€HOB,
pa3IMYaOIMXCSl 10 TUIy IHWTAaHUSA, UMEHHO MM MOXET IPHUHAIEKATh
OIIpEEIISIIONIEe 3HAYEHUE B YCIIEIIHOCTH HHPULIUPOBAHUS.

CrnenoBarenbHO, JETAIBHOE W3YYEHHUE ECTECTBEHHBIX MEXaHU3MOB
Hecnenu(@UUeckod YCTOMYMBOCTH PACTEHUM SIBIISIETCS KpailHE Ba)KHBIM JIJIS
YIPaBJIEHUSI UX AKTUBHOCTHIO C LEJBIO IMOBBIIICHUS TOMEOCTaTUYHOCTU M
NPOAYKTUBHOCTH  pacteHuil.  COOTBETCTBEHHO  IpenoOpaboTka WX
OWoOperyJsITopamMy,  XapaKTEPU3YIOIIUMHUCS  BBICOKOH  OHMOJIOTHYECKOM
AKTUBHOCTBIO, @ KpPOME TOrO, YTO OYEHb BAXXHO, HE HAPYIIAIOLIUX
DKOJIOTHYECKYIO0 CUTYyalHI0, MOXET 4epe3 BO3ACHCTBHE HAa TOPMOHAIBHBIN
OaJlaHC pealbHO ONTUMHU3UPOBATH OOMEHHBIE TMPOIECCHl B  KIIETKAaX,
CIIOCOOCTBOBATh MHTCHCU(UKAIMK 3alATHO-TIPUCIIOCOOUTENLHBIX PEaKITuit
B YCIJIOBUSAX HEOJIAronpUATHBIX BO3ACHCTBUN OKpPYXAIOLIEH Cpelibl, BKIKOYas
CUHTE3 U HaKoIUleHue 0enkoB (cTpeccoBbiX, PR-0€NKOB, TIEKTUHOB) U IPYTUX
COCIMHEHUM, UTPAIOLIUX BAXKHYIO POJb B KOMIUIEKCHOM 3alUTE PACTEHUM,
COICUCTBOBATh MX MpeHajanTalud K [OCIEAYIOIIUM CTPECCOBBIM
BO3JICUCTBUSAM (PU3UYECKON, XUMUYECKOW U OMOTCHHOW MPUPOABI U, TAKUM
00pa3oM, CHHKEHHUIO YPOBHS HMX TMOBPEXKIAIOUIETO JEHCTBHUS HAa POCTOBBIE
IIPOLIECCHI U B LIEJIOM IPOJYKTUBHOCTD PACTCHUM.
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