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BBeaeHue

MHOroypoBHEBasi W CIOXHAas CTPYKTYPHO-()yHKIIMOHAIIb-
Hasi OpraHM3alusl BBICIIMX PACTEHW, B CBOIO OUYEpEe.b,
00yCIIaBIMBaeT CYyIECTBOBAHME MHOTOYPOBHEBOW CHCTe-
MBI, CTIOCOOHOM 00eCnedYnTh OTBET M aJanTallfio K CTpec-
COBBIM Harpy3kam Ka)kJOr0 HepapXU4YeCKOro CTPyKTYpHO-
(YHKIIMOHATIBHOTO YPOBHS, @ UMEHHO: PACTCHHUS B IIEJIOM,
ero OTIENFHBIX OPraHOB, TKAHEH, KIETOK, X CTPYKTYPHBIX
Y MOJIEKYJISIPHBIX KOMIIOHEHTOB.

OOmmM B OTBETE BCEX JKHUBBIX OPraHU3MOB Ha
CTPECCOBbIE BO3JICHCTBUS SIBIISIETCSI 3KCIIPECCHUsl CTpecc-
C3aBUCHUMBIX T€HOB W OEJIKOB, aKTUBHOCTh KOTOPBIX Ha-
IpaBjeHa Ha 3alIUTy KJIETOK M TOJJIEP’KKY TOMEocTasa.
Taxas peakuusi HaOMONAETCS MO BIUSHUEM 3KCTPEMallb-
HBIX TEMIIeparTyp, yJIbTpaduoIeTOBOTO U PaJu0aKTUBHOTO
00JTyueHHs], TOKCHYHBIX BEILECTB, H3MEHEHHUH BOJHOTO
pexnMa, (apMaKOIOTUYECKH AKTHBHBIX MOJIEKYJ, MyTa-
TEHOB U T.A. BBIIENSIOT HECKOJNBKO TIJIABHBIX JSTaloB B
OTBETE KJIETOK Ha CTpecc: 00pa3oBaHKHe CUTHAJIOB, KOTOPHIE
nepearoTcs B SAPO U B3aMMOJCHCTBYIOT C T€HaMH, H3Me-
HSISL UX SKCIPECCUI0; MHIYKIMSA WM pEnpeccHsi CUHTE3a
cnemuduueckux MPHK u ux Ttpancmsaimu; oOGpazoBanue
cTpeccoBbix OenkoB (Boitaukos, MBanosa, 1988; Kocakis-
ceka, ['yaxosa, 2002a; Kimpel, Key, 1985; Vierling, 1991).
HccnenoBanue xapakrepa OTBETa pacTCHMM Ha TeMIlepa-
TYPHBIE CTPECCHI BBISBUIJIO, YTO PEAKLUS KIETOK SIBIISCTCS
OBICTPON W TPAH3UTHOMW, a (YHKIIUS CTPECCOBBIX OEIKOB
peanuszyercss B NEpBbIE Yachl JACHCTBUS SKCTPEMabHBIX
(GaKTopoB 10 MOMEHTa BKJIIOUEHHS CHUCTEMBI CIICIHa-
nmusupoBanHo# anantauu (Kysaenos u np., 1987).



N3BecTHO, 4TO MPOIYKTUBHOCTh PACTEHUI 3aBUCHUT
OT WX CIIOCOOHOCTH K OBICTPOMY OTBETY W MPHUCIOCO0-
JeHuto K neiictBuro crpecca (Rassow et al., 1997). benkwn,
CHUHTE3MpYEMbIE BBICIIUMH PACTEHUSIMU B OTBET Ha CTpec-
COBBbI€ BO3CHCTBHUS, JOCTATOYHO JETAIBHO OXapaKTEpH-
3oBanbl (Cooper, Ho, 1987; Key et al., 1985; Sachs, Ho,
1986). CtpeccoBble OETKH CHHTE3UPYIOTCS B KOJUYECTBE
70 2 % ot 6enkoB, 00pa3yroIuUXCcsl B HOPMAIbHBIX YCIOBH-
X, IPAYEM MX CHHTE3 HOCHT BPeMEHHBIN XapakTep. OObru-
HO OH IPOHUCXOJUT B T€UEHHE HECKOJBKHX YacOB OT MO-
MEHTa CTPEecca U Yalle BCEro B JBe (ha3bl: CHHTE3 TaK Ha3bl-
BaeMbIX “paHHUX’ ¥ “To3aHuX" O0enkoB (biaexman, 1988).

OCOOEHHOCTBIO PACTUTEIBHBIX KJIETOK, OTIMYalo-
el UX OT JPYTHX OPTaHU3MOB — MPOKAPHOT U DYKAPHOT,
SIBJISIETCSl CHHTE3 HU3KOMOJICKYJISIPHBIX TOJHIETITHIOB C
Mmoit. maccor 15—18 k]I (Basha et al., 2004). Peakuust pac-
TEHW Ha cTpecc, Ha (oHe oOIel TeHICHIIMA YTHETCHUS
CHHTE32 HOPMAJIbHBIX OEJIKOB M YCHJICHUS — CTPECCOBBIX,
3aBUCUT OT T[apaMeTpPOB HETaTHBHOTO BO3ACHUCTBHS, a
UMEHHO: €ro MPOAOJDKUTEILHOCTH, TUara30Ha, WHTCHCUB-
HOCTH M T.N. Kpome TOro, XapakTep CHHTE3a CTPECCOBBIX
MOJIMTIENITHIOB OTPEACISETCS caMOM Mpupoaon Hebaro-
npusTHOrO (akropa. Tak, cpean CTpeccoBbIX OENKOB, CHH-
TE3UPYEMBIX B PACTHUTEIIFHOM KJIETKE B OTBET Ha TEMIIE-
paTypHBIA U BOAHBIN IIOK, €CTh KaK OOIIHE, TaK U CIICIH-
¢uueckune. O6pa3oBaHUE CTPECCOBBIX MOIUMENTHIOB aCCO-
[IUHUPYETCS C Pa3BUTHEM YCTOWYMBOCTH PACTECHUH, T.€. pac-
CMaTpUBAETCsi B paKypce aJanTallMOHHBIX M3MEHEHUM Ha
MaKpOMOJIEKYJISIpHOM ypoBHe. Ha ceromust HauGonee riy-
OOKO HCClienoBaHa pEaKIHs PACTHTENBHOW KIIETKA Ha
TEIJIOBOM CTpecc.



CpaBHHTENbHOE HU3YyUYEHHE pEaKUUU OeOKCHHTe-
3UPYIOLIEH CUCTEMBI HA CTPECCHl y PA3IUYHBIX IKHUBBIX
OpPTraHM3MOB BBISIBUIO YHUBEPCAJIBHOCTH W KOHCEPBATH3M
3TOro siBjieHus. M3MeHeHus B (yHKUMOHHPOBAHUM TEHeE-
TUYECKOM CHUCTEMBI OYEHb CXOJHBI y PA3IUYHBIX JyKa-
pPHOT, @ B HEKOTOPBIX CIydyasX HICHTH()HIIMPOBAHBI U Yy
MPOKAPUOT. DBOJIIOIMOHHBIM KOHCEPBAaTU3M B PEaKIHUU
OETOKCUHTE3UPYIOMIEH CHUCTEMBI JKUBBIX OpPraHU3MOB Ha
CTpecC YETKO CBHIETEIbCTBYET, YTO OHMOCHHTE3 CTpec-
COBBIX O€NKOB sBiseTCS (YHIAMEHTAIBHBIM U KU3HEHHO
HEOOXOJUMBIM TIPOIIECCOM, CHOCOOCTBYIOIIUM TPHUCTIO-
COOJICHHIO W BBDKMBAaHHIO OPTaHW3MOB B OKCTPEMAaTbHBIX
YCIIOBHSIX.

B Hacrostiieit MoHOrpaduu npeanpuHaTa MONbITKA
MPOAHAIM3UPOBATE COBPEMEHHBIE MPEACTABICHHUS O OHO-
cuHTE3¢ M (YHKIMSIX CTPECCOBBIX OCIKOB PACTCHUM, MX
B3aUMOCBSI3U ¢ TIporieccoM (oTocuHTe3a, (HUTOTOPMO-
HAJILHBIM OaJlaHCOM, PO B (DOPMHUPOBAHHUH aTANTAIMOH-
HOTO CHHApPOMa, 00eCreueHUH penaparoHHbIX MpOIecc-
COB, Pa3BUTUH YCTOWYHBOCTH.



nABA 1

NCTOPUA OTKPbITUA

CnocoOGHOCTh pacTUTENbHBIX KIETOK M OPraHW3MOB B lie-
JIOM pearupoBaTh COOTBETCTBYIOIIMM 00pa30M Ha BHELIHHE
BO3JCUCTBUS SIBJISIETCS HEOOXOIUMBIM KOMIIOHEHTOM CY-
IIECTBOBaHUS M TNPHUCIOCOONEHUS K YCIOBHSAM OKpYKa-
fo1Iei cpenbl. MeTabou3M pacTeHUi — 3TO CII0XKHAs CHUC-
TeMa (PHU3HOJIOTO-OMOXMMHUYECKUX TPOIECCOB, CBS3aHHBIX
MEXIy COOOH M 3aBHCALIMX OT BHEMIHUX (akTopoB. Cko-
POCTb M HaNpaBJICHHOCTh BCEX METAOOIMYECKUX pPEeaKIuit
TOYHO CKOOPJIUHHUPOBAHBI M 00ECIICUMBAIOT MPUCYIINE 00-
MEHY BEILIECTB YCTOMYMBOCTb M MOJBHKHOCTb.
EcrecTBeHHO OBLIO MPEINONIOKHUTH, YTO HETaTHB-
HBII (haKTOp, BO3JCHUCTBYS HA YETKO OPraHM30BaHHYIO
CHCTEMY, CIIOCOOEH J€30praHn30BaTh U JIaKe Pa3pylIUTh
ee. OHAKO B CTPECCOBBIX YCIOBUSX (TMIIEPTEPMMS, aHOK-
Cusl, IECTBHE OTPABJISIIOIIMX BEIIECTB U Mp.) )KUBbIE Opra-
HU3MBI NPOSBIISAIOT YIUBUTEIBHYIO CIIOCOOHOCTH IMPUCIIO-
ca0OnuBaThCsl K HETaTUBHBIM Bo3zeicTBusaM. CTpecc pacTu-
TENIFHOTO OpraHW3Ma MOXKET OBITh BBI3BaH OMOJIOTHYEC-
KUMH Pa3IpaxuTessiMu (Bo30yauTenu Oose3Hel, MUKpO-
OpraHm3Mbl U 7p.), pu3ndeckuMu (HEIOCTaTOyHOE JMOO
Ype3MEpHOE YBIAKHEHHUE, U30BITOYHOE OCBEIIEHUE, JKCT-
pemMaibHasl TemIeparypa, o0JIyueHne), XUMHUUECKIUMH (JIei-
CTBHE COJICH, Ta30B, TepOUIMIOB, HHCEKTUIMIOB, (YHTHU-
LIU/I0B), MEXaHWUYECKUMU U JIpyruMu (axkropamu. TepmuH
“cTpecc” (aHTJ. stress — JIaBIIEHUE, HAIIPsDKEHUE) BBEI B
ouonornueckyto Hayky I. Cenbe B 1936 romy /s xapak-
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TEPUCTUKH OJHOTUITHOM PEAKIMM, BO3HUKAIOIIECH B Opra-
HU3ME TOJ BIUSHHEM pa3Iu4HbIX pazapaxkuteneit. Coc-
TOSIHAE, B KOTOPOM HAaXOIWTCS OPTraHWU3M TpPU MOJO0O0HBIX
00CTOSATENLCTBAX, PACCMAaTPUBAETCSI KaK CTPECCOBOE H
MPOJOJDKACTCS OT Hayaja J0 KOHIA JCHCTBHUS CTpeccopa
(Cembe, 1960, 1972). K ctpeccopam OTHOCSITCSI CHUJIbHBIC
KPaTKOBPEMEHHBIE BO3JIEHCTBUS (DAKTOPOB OKpYKAFOIICH
Cpelbl, BBI3BIBAIONINE W3MEHEHHS B IOCIEIOBATEIHLHOCTH
CTaIuil M peakuuil, 3aKaHUMBAIOLIMecs JU00 MpPUCHOCO0-
JIEHUEM >KMBOM CHUCTEMBbI K MOBPEKIAIOIMIEMY BO3JEHCT-
BUIO, JINOO UCTOIICHUEM PE3EPBHBIX CHJI OPTaHU3Ma U €ro
rubenpro. Kak mpaBmito, agantanioHHBIE TEPECTPOUKH
METa0OIMUECKUX TIPOIECCOB SIBJISTFOTCS JBIDKYIIEH CHUIION
ABOJIIOIUM OPTaHU3MOB W OCHOBOW BBDKMBAHHS B OKpY-
xarorreit cpene (Cenbe, 1982; Steponkus, 1981).

JUis moHMMaHUST MEXaHU3MOB aJalTallid KUBBIX
OpPraHMU3MOB K HEOJIArompHsITHBIM BO3JEHCTBUSM UCCIIETY-
IOTCSl OTBETHBIC PCAKIIMHM HA PA3IMYHBIX HEPAPXUIHBIX
YPOBHSIX, HauWHAasl OT MOMYJSIIMOHHOTO U 3aKaH4YMBas MO-
nekynsipHbiM. Oco0oe BHUMaHHE YIENSIeTCS H3YUYCHHIO
0ocoOeHHOCTEH OMOCHHTe3a OCIKOB B CTPECCOBBIX YCIO-
BUSIX.

[TepBbie cBeneHust 006 OOpAaTMMBIX HW3MEHEHUSIX B
OENKOBOI cHUCTEME >KMBBIX KJIETOK IO JCHCTBHEM BBICO-
kux Ttemreparyp (mo 45°C) mosBwmch B 60-x Tomax
XX cr. Uranpsackuii uccnenoBarens @. Puroza obHapy-
JKWII, 4TO MOJ BiaussHUEM Temmepatypsl 37 °C oOpasyroTcst
ruranTckue mydsr xpomocom apo3oduisl (Ritossa, 1962).
B nanpHeiinem ObLTO YCTaHOBIIEHO, YTO ATO SBJICHHUE CBS-
3aHO C CUHTE30M de novo crerupuyeckoi rpymnmnbl OEIKoB,
KOTOpBIC TOJYYWIA Ha3BaHHE “‘OCJKHM TEIUIOBOTO IOKa”

11



(BTHI) (Ashburner, Bonner, 1979). Ha ceromus cunTe3s
BTII B oTBeT Ha TEIUIOBOM CTpecc HICHTU(DHUIUPOBAH Y
IIMPOKOI0 CHEKTpa OPraHU3MOB — OT OaKTEpUH /0 Yelo-
Beka (Schlesinger et al., 1982).

OuyeBuAHO, YTO TeEMIepaTypa BHEIIHEW Cpebl
SBISIETCSL  ICTEPMHUHUPYIOIIUM  (aKTOPOM  pacrpocTpa-
HEHUS pacTeHu# B mpupone. Peakinio O0EIKOBOM CHCTEMBI
BBICIIIMX PACTCHMM Ha TEIUIOBOM LIOK HAayalld U3y4daTb B
Havanie 80-x romoB XX cr. (BoitnukoB u ap. 1984, 1986;
Altschuler, Mascarenhas, 1982; Kimpel, Key, 1985; Tan-
guay, 1983; u ap.). B pe3ynbraTte nccienoBaHuii, mpose-
JEHHbIX B psAne Jlaboparopuil MHpa, AETAIbHO HU3yueH
criektp BTII pa3iuyHbIX BBICIIUX PAacTE€HUH, B YACTHOCTH
CoH, KyKypy3bl, Tabaka, MOPKOBH, JIWIIHU, XJIOMYATHHKA,
Tpageckanuuu u ap. Cunre3 bTI HaunHaercs yxe uepes
15 MuH mociie aeiicTBUS TEIUIOBOI'O IIIOKA M JUIUTCI 6—8
yacoB. Makcumanbhblii cuaTe3 bTI npoucxonur B Teye-
HUE MEpBBIX 2,5 4acoB. B pesynbraTe TEmoBOro mioka
00pa3yroTCsl BRICOKO- U HU3KOMOJIEKYJISIpHbIe Oemku. boib-
muHCTBO BTIII, cuHTE3UpOBaHHBIX B pacTCHUSX, B OTIH-
Yhe OT JPYTHX YKUBBIX OPraHU3MOB, OTHOCSITCS K pa3psiay
HU3KOMOJIEKYJSIpHBIX (MoJ. Macca 15-18 x]I). Bwicoko-
modnekymsipasie BTI pactenHuii MeHee pa3HOOOpa3HBI 1O
cpaBHeHHIO ¢ BT HacEeKOMBIX, MIIEKOITUTAIOIINX U APOXK-
xeil. B mpomecce OwmocumnTe3a BTII 3anmelicTBoBaHBI
sJIepHasi ¥ LUTOIIA3MOTHYECKAsE T€HETUYECKHE CUCTEMBI,
camH ke O€JKH JIOKaIU30BaHbl MPEUMYIIIECTBEHHO B IIUTO-
mia3me, obpasys rpanysbsl TerioBoro moka (Kloppstech et
al., 1985; Nover, Scharf, 1984; Vierling et al., 1986). I'pa-
HYJIbl TEIUIOBOTO IIOKA MO3BOJISIOT PACTEHUIO COXPAHSThH

12



MPHK, HeoOxomumsbie 11 OBICTpOTO mepexoja K perapa-
LIMOHHBIM IIPOIIECCaM.

O6pazoBanuto BT npeamecTByeT cuntes de novo
MPHK TeroBoro moka, KOTOpblid HACTyHaeT B MEepBbIe 3—
5 MHUH CTPECCOBOT0 BO3JEHCTBUS U NMPOAOIIKAETCs oT 1 1o
4-x yacoB, IOCJI€ YEro MOCTENEHHO CHUKAETCs. Y MEHbILIe-
Hue ypoBHa MPHK perymupyercsi HHTEHCUBHOCTBIO CHH-
te3za BTIH (Key et al., 1985; Kimpel, Key, 1985). B nenom
cunre3 BTII mnpeaBapsiercss psaoM MOCIENOBATEIbHBIX
MIPOLIECCOB: CHW)KCHHEM MAaTpUYHOM AaKTHMBHOCTH XpOMa-
TUHA, yrHereHueMm aktuBHoctu PHK-nonumepas, nsmene-
HUEM CKOPOCTH Iporueccunra scex BunoB PHK (mpu atom
unruoupyercs cuate3 pPHK, uTo nmpuBoauT K HAaKOTUICHHUIO
B siIpbIIIKax Oosbiioro konudectsa npe-pPHK), Tpancnop-
TOM | 1niepexoaoM B coctosinue tpancisiimn MPHK (brex-
MmaH, IllenamoBa, 1992; Neumann et al., 1989; Nover et al.,
1984).

HauOonee uyBcTBUTENBbHA K CTPECCY CTaaus WHU-
nuanuy Tpanckpunuuu. CBHUIETENbCTBOM TOTO, YTO OOpa-
3oBanue DbTI Bcerma omnpenensercss M3MEHEHUIMU,
MMEIOIIMMU MECTO Ha YpPOBHE TPAaHCKPUIILUH, SBISIOTCS
pe3yJbTaThl MHTUOUTOPHOTO aHAlIM3a TPAHCISLUM in Vivo
uzonupoBanHoit MPHK wu ee mocnenmyromee dpakimo-
nupoBanue (Cooper, Ho, 1987). DkciepiMeHThI BBISIBUIH
JeficTBUE MHTUOUTOpPA TPAHCKPUIIIUK KOPIUIENHHA, KOTO-
peiif, yraeras oOpazoBanue BTII mnpu Bo3aelicTBun
noBbIIeHHBIX TeMiiepatyp (40 °C), He BbI3bIBANI MPU 3TOM
3aMEeTHBIX CIBUTOB B cuMHTe3e OenkoB B Hopme. M3 pacre-
HUIl BbIIEsUIM nomyssauuio cymmapHon MPHK, cunre-
3upoBanHoU npu 25 u 40 °C. Ilocne Tpancnauuu B Oec-
KJIETOYHOM CHUCTEME PUOOCOM 3apOJBIIICH MIICHUIIBI YCTa-
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HOBWJIM, YTO B PEAKIMOHHOW cMecH, coaepskameid MPHK
IIPOPOCTKOB KYKYpy3bl, NOJABEPIIINXCS BO3AEHCTBUIO BbI-
cokoil Temnepatypsbl, odpazoBaiiock 10 BTII, anamorny-
HeIX cuHTe3upoBaHHBIM Tipu 40 °C in vivo (Cooper, Ho,
1987).

[Tpu HeOmaronpusTHRIX Bo3aercTBHAX YacTb MPHK
COXpaHsieTCsl B BUJE CTPECCOBBIX I'paHyJ, BIEpBble OOHa-
PYKEHHBIX Yy BBICIIMX PACTEHUH B YCIOBMSX TEIJIOBOIO
moka (40 °C) u Ha3BaHHBIX TpaHyJIaMH TEIUIOBOIO IIOKA
(I'THI) (Nover et al., 1989). I'TII npexacraBisitoT coOoi
pUOOHYKIICONPOTeUIHbIE YacTHilbl pasmepom 3040 Hw,
OenkoBasi (pakiusl KOTOPBIX COCTOMT INPEUMYIIECTBEHHO
u3 BTI ¢ mon. maccoit 17 (50-80 %) u 70 k1 (5-10 %).
CrpeccoBble IpaHyJIbl JOKAJIU30BaHbI B LIUTOIIA3ME, IJ1ac-
tunax ([lopduposa u ap., 1992) u sapax, mpuuem nociea-
HHUE COJEpKaT IeTepOreHHble (PpPaKLUUU MOJIHAICHIIOBBIX
PHK (Neumann et al., 1987; Nover et al., 1989). I'TII
o0pa3yloTcsi B pe3yjbTare 3acoyieHusi, 00€3BOKMBAHUS U
Ipyrux (akTopoB, YTO CBHUICTEILCTBYET O HeCHeruQuy-
HocTu Takoro oTrBera Ha cTpecc (Khokhlova, Porfirova,
1990).

Peakuus pacTteHui Ha TEIJIOBOM IIOK aHAJOTMYHA
TaKOBOM y JKMBOTHBIX, HACEKOMBIX M JPOXCKEH M Xapak-
TEpU3yeTCs TAKUMH KIIFOUEBBIMU MOMEHTaMU (puc. 1):

— noBbIIeHUEe  Temrepatypsl Ha 810 °C
NPUBOJUT K 3aTYXaHUIO CHHTE3a HOPMAJBbHBIX OCNKOB U
MHTEHCUBHOMY oOpa3oBanuto bTII;

— cunre3 BT 3amyckaercs TpaHCKpUIIIUEH
reHoB bTIII — HeKOTOpBIE U3 HUX CEKBEHUPOBAHBI,

— [0CJI€ BO3BpAIICHUS K HOPMAJIbHOMY TEM-
nepaTtypHomMy pexxkumy mpekpamiaercs cuate3 bTIHI u Boc-
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CTaHABJIMBACTCsA OOpa3oBaHWE JApyrux OenkoB Ha (HoHE
obictporo pacmaga MPHK BTII (momymepuon mo 2-x
YacoB).

CxeMa noc/ie10BaTe bHbIX OTBETHLIX peaKnuii
pacTenuii Ha AelicTBHE TENJI0BOI0 IHOKA

T

: !

JAerpajganus moIincoM
CHHTE3UPYIOMUX OENOK B cunTtes MPHK BTIL
HOPMANBHBIX YCIOBHAX
penpeccHs CHHTe3a YCWIEHHE CHATE3a OTACHBHBIX
HopMaibHO#H MPHK [IOJIMNENTUIOB U CHHTE3
de novo BTUI
penpeccHs CHHTe3a obpasoarue rpany,
A —— R— COJIEpPKALUMX CTPECCOBLIS
6emxu 1 mx MPHK

Puc. 1. Cxema nocnenoBaTeNbHBIX OTBETHBIX PEaKIMi OelOK-CHHTE3H-
PYIOLLMI CUCTEMBI PACTEHUM Ha IEHCTBUE TEIJIOBOTO LIOKA

Ileproa MOBBIIEHHOW CHHTETUYECKOW aKTUBHOCTH
(6—10 gacoB ot Hauana TemwioBoro moka (TLL)) cmensercs
ee OBICTPHIM CHM)KEHHEM 0 HadyajbHOro ypoBHs. Kune-
TUYECKUE MapameTpbl cuHTe3a U HakorieHus bTII 3aBu-
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CAT OT ceMelcTBa cTpeccoBbIX OenkoB. IlepBeiMu 0Opasy-
torcst “pannue” BTILH (70 u 90), 3atem — “no3nnHue” —
Huskomosekyssipusie bTII (Boitnukos, bopoBckuii, 1994;
Lindquist, Craig, 1988). Ilpu pa3nu4HbIXx HEOIATONPHSIT-
HBIX BO3JCHCTBHUAX Y PAa3HbIX BHUJIOB pAcTEHHH CHHTe-
3UPYIOTCS. UJCHTUYHbBIE ‘“‘paHHUE” CTPECCOBbIE OENKH, B
gactHoctd BTII 70 (Guy, Li, 1998; Vierling, 1991; Lee,
Vierling, 2000). Takoii ¢)eHOMEH CBHIECTEIBLCTBYET O HE-
CHEeUU(pUYHOCTH JTAHHOM COCTABISIOIIEH OTBETHOM peak-
MM Ha CTPeCC W €€ pOoJH B (POPMUPOBAHWHU 3AIIUTHOTO
Oapbepa Uil NMEpBUYHBIX NOBpexaeHud. CuHTe3 “mo3n-
HUX OEJIKOB XapaKTepU3yeTcs CHENU(UIHOCTBIO M HX
BEPOSITHBIM yYaCTUEM B BOCCTAHOBHUTEJIBHBIX pPEaKIMAX
(Boitnukos, boposckuii, 1994).

CrnenoBaTenbHO, 3a MOCHEAHHE 25 JET YIaioch
YCTAHOBUTb, YTO B CTPECCOBBIX YCIOBHUSX PACTCHUS H3ME-
HSIOT XapakTep OuocuHTe3a OeNKOoB, Mpekparias oopazo-
BaHME THUIIMYHBIX U1 HOPMAJIbHBIX YCJIOBUM IMOJIMIIENTHU-
JIOB, U HAUMHAIOT CHUHTE3 HOBBIX CTPECCOBBIX OEIIKOB.
Takoe siBIEHNE YHUBEPCAJIBHO JJISI BCEX JKUBBIX OpraHU3-
MOB, YTO CBHUJETEIbCTBYET O €r0 BO3MOXHOM pOJIH B 3BO-
JIIOLMOHHOM TIpOIIEcCe.
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nABA 2

KINACCUPUKALIUA U NTOKATTU3ALUA

CtpeccoBble OelKH BBISIBICHBI MPAKTUYECKHA BO BCEX KOM-
napTMeHTax pactutenbHor kineTku (Sachs, Ho, 1986;
Vierling, 1991; Waters et al., 1996, Banzet et al., 1998).
[TpuMeHeHe MONEKYISIPHO-OMOIIOTHYECKUX METOAOB I03-
BOJIWJIIO YCTAaHOBHUTH, UYTO CTPECCOBBIC OEIKH paCTECHUIA
TOMOJIOTHYHBI CTPECCOBBIM O€JIKaM JpyTrux sykKapuoT. Mx
JOKanmu3alysi B Pa3IMYHBIX KOMIIAPTMEHTaX — Spax,
IIaCTUAX, MUTOXOHPUSX, SHAOIIA3MAaTHYECKOM PETUKY-
ayme, pudocoMax, IUTOILIa3Me — CBUICTEILCTBYET 00 UX
CYILIECTBEHHOW POJIM B BaXKHEHIIUX OMOXUMHUYECKUX MPO-
L[ECCaX.

Haunbonee 10oCKOHAIIbHO HA CETOTHS MCCIIEIOBAHBI
BTII. Kak u3BecTHO, IOJ JICHMCTBHEM BBICOKHX TeMIIE-
paTtyp, MOMUMO TpaHyJ TEIUIOBOTO IIOKAa CHHTE3UPYIOTCS
HOBBIe pacTBopuMblie Oenku. Kmaccuduxamus BTII ocho-
BaHa HAa OCOOCHHOCTSX KMHETUKU CHHTE3a U MPOCTPAHCT-
BEHHOT'O paclpeleNieHus OETKOB, 0O0pa3yroImuXcs IO
neiictBueM TteruioBoro moka (Nover, Scharf, 1984). beina
Mpe/yIokeHa Kiaccu(uKaius, COrjacHO KOTOpOW Kiacc A
BKJTIOYAET TOJILKO PACTBOPUMBIE OEIKH C MOJEKYJSPHOM
Maccoil oCHOBHBIX monumentuaoB 95 u 80 x/I, kmacc B —
Oenku, cBsi3aHHble ¢ rpaHynamu Ha 5—10 % (70 u 68 x/1),
kinacc C — na 30-80% (21, 17 u 15 /1), kmacc JI —
muHopHbie BTII, naeaTndummpoBaHHbIe UCKIIOYUTEIHLHO
B cBs3aHHOM coctosiHuu. BT crocobHbl (hopmMupoBaTh
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KJlacc-crienuuuHbie  Jo/eKaMepbl ¢ MoJI. Maccor 210—
280 k/I, xoTopbie 00pa3yrOT TpaHyJbl TEIUIOBOTO IIOKA
(I'TI) (Kirshner et al., 2000). ITocnemyromue wccieno-
BaHMS, COTJIACHO KOTOPBIM OCHOBHBIE Kiacchl BTII pas-
JUYAIOT M0 BEIMYMHE WX MOJEKYJSPHBIX MAacc, a UMMEHHO
cemeiictea BTII 100, 90, 70, 60 u HU3KOMOJEKYJSPHbIE
BTII (ot 17 no 30 k1), AOTIOJHUIIN TIPEITIOKEHHYIO paHee
cucremy (Sachs, Ho, 1986; Vierling, 1991; Waters et al.,
1996).

BHYTpUKIIETOUHBI MEXaHU3M BKJIIOYEHUS T€HOMa
KIeTKH B ()OPMHUPOBAHHE pEAKIMHU Ha CTPECCOBOE BO3-
JIEHCTBUE JIO KOHIA HE MCCIIEIOBAH, OJIHAKO YXKE CETOIHS
W3BECTHO, YTO OCHOBHBIMU MHHUIIMaTOpamMu cuHTe3a BTIII
SIBIISIFOTCS] HEMPABUIIBHO MOIU(DUIIMPOBAHHBIC WU JICHATY-
PUPOBAHHBIC MMOJIMTICIITUIBI U OCITKOBBIC arperatbl, BO3HH-
KaloIie BCJICJCTBUE HEraTuBHOW Harpysku (Baler et al.,
1996; Morimoto et al., 1997; Perhman, 1986). B ocHoBe
AKCIPECCHH TCHOB, KOJUPYIOIINX CHHTE3 CTPECCOBBIX OeII-
KOB JYKapHOT, JEKUT B3aUMOJACUCTBUE CIEHUPHUUECKOTO
oenka—pakropa THI (DTILL) ¢ ompenencHHON KOHCEpBa-
TUBHOM TOCIeoBaTebHOCThI0 — 5 -aGAAg-3" B mpomo-
TOpE ATUX T'€HOB, MOJYyYMBILIEH HAaNMEHOBAHUE 3JEMEHTa
THI (OTIL) (Barros et al., 1992; Charnecka-Verner et al.,
1998; Hubel, Schoffl, 1994; Hubel et al., 1995; Nover et al.,
1996). Ha netpanckpuOupoBaHHBIX ydacTkax reHoB bTII
HaxoauTcs OonbIoe KoarmuecTBo pasnuunbix T, coenu-
HEHHBIX MO0 THUMY ‘ToJioBa K ToJIOBE”, JMOO “XBOCT K
xBocty” (Sorger, 1991). YcranoBieHo, 4To Ui YCUIICHHS
tpanckpunuuu MPHK ctpeccoBeix OenkoB HEIOCTaTOYHO
ces3piBanus OTI ¢ OTII — HeoOXomuMa aKTUBHU3ALINAS
OTIII, npeacraBisromero coool B HEAKTUBHOM COCTOSTHUH
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MoHoMepHbIe (DT 1) u mumeprbie (DT 2) Monekyb
¢ Mo Maccoit okoso 70 k/[. Ha ux N-koHIIEBOM yuacTke
Haxoautces aoMeH cBs3biBanusa JIHK mmuHoit B 100 amuno-
KHUCJIOTHBIX OCTaTKOB, a PSJIOM C HUM OTPE30K, OIpejie-
JSIOIIMKA B3aMMOJICHCTBUE MEXKIY OTACIbHBIMA MOHOME-
pamMu. AHAJIOTWYHBIN y4acTOK pacroyiokeH U Ha C-KOHIle
MOJIEKYyJIbl. B cocTaB GenkoBOi MOJEKYJbl TaKKe BXOMST
JIB€ KOPOTKHE IMOCIJIEI0BATETbHOCTH, HETAaTUBHO BIMSIOIIHE
Ha aktuBHOCTh camoro OTII. Ha C-konne naxomurtcs
aKTUBHBIA noMeH minHOi Ooiiee 100 aMHHOKHUCIIOTHBIX
ocratkoB (Morimoto et al., 1997). MexaHn3M aKTUBU3ALHH
OTII oxoHYATEITIHFHO HEM3BECTEH. Y CTAHOBJICHO, UTO KITIO-
YEeBbIM MOMEHTOM siBiigeTcsi Tpumepusauus OTII, u
TOJIBKO TPUMEPHI CIIOCOOHBI 3((HEKTHBHO PACMO3HABATH U
cBs3biBaTh nocnenoarenbHocTy DTIL (Curley, Key, 1991;
Morimoto et al., 1997). UccnenoBanusi, mpoBeicHHBIE B Oec-
KJIETOYHOM cucteme, npoaeMoHcTpuposaiy, uto BTII 90 u
70 yrueratot aktuBHOCTh DT, HEraTUBHO BMSSA Ha HpO-
niecc Tpumepmsaruu (Duina et al., 1998; Shi et al., 1998).
Kaxnoe cemeiicteo BTII sBasercs npoaykrom
JIESITEIBHOCTH TPYIIIBI  POJICTBEHHBIX TEHOB, IO3TOMY
CTENeHb TOMOJIOTHH MEX/y OTAEIbHBIMH 4YJI€HAMHU CeMei-
CTBa MOXeT OBbITh MocTaTo4HO BbIcokoil (Vierling, 1991;
Waters et al., 1996). BeposiTHO, KOHCEPBATHU3M B CTPYKTYpE
BTII cBunmerenbcTByeT 00 MX 0c000# poJid B peasii3aiiiu
MEXaHU3MOB aJanTaiuu U (OPMUPOBAHHH OTBETA KIIETKH
Ha CTpeccoBble Bo3aeucTBus. Hwxke mnpencraBieHo pas-
JIeJIeHNE CTPECCOBBIX OEJIKOB Ha CIIEAYIOIINE CeMENCTRa:
Cewmeiicteo BTHI 70 Bxitouaer Hanbomee pacmpo-
cTpaneHHble cTpeccoBbie Oenku (Vierling, 1991). B kier-
Kax 2yKapuoT HJIEHTHU(PULIMPOBAHBI HECKOJIBKO TaKHX Oel-
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koB: crpecc-unaynupyembiii BTII 70 (Derocher, Vierling,
1995);  xonctutytuBHO  cuHTesupyembli  BTII 70k
(HSC 70) (Perdue et al., 1998); perymupyemblil TIIFOKO30i
I'PB78 (Feige, Polla, 1994; Haas, 1999), a Taxxe 0enok,
JIOKAJIM30BaHHBIA B MHUTOXOHApUAX (Amir-Shapira, 1990;
Brodsky et al., 1998). INomunentuasr cemeiicta BT 70
0oOHapy>KeHBI BO BCEX KJIETOYHBIX KommapTMmeHTax, [ Pb78
u p75 (mtp 70) — numb B 3HAOIUIA3MATUYECKOM PETUKY-
JyMe ¥ MUTOXOHPHSX, COOTBETCTBEHHO. HAYINOCTHHBII
BT 70 u xonctutyTHBHBIN BTIL 70 BBISIBIEHBI B LUTO-
riazme. [lpu neiicTBUM BBICOKMX TEMIIEpaTyp OHU OBICTPO
MIEPEMEIAIOTCS B SIPO, KOHIIEHTPUPYSCHh B SIAPBIINIKE, a
3aTeM, M0 OKOHYAaHUM CTpecca, BO3BpAIAIOTCS B IUTO-
wiazmy (Lindquist, 1986; Neumann et al., 1987). IToBTop-
Hasi TUTIEPTEPMHUS COTIPOBOXKIACTCS BO30OHOBIICHHEM TPAHC-
nopta BTII 70 B siapo. M3BecTHO, 4TO CTPyKTypa OCIKOB
ATOTO CEMEWCTBA JOCTATOYHO KOHCEPBATUBHA M TOMOJIOTHS
MOCJICIOBATEIIFHOCTEH ero wieHoB cocraBisgeT 50 %, a Ha
OTZIETILHBIX YYaCTKaX, BKJIIOYAs LIEHTpP CBsA3bIBaHUS AT, —
1o 80 % (Bardwell, Craig, 1984; Brown et al., 1993; Vier-
ling, 1991).

[IpumeHeHre MeToa PEHTIeHOCTPYKTYpHOIO aHa-
Jau3a MO3BOJWIO YCTaHOBUTh, 4TOo Mojekyiaa BTHI 70
COCTOUT W3 JBYX JOMEHOB: N-KOHIIEBOTO KOHCEPBATHB-
HOro, HacuuThiBaromero a0 450 ammuokuciaor (McKay,
1991), u BapmabenpHoro C-koHreBoro ydactka (mo 200
AMHHOKHCIIOT), BBITIOJHSIONICTO pPOJIb HWACHTH(PHUKATOPA
cybcrpara (Boorstein et al., 1994). Dtu nBa ngomeHa
pa3mernsieT KOpPOTKas AaMHHOKHUCIIOTHAs TOCIIEA0BATEIb-
HOCTB, COJICpIKaIllas CalT WACHTH(HUKAIMHA OCITKOB, IMpPO-
UCXOAUINHA MPHU MOMOIIM HPOTEOJIUTHUECKUX (HDEPMEHTOB
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(Flaherty et al., 1990). ¥ HEKOTOpBIX YJICHOB CEMEHCTBA B
Hadane N-KOHIIEBOTO y4yacTKa BBISBIICHA CHUTHAJbHAS TO-
CJIEJIOBATENIbHOCTh, HEOOXoauMasi ISl MPOHUKHOBEHMS B
MUTOXOHJIPUH U SHAOIUIa3MaTu4eckuil petukyiaym. BT 70
n 70k comepkar Tak HasbiBaeMyro NLS-mocnenoBatens-
HoCcTh (nuclear leader sequence), MO3BOJISIONIYIO UM CaMoO-
CTOATEJIBHO JTUOO BMECTE C APYTMMHU MOJEKYJaMH MUTPH-
poBate B smpo (Feige et al., 1996). YcranoBneno, 4rto
monekysnel BTIHI 70 umeror naBa 1EeHTpa CBSA3bIBAHMS
KaJIBLIMS: OJMH M3 HUX BMeCTe ¢ cailTamu y3HaBaHusi AJID
U HeopraHumueckoro ¢ocdara HaXOJUTCS HA KaTalUTHYeC-
KOM YacCTH MOJIEKYJbI, a JPYroil — Ha IMOBEPXHOCTH, HA
yuactke 227-231 amuHokucnoT (Sriram et al., 1997).

Cewmeiicteo BTII 90. Dxcnpeccust rero bTHI 90
MIPOMCXOIUT KOHCTUTYTHBHO, IIPUYEM BO BpPEMs CTpecca
TEeMIIbl CHHTE3a JTUX OeNkoB yckopsitoTcs. CTpykrypa
OenKOB KOHCEpBAaTUBHA. Tak, ISl MOJNUNENTHIHOW IeTH
pazmuunbix BTIHI 90 xapaktepno OGomee 40 % wuneHTHY-
Hoctu (Milioni, Hatzopoulos, 1997; Vierling, 1991; Pareek
et al., 1997; Reddy et al., 1998). [lomunentuasl cemeiicTBa
CUHTE3UPYIOTCS MPEUMYIIECTBEHHO B IIUTOILIA3ME, OJTHAKO
oOHapy>KeHbl U B IUIACTHAX, SHAOIUIA3MAaTHYECKOM PETH-
Kylyme, MuToxoHapusx (Boston et al., 1996; Mogelsvang,
Simpson, 1998). YcraHOBI€HO, YTO B MUTOXOHIPHUSIX TOPO-
xa nox neiictBueM TII cuntesupyrorcs 86 x| BTII, a
TaKke HykieosuudochaTKkiuHaza, BBIIOIHAIOMAS, I10-
BUIMMOMY, pOJib MOAyJsiTopa 3toro nonunentuaa (Esco-
bar et al., 2001).

Cemeiicteo BTHI 110 mpexncraBieHo Oenkamuy,
cymectBeHHO oTianyaromumucs ot BTII 70. Mx romo-
norust coctaBiseT aumb 30-33 %, npudeM Oonbllas 4yacTb
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TOMOJIOTHYHBIX ~ TOCJEIOBATEIbHOCTEH MPUXOIUTCS Ha
nomeH cBsizbiBaHust AT® (Lee-Yoon et al., 1995). Cnenyer
OTMETUTh, YTO MPONOJDKUTENbHOCTh cuHTe3a BTII 110 B
pacTeHUsIX 3HAYUTEIHHO KOpOoUe 10 CPaBHEHHIO C APYTUMHU
ceMeiCTBaMH, INpHYeM Hauboliee HHTEHCUBHO OH IIpO-
ucxonut B nepsblid yac TII (Nagao et al., 1986). benku
cemeiictea BTII 110 mokann30BaHbEl B IUTOILIA3MeE, ITIaC-
TUAaX U MUTOXOHJPHSIX. YCTaHOBIIEHA B3aUMOCBS3b MEXK-
ny uHTeHcuBHOCTBIO cuHTe3a BTII 110, d¢a3zoit pocra,
MecToM oOpa3oBaHHs OENKOB W BHAOM cTpecca (Schirmer
et al., 1994).

CewmeiictBo BTII 60 npexncraBieHo BbIAECICHHBIM
B FOMOTE€HHOM COCTOSIHUM U3 KieTok E. coli Gro-El-6en-
KOM, (3yOakTepHalbHbIM IIANepOH) MEPBBIM MOIYYUBIIUM
Ha3Banue ‘“marepon” (Ellis, 1987). T'omonorn BTUI 60,
KOJMPOBAaHUE U CHHTE3 KOTOPHIX MPOUCXOAUT B SApE,
HalJIeHbl TaKXKe B MUTOXOHIpUAX U xjoporactax (Cloney
et al.,, 1994; Hallberg, 1990; Hemmingsen et al., 1988).
VYnanoce Beimenmuth Gro-El-oOpasneiii  6emok  Rubisco
large-subunit-binding protein (RBP), yuactByrommii B
YKJIAJKE MOJIEKYJIbl KIFOUEBOTO (hepMEHTa MpOIECCOB
dotocunTesa W (orompixanus — pudyIo3oaudochar-
KapOOKCHa3bl / OKCUTECHA3HIl. BhIIeneHHbIN MOTUIENTH T Xa-
pakTepusyercs HU3KUM ypoBHeM AT®d-a3zHOil aKTHBHOCTH
u kimaccuunupoBan kak manepoHud (Roy, 1998). Muro-
xouapuaneHblii  BTHI 60, ummyHonono6usnii Gro-El u
RBP, oOHapyxeHBI B pazin4sbix opranmsmax (McMullin,
Hellberg, 1988; Prassad et al., 1990). YcranoBneno, 4to
non aevicreuem TIII yposens BTIL 60 yBennuuBaercs B 2-
3 paza (Prassad, Hellberg, 1989).
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Huskomonekyasipuble BTHI. OcoGenHocThIO
PaCTUTENBbHON KIIETKH SIBIISIETCS €€ CIIOCOOHOCTh K 00pa3o-
BaHUIO B OTBET HA IIMPOKUN CHEKTP CTPECCOBBIX BO3JEHCT-
BUIl TPyNIbl HU3KOMOJIEKYJISPHBIX MOJIMIENTUAOB, CUHTE3
KOTOPBIX KOAMPYETCS IIECThIO ceMelicTBaMu reHoB (Waters
et al., 1996). Huzkomonekymsipasie BTII oOHapyxeHBI B
LUTOIIa3Me, XJIOPOIUIACTAaX, SHJOIUIA3MAaTHUECKOM pETHU-
KyJyMe 1 MUTOXOHApusaX. Ha ux nomro npuxoautes 1o 1 %
oT ob1iero coaepxanusi 6enkoB B ruroruiazme u 0,02 % —
B xsoporactax (Waters et al., 1996). Dxcnpeccust oTnemb-
HBIX Hu3komousekynsipubix BTII nHabmromaercs Ha pas-
JUYHBIX JTalax peajlu3alud 3HIOTCHHON MporpaMMbl
pasButus pacrenuii (Boston et al., 1996). YcranosneHo,
4YTO HHU3KOMOJEKYJsspHble BT BXOAAT B COCTaB BBICOKO-
MoJteKyJsipHbIX KoMruiekcoB (200—400 k/[) u rpanyn TII
(Nover et al., 1989; Vierling, 1991).

C mnomouipio 3neKkTpodope3a ¢ MOCIEAYIONUM
BECTEPH-OJIOTHHTOM OBLJIO YCTAHOBJIEHO, YTO HAa BHYTPEH-
Hell MeMOpaHe MHTOXOHAPUN JIOKAITM30BAHBI CTPECCOBBIC
Oenku ¢ Moi. maccoi 66, 60, 55 u 23 kI, Ha HapyKHOU
MemOpane — 60 u 58 k/| U B MaTpukce MUTOXOHAPUI —
66 u 55 k]I (ITo6exxnmoBa u ap., 2001). [Toce TemmoBoi
00pabOTKH MIIEHUIBI U PXKU KaK BHYTPH MHUTOXOHJPHH,
TaK ¥ Ha UX IIOBEPXHOCTU OOHAPYKEHO MO0 OJTHOMY HHU3KO-
mosekyssipauoMy BTHI ¢ mon. maccoit 20 k/l, y Kykypy-
31 — ABa HU3KkomoekysspHelx BTII (28 u 23 k/I), noka-
JM30BaHHBIX BHYTPU MUTOXOHIpuM, u Tpu (22, 20 u
19 xJ1) — Ha ux moBepxHocTH. [Ipeamonaraercs, 4To0 HU3KO-
MoutekyJsipable bTII urparoT cymecTBeHHy 0 poiib B 3allu-
T€ MHTOXOHAPUN OT NOBPEKACHUHW IPU THMIEPTEPMHUH
(Kopotaesa u ap., 2001).
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Tabruya 1.Jlokanu3anust ocHOBHBIX cemeiicTe BT

Cewmetictso BTII KomnaprmenT
BTLI 70:
CTpecC-UHAYLIHPYEMBIi LUTOILIA3MA
KOHCTHUTYTHBHBII LUTOILIA3MA
MHUTOXOHIpHaIbHBIN 70 K[ MUTOXOHJIPUU
SIIePHBIN PO
BTII 90:
Cuntes 90 k/] nonmnentuioB LUTOILIa3Ma
86 x/] MHUTOXOH/IPHAA
nokanu3anyst 90 k1 nonunenTuios MHTOXOHJPUU

TUTIACTHIB,

9HJIOILIA3MATUYECKUI PETUKYIIyM

LUTOILIa3Ma
BTHI 110
TUTACTH]IBI
MUTOXOHJIPUU
BTLI 60:
CTpecc-3aBUCHUMBII MHUTOXOHIPUH
CTpecc-He3aBUCUMBIH XJIOPOILIACTHI
LUTOILIA3MA
Huzkomonexynsipusie BTIL: XJIOPOIUIACThI
MHUTOXOHIPUH

SHIOIIA3MAaTHIECKHI PETHKYITyM
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Takum obOpasom, knaccudukanus BT, ocHoBan-
Hasi Ha BEJIMYMHE MOJEKYJISIPHOW MAacChl, MO3BOJSET BbI-
JIEINTh OCHOBHEIC CeMeEHCcTBa ATHUX IojuneneTuaoB. bTII
0OHapy>KeHBbI B OOJILIITMHCTBE KOMIIAPTMEHTOB PaCTHUTEIIh-
HOM KJIeTKH. (OCOOEHHOCTBIO PACTUTENIILHOM  KIICTKH
SBIIIETCSL €€ CIIOCOOHOCTh K OOpa3OBaHUIO HHU3KOMOJIC-
Kyssipabix BT
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nABA 3

®YHKLUN CTPECCOBbIX BEJIKOB

Bonbiasi 9acTe CTPECCOBBIX OEINKOB — ATO IIATICPOHEI,
CUHTE3UPOBAHHBIC de novo, KOJIMYECTBO KOTOPBIX PE3KO
BO3pacTaer nox AeiictBuem crpeccoBbix (axtopoB (Ellis,
Van der Veis, 1991; Morimoto et al., 1997). MHorouuc-
JIeHHbIe (PYHKIMU OEJIKOB 3TOr0 CEMENCTBA OMPEAEIISIOTCS
UX IIanepoHHoN akTuBHOCTHIO (Boston et al., 1996; Meir-
nyk, 1997). B wactHOoCTH, OHU 32/IEHCTBOBAHBI B MTPOIECCAX
MIPAaBUJIPHON HEKOBAJICHTHOW YKJIAJKH TOJHITCTITHIOB WITH
CTPYKTYp, COJAEPKAIIUX MOJHUMENTHAbI, HE SIBISSACH MPU
ATOM COCTABIISIOLIMMH HOBOOOPa30BaHHBIX CTPYKTYp (Bos-
ton et al., 1996, Morimoto et al., 1997, EBcturneesa u np.,
2001). ITonaratot, 4T0, TOMUMO CBSI3BIBAHUS W CTAOWIIH3a-
[IUM HEYCTOMYUBBIX B ONPECIICHHBIX YCIOBUAX KOH(OpMa-
WA IpyTUX OEJKOB, MOJIEKYJISIPHBIE IIAIIEPOHBI CIIOCOOCT-
BYIOT MPHOOPETEHHUIO YCTONYMBOCTU KJIETOK, MpPUHUMAS
y4acTHe B COMPOBOXKACHUH, OJMTOMEPHON cOOpKe, TpaHC-
MOPTE B OTJCIIbHBIC CYOKIETOUHBIC KOMITAPTMEHTHI OCITKOB,
1100 ocBoOokAarT ux mytem neHarypanuu (Ellis, Van der
Vies, 1991; Kocakicrka, ['yaxoa, 2002).
MoneKyIspHBIMH IIATIEPOHAMU SBJISTFOTCS IIATICPO-
HUHBI, OCJIKHU, CoAepIKaIlie HUIHHIPUIECKHE KOMIUICKCHI,
B COCTaB KOTOPBIX BXOJHUT JIB€ KOH(UTYpaIlUH KOJIell,
KaX1ass U3 KOTOPBIX BKIFOYACT OT CEMU JIO JICBATH CyOb-
enuuull. OCHOBHOW OMpeAeNeHHON Ha cerojHsl (pyHKIue
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IATICPOHUHOB SIBJISIETCS CONMPOBOXKIICHUE U COOpPKaA OCIIKOB.
Tak, Oenok, oOeCIeYNBAIOIINN CBSI3bIBAHUE CYOHETUHHIL
PyGucko, nmpunamnexur k maneponnHam (Lorimer, 2001).
HecmoTtps Ha To, 9TO XJIOPOIIACTHI 1 MUTOXOHPUU COAEP-
KaT COOCTBEHHbIE OCIIOKCUHTE3UPYIOIINE CUCTEMBI, 3HAYH-
TENIFHOE KOJMYECTBO OEJNKOB TPAHCIOPTUPYETCS B HUX
u3BHe. IMnopT OenKoB B MUTOXOHAPUHM M XJIOPOILIACTHI
OCYIIECTBIIACTCA TNPH Y4YacTHUM ILIATIEPOHHHOB, KOTOpBIE
COIIPOBOXKIAFOT TTOJIUTETITH/IB B IIUTO30JTb, TIPHYEM perIeTl-
TOpHI M KaHajbl B MeMOpaHax opraHemn u ATd-3aBucu-
MBId UMITOPT-MOTOP JIOKAJTM30BaHBl BHYTPH OpraHelT
(Haucke, Schatz, 1997). OcoGeHHOCTH MOJEKYJISIPHBIX IIIa-
MEPOHOB HAXOMATCS B LIECHTPE BHUMaHUS HCCIeIoBaTeNei B
CBS3M C aHaIM30M HX QYHKIMA B (POPMUPOBAHUH
3alIUTHBIX PEaKIUil KJIeTOK. MHOrOYMCIIeHHbIE OHOJIOTH-
YeCKHEe U TeHETHUECKUE MCCIIeI0BaHNs CKOHIICHTPUPOBAHBI
npeumyiectBeHHo Ha u3ydenuu BTIHI 70 u Gro-El (3y-
OakTepuaIbHbIN 1anepoH), a Takke BT 60 — romosnore
Gro-El B mutoxonapusx (Rassow et al., 1997).

beaku cemeiictea BTLI 70 B3aumoneicTByIOT C
TIOJIMTIETITU/THON TIEeTIBI0, KOTOpasi CHHTE3UPYETCsl Ha puOo-
coMax, MPHUCOEIUHSIOTCS K APYTHMM OelikaM, BbI3bIBas UX
pa3BepThIBaHUE, U, TAKUM 00pa3oM, MPEISITCTBYIOT MPeKIe-
BPEMEHHOMY CBEPTBHIBAHUIO HE3PEIOW MOTUNENTHAHOM
nend. OHU  CcrOCOOCTBYIOT (POPMHUPOBAHHIO HATHBHOM
CTPYKTYpBI Oenka, HEoOXOAUMOU sl ero (yHKIIMOHAIb-
Hoit aktuBHOCTH (Kynaesa, 1997; Kynaesa u np., 1991; Ila-
HaceHKko H jp., 2003); y4acTByIOT B MpOIECCE€ MPOHHK-
HOBEHMS pa3BEPHYTHIX MOJUMENTHIHBIX IIeNe depes
MeMOpaHbl XJIOPOIUTACTOB, MUTOXOHJIPUM W SHIOIIa3Ma-
THYECKOTO PETUKYIyMa; 3allUIAI0T OCNKH OT HEeoOpaTH-
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MbIX noBpexaeHui. Bzaumoneiictsue bTI 70 ¢ npyrumu
6enkamu HocuT AT®/AJIP-3aBUCUMBIIA XapakTep: B KOMII-
nexkce ¢ AJI® oHu yaepxkuBaloT Ha ceOe pacIUIETEHHBIH
oenmok, a 3ameHa AJI® wa AT® npuBoaUT K OCBOOOXK-
nenuro 0enka or BTII 70. 3amena cBszannoii ¢ BTII 70
AT® na AJI® ssnsercs ciaencrBueM AT®d-a3HONW aKTHB-
Hocth. AT®d-3aBucrMoe NPOHUKHOBEHHE OCJIKOB dYepes
MeMOpaHy oOecrieunBaercsi Onmarogapsi U3MEHEHHIO KOH-
dopmanmu BTHI 70, 3aBucsmeir or cBs3u ¢ ATD winm
Al® (Kynmaesa, 1997; Smykal et al., 2000). BTIL 70
MPUCYTCTBYIOT BO BCEX KOMIIAPTMEHTAX KJIeTKU. VX uaen-
TUQUKAIIS TIPU BCEX BUIAX CTPECCOB Y IMIMPOKOTO CIIEKTpa
OpPraHU3MOB CBHJIETENILCTBYET O TOM, YTO 3TO HECIELH-
¢dudeckre CTpeccoBble OENKH, CHHTE3 KOTOPBIX SIBISECTCS
COCTaBJISIONIEH O0IIero aganTanoHHoro cuaapoma (Bece-
JI0B U Ap., 2002).

NzBectHO, uto BTII 70 obecrneynBarOT COMPOBOXK-
JIeHHE OCJIKOB M BBICTYIAIOT B KAYECTBE MEAHATOpa OEIKO-
BOHM TpaHCJIOKAIUK Yepe3 MeMOpaHbl MUTOXOHIPHM, XJIO-
POILIACTOB U 3HIOIUIA3MATHUECKOTO PETUKYIyMa, SIBIISIFOT-
Cs1 KOMIIOHEHTOM CTEPOMJIHOTO TOPMOHAIBLHOTO pelenTop-
Horo komiuiekca (Rassow et al., 1997). IHTeHCUBHBIN CUH-
te3 BTII 70 acconuupyercst ¢ pa3BUTHEM XOJIOI0YCTOM-
ynBoctd (Guy et al., 1998).

benku cemeiicta BTILL 70 npegoTBpaiatoT Harpo-
MOKICHUE JCHATYPUPOBAHHBIX MOJIUIENTHAOB, 00pa3y-
IOIIMXCS BCICICTBUE TETUIOBOTO MJIM MHBIX BHJIOB CTpecca,
BCTYMAIOT B KPaTKOBPEMEHHOE B3aUMOEWUCTBUE C HOBO-
CHUHTE3MPOBAHHBIMU ITUTOIIA3MATHUECKUMU OEIKaMH, CTIo-
COOCTBYIOT YKIIQJIKe IOCICIHUX B HATUBHYIO KOH(Op-
Mmaruio (Beckman et al., 1990; Wu, Laidman, 1997). Iluro-
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3ombpHBIE BTII 70 ygacTByroT B TpaHcmopTe OEIKOB 4epes
MeMOpaHbl ~ OpraHeiul, MPeJOTBPAIIAlOT ME30COMHYIO
nerpananuio 6enkoB (Rapoport et al., 1996; Hachiya et al.,
1995; Terlecky et al., 1992). Haxonsmuecss B MUTOXOH/I-
pUSIX M SHAOIUIA3MATHYECKOM PETUKYIyME IIAlepPOHBI
cemeiicta BTII 70 yyacTByIOT B YKJIa/IKE€ MOJIMIIEIETHIOB
MU CcBsi3aHHOM ¢ ruapoinuzoM AT® wux mnepeHoce uepes
MeMOpaHbl 3THX opraHeiun (Satyanarayana, Horst, 1998).
Xnoporutactaele BTII 70 Ha BHYTpeHHEH NOBEPXHOCTH
BHEIITHEH MeMOpaHbl 00€CIeYMBAIOT TPAHCIOPT OEJIKOB
gyepe3 3Ty MmemOpany (Marshal et al., 1990; Schnell et al.,
1994).

Beaku cemeiictBa BTIHI 90 o6pa3ytor cioKHBIM
KOMIUIEKC CO BCIIOMOTaTeNbHBIMH Oelkamu (Ko-IIarnepo-
HaMH), KOTOPBIA B3aWMOJECUCTBYET C pelenTopamu Cre-
POUIIHBIX TOPMOHOB U obecrnieunBaeT Y(h(HEKTUBHOE CBS3HI-
BaHME U TMOCIEIYIOUMHA MEePEeHOC TOPMOH-PELENTOPHOTO
KOMIUIeKca K sipy. OHH ydacTBYIOT B TEPEHOCE OTIEIb-
HBIX TPOTEMHKHHA3 K Yy4acTKaM (YHKLIHOHHPOBAHUS,
KOHTpoaupys ux aktuBHOCTh (Kynaesa, 1997; KynaeBa u
ap., 1991; Ianacenko u ap., 2003; Vierling, 1991).

BTII 90 perymupyoT akTHBHOCTH OEJIKOB, ydacT-
BYIOIIMX B IEpe/avye CUTHallAa, U 00eCreyrBaloT HEKOBa-
JEeHTHYI0 ykiaaky nonunentuaoB (Bose et al., 1996);
00pa3yloT UIanepoHHbIE IUTOIUIa3MAaTUYECKUE TIeTepo-
KOMIUIEKCHI, CIIOCOOHBIE aKTUBUPOBATH TIIIOKOKOPTUKOM/I-
Hele perentopsl in vitro (Reddy et al., 1998), a Takxe
SIBIITIOTCST KOMITOHEHTOM penientopa nuokcuHa (Haucke,
Schatz, 1997). Onpenensiomum B BETMYHHE LIATIEPOHHON
aktuBHOCTH BTII 90 sBnsiercs G6amanc ATD/AIND (Pro-
dromou et al., 1997).
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Bricokass crenenp skcnpeccun BTII90 B co-
3pEBAIOIIMX M MPOPACTAIOUINX CeMeHax Brassica napus L.
B OTCYTCTBHE CTpecca YKasblBa€T Ha HX Yy4YacTHE B
mporieccax pa3BuTHs U mpopactanus cemsiH (Reddy et al.,
1998). IIpennonaratot, yto MuToxoHApransHble BTHI 70 n
BTHI 90, wHTeHCHU(UKAIUS CHHTE3a KOTOPHIX HAOIIOIO-
JaeTcsi MPH XOJIOJOBOM CTpecce, SIBISIOTCS MOJIEKYJISp-
HBIMH ILIATIEPOHAMHU, HEOOXOAUMBIMH JJIsI aJanTalyu pac-
TEeHUH KyKypy3bl K HI3KHM Temrneparypam ([1onoBuHKHH 1
ap., 1999).

Bbeakn cemeiictea BTII 110 BEIMOMHSIOT 3aIUT-
HYI0 (YHKIHIO, TPEJOTBPAIIAIOT arTperanuio OelIKoB B
IIUTO30JI€ U MUTOXOHJPUSX, a TAK)KE B3aUMOJAEUCTBYIOT C
npoteazamu (Haucke, Schatz, 1997). Onu urparot xiroue-
BYIO pOJIb B 3aIUTE KJIETKH OT JCHUCTBHS BBICOKHX TEM-
nepaTyp ¥ y4acTBYIOT B (JOPMHPOBAHUU TEPMOPE3UCTEHT-
Hoctu (Queitsch et al., 2000). DT Genku XapaKTepU3yOTCS
IaTIEPOHHON aKTHBHOCTBIO, 3aLUIIAIOT KJIETKA OT TerIo-
BOI0 IIIOKa, HM30MpATEIbHO CBS3bIBasi W BOCCTAHABJIMBAs
CTPYKTYpHI JleHaTypupoBaHHbIX OenkoB (Oh et al., 1997),
paspymias HEpacTBOPHUMBIC arperatbl, 0oOpa3ylommecs B
pe3yJbTare cTpecca, U B JalbHEHIIeM 0cBOOOKIasi BXOIs-
e B Hux 6enku (Glover, Lindquist, 1998). BTI 110 ocy-
IIECTBIISIFOT CBOM (PYHKIIMH MOCpeACTBOM ruzaponuza AT
1 00pa30BaHUsl OJIUTOMEPOB, MPEUMYIIECTBEHHO T'eKcaMe-
poB (Schirmer et al., 2000).

beaku cemeiictBa BTI 60 ob6ecrneunBator mpa-
BWIbHYIO COOpPKY YETBEPTHYHOW CTPYKTYpPbI CIOXKHBIX
MHOT'OJIOMEHHBIX ONIKOB (TaKMX KaK aKTUH WIH TyOyJIuH).
OHu 00pa3yroT KOMILIEKC U3 ABYX KOJIEIl, PaCOI0KEHHBIX
JpyT Ha ApYTe, B KAKIOM U3 KOTOPBIX — CeMb CyObEIHHHII.
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Takast cnoxHasi CTpyKTypa o00ecreurBaeT MPaBHIbHYIO
YIAaKOBKY KJIETOYHBIX OEJIKOB NMpH (OPMUPOBAHUU YETBEP-
tuuHOM cTpykTypel. BTHI 60 yuactBytor B ATd-3aBucu-
MOM TpOIIecCe UCIPABICHUS OUIMOOK B CTPYKTYype YacTUy-
HO AeHaTypupoBaHHBIX OenkoB (KymaeBa, 1997; Kynaesa u
ap., 1991; Ianacenko u ap., 2003).

BTII 60, o6manatomue MIanepoOHUHHON aKTHUBHO-
CTBIO, IPOSBISIOT CPOACTBO K MojekyiaM AT® u, aHa-
sgornyno BTII 70, 3ageiicTBOBaHBI B CBSI3LIBAHMH HOBO-
CHHTE3UPOBAHHBIX OEJTKOB W o0ecreyeHun KoHpopma-
IIUOHHBIX TEPECTPOEK MHUTOXOHAPHAIBHBIX IOJUIENITH-
JIOB, HEOOXOJWMBIX JJIsi OOpa3oBaHUS MYJIbTUMEPHBIX
KOMIUIEKCOB M HX JaJbHEUIIEH TPaHCIOPTUPOBKU YEpe3
memOpansbl (Cheng et al., 1989).

K BTII Taxke OTHOCHUTCS YOMKBUTHH — OECJIOK,
MPUCOEANHEHNE KOTOPOro K N-KOHITy MpeBpamaeT Moju-
NEeNnTH B MUILEHb IS IpoTeas. DTO TaK Ha3bIBacMas
“MeTka cMmepTH’ i OenkoB, Ojaromaps KOTOPOH Ipo-
UCXOANUT BBIOPAKOBKA MOBPEKICHHBIX, HEJOCTPOCHHBIX U
(GYHKIMOHATIBHO HeaKTUBHBIX noiunentunoB (Kynaesa,
1997; Lindquist, Craig, 1988; Nover et al., 1989). Acco-
[IUAPOBAHHBIN YOMKBUTHHOM OE€JIOK pa3pyIiaeTcs B OCO-
ObIX MYJBTHKOMIOHEHTHBIX KOMILIEKCAX — IPOTE0CO-
Mmax. [losiBaeHHe B KJIETKax IOBPEXKAECHHBIX U HENO-
CTPOCHHBIX OENTKOB sBJISETCS cUrHaaoM K cuHTe3y BTIII
TaKke pu HopManbHOU Temneparype (Kynaesa, 1997).

W3ydenne MexaHM3MOB MOTU(BUKAIIMHA MYyTalMOH-
HOTO TIpOIlecca BBISIBHIIO, YTO CTPECCOBBIE (DAKTOPHI CIIO-
coOHBI HemocpecTBeHHO 100 yepe3 cuctemy BTL Biu-
ATh Ha PENapalloHHbIE MPOLIECCHl T€HETUYECKOro MaTe-
puasa. B yacTHOCTH, B YCJIOBHSIX T€HETHUECKOTO aedexTa

31



cunre3a BTII crpeccoBeie BO3ACHCTBUA MOAUGUIIUPY-
I0TCSI B MyTareHHbIe (PaKTOPBI, YTO B UTOTE BHIPAKACTCS B
HApYIICHHH CTaOMJIBPHOCTH TE€HETHYECKOro MaTepuaia
(TuxomupoBa u np., 1994).

CuHTE3 BBICOKOMOJIEKYJIIPHOTO CTPECCOBOTO Oell-
ka 310 k| HaOIr0aeTCSl PU XOJIOJOBOM IIIOKE, a TAKXKe
BOJHOM JAeQUIMTE U KOPpPEIUpPYeT C POCTOM XOJIOJIO0-
YCTOWYMBOCTU U CHIDKEHUEM COJIEp)KAHUS BOJIBI B KIIET-
kax. 310 k/[ Oenox BAMSET HAa SHEPreTUUECKYIO AKTHB-
HOCTh MUTOXOHApHK pacteHuid npu runorepmun (ITooe-
J)KUMOBa 1 Jip., 1996; Konecuuuenko u np., 1999). Ilokazano,
4TO JT0OABJICHUE K U30JMPOBAHHBIM MUTOXOHAPHSIM OHO- U
JIByIOJTBHBIX pacTeHuil Oenka xosomoBoro mmoka (bXII)
310 /] compoBoxaaercs pa3zoOIICHHEM MPOLIECCOB OKHC-
nerns U pochoprmposanus (Konecumuenko u ap., 2003).
[Ipn HM3KMX KOHLEHTpPALMIX Ca®" xo010BOI cTpecc u
obpabdotka BXIII 310 BebIBanM BhIX0A mutoxpoma C u3
MUTOXOHJIPHH O3WMOU MIICHHUIBI W yBEJIMYCHUEC WHTCH-
cuBHOCTH nbixanus (I'pabensHbix u np., 2003). YcraHoB-
JIEHO, YTO KOHCTUTYTHMBHO cuHTe3upyembldi bXIII 310 B
HETIOJIBEPTHYTHIX JCHCTBHIO XOJIOIOBOTO CTPECCa O3UMBIX
3nmakax sBisercss komruiekcom Oenka ¢ PHK. B to xe
Bpems bXIII 310 B moaBEeprHyTHIX CTPECCY PACTEHHUSAX HE
00pasyeT Takoro KOMIUIEKCA.

[Tepexon BXIII 310 B ctpeccoByto ¢opMmy compo-
BOoxkn1aercsi BeicBoOokenneM PHK u Bbicokoii pa3zobma-
foeil aktTuBHOCTRIO Ocnika (KonecHmuenko u ap., 2005,
Konecanuenko u np., 2006). Ycranosneno, uro 310 k]I
OENOK YBENUYMBACT WHTEHCHUBHOCTH MPOIIECCa JbIXaHUs
B MUTOXOHJPHSIX, MPUBOJUT K Pa300IICHUIO TMPOIECCOB
OKHUCJIeHUA U (hochopunrpoBaHusi. AKTUBAINS MUTOXOH/I-
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pHATBHBIX Pa300MIAIONTUX CUCTEM JIMHOJICBOW KUCIOTOU U
BXIII 310 B mpopocTkax O3MMOM MILEHUIBI BO BpPEMs
HU3KOTEMIIEPAaTypHOTO CTpecca COMPOBOXKIAIACH yBEIH-
YEHHEM TMOTJIOIIEHUsI KHUCIOpOJia U CHIXKEHHUEM YPOBHS
nepekucHoro okucienus nunuaos (IIOJI) (3vikoBa u 1p.,
2002, Boitaukos u ap., 2001).

[Ipennonaraercs, 4To B YCIOBHUSIX HU3KOTEMIIEpa-
TYpPHOTO CTpecca KOHCTUTYTHBHO CHHTE3HpyeTcs (opma
BXII 310 ¢ Hu3KO# pa3odmuiaronield akTHBHOCTBIO, BBICBO-
6oxmaer PHK u mepexoaut B cTpeccoByro Gopmy ¢ BBICO-
KoM pazoOmaromeii aktuBHOCThIO (KonecHuuenko u np.,
2005, BoitaukoB u ap., 2006). K 6enxam HH3KOTEMIIepa-
TYpPHOTO CTpecca OTHOCSTCS TaKke aHTHU(PHU3HBbIC OCKH,
NPEAOXPAHSIONINE MAKPOMOJICKYJIbl OT TOBPEXKICHUH, U
Oenku, pa3o0marIe OKUCIeHHe u GOCHOpPHINPOBAHHE B
MUTOXOHJIPUSIX, YTO CIIOCOOCTBYET CTaOMJIM3AlMN TeMIle-
paTypHOTO peXMMa B TEUYEHHE HEKOTOPOrO BpEMEHH U
MIOArOTOBKE K JCWCTBHIO OTPHULIATEIBHOM TEMIIEpaTyphl
(Konmecuuuenko u ap., 2000).

CuHTe3 OONBIIMHCTBA CTPECCOBBIX OENKOB peryiu-
pyercs Ha YpOBHE TPAHCKPHUIIIMK, HO B OTICIBHBIX
ClIlydasix — Ha TPAHCISIMOHHOM WM MOCTTPAHCISIHMOH-
HoM ypoBHsxX (Ladomery, 1997).

CtpeccoBble OenKH WrpalOT BaXHYIO pOJIb B
(hOpMUPOBAaHUH yCTOMYMBOCTH PACTEHHUM K JCHCTBHUIO HE-
O7aronpusATHBIX (PAaKTOPOB, Y4acTBYsS B 3AIIMTHBIX OTBET-
HBIX peaknusx. Tak, ogHoN u3 QyHKIUH OeIKoB, 00pasy-
IOLIUXCS TPU JIEHCTBUM HU3KUX TEMIIepaTyp, SBISETCS, B
YaCTHOCTH, NpeAOTBpalleHne o0pa3oBaHUs Jbla B KIET-
KaxX. YCTaHOBJICHO, YTO TPH THIOTEPMHUH B JIUCTBHSIX O3HU-
MOH XU CHHTE3HPYETCS CTPECCOBBIM O€JOK, KOTOPBIA

33



KOHIICHTPUPYETCS B BaKyOJISIX M MEKKJIETOUHOM MPOCTPaH-
CTBE M CYIIECTBEHHO BJIMSET Ha IMPOIECC POCTA JICASHBIX
KpHUCTAJJIOB, MOHIKasi Temneparypy 3amep3anus (Komnec-
HU4YeHKo u Jp., 2000). Kpome Toro, k crpeccoBbiM BXIII
OTHOCSITCS IIANIEPOHBI ¥ AeTMAPUHBI, IPEIOXPAHSIOINAE OT
MIOBPEX/ICHUST MaKpOMOJIEKYJIbl, U CTPECCOBBIE pa3o0Iia-
fole OeNky, MO3BOJIAIONINE TOANCPKHUBATh B TEUCHUE
HEKOTOPOTO BPEMEHH IMOJIOKUTENBHYIO TeMneparypy. Ilpu
00€3BOXMBAHUH TTPOMCXOINUT CBSI3BIBAHHUE JCTHIPUHOB C
Hapy>XHOW MeMOpaHOW OpraHel, B YacCTHOCTH, MHTO-
xoHpui. Ilpenmnonaraercs, 4To AETHAPUHBI B3aUMOCH-
CTBYIOT C JIMNUIAMH MeMOpaH, mojaBisisi (Ha30BbIi
nepexo JMIUIAHOTO CJOS WM YyMEHbIIAs TEepPEeKHCHOEe
okucnenue (boposckuit u np., 2005). Beicoko- u cpenne-
MOJICKYJISIDHBIE JETHUIPUHBI YYacTBYIOT Kak B CTpecc-
peakiuy, Tak U B aJIalTallud pacTeHUH O3UMOM MIIEHUIIB,
TOT'/Ia KaK HU3KOMOJICKYJISIPHBIE, MTO-BUAUMOMY, — TOJIBKO
B Ipolieccax HHM3KoTemnepaTypHoi amanrtaiuu (CTynHu-
KoBa u J1p., 2004).

[lpn apmantanmu pacTteHWit K 00E3BOXHMBAaHHIO, B
YaCTHOCTH, UMEIOIIEMY MECTO B XOJIe CO3PEBaHUSI CEMSH,
HaOII0AaeTCsl aKTUBHBIN cuHTe3 neruapuHoB (bopoBckuii u
np., 2005). Jleruapuubl — O€NIKU TMO3THETO IMOpHOTEHE-
3a — XapaKTepU3YyIOTCS HAJMYUEM BBICOKOKOHCEPBAaTHB-
HBIX ), S U k-cerMeHTOB. VX yCTONUMBOCTh K MOBBIIICHHBIM
TEMIIepaTypaM BIUIOTH IO COXPAaHEHHs CTPYKTYpbI TpHU
KHAIISTYEHUU 0OYCIIOBJIEHAa CBOECOOpPA3HBIM aMHUHOKHUCIIOT-
HBIM COCTaBOM — B TEPBUYHON CTPYKType IETUIPUHOB
COZEPIKUTCS OOJBIIOE KOJTMYECTBO THAPODMIFHBIX aMUHO-
kuciot (Astarynosa u ap., 2003). JleruapuHbl JTOKaIU30-
BaHbI B SJIpe, LIUTOIJIa3Me, IIEMEHTaX IIUTOCKENeTa, IUTO-
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TIa3MaTUYEeCKON MeMOpaHe M MUTOXOHAPHUSX Pa3IUYHBIX
KJIETOK MPOPOCTKOB M B3pocibix pactenuit (Nylander et al.,
2001; Borovskii et al., 2000). [Ipeamonaraercsi, 4T0 OAHUM
U3 MEXaHU3MOB 3alUTHOTO JACUCTBHS JETUIPUHOB IIPH
CTpecce SBISIETCS MPEUMYIIECTBEHHAS THAPATAIAS MaKpO-
MOJIEKYJI, BCJIEICTBHE 4Yero MpeaoBpallaeTcsl JOKaJbHast
neruapatanus u neHarypanus 6enkoB (Close, 1996). Pas-
JUYHBIC THITHI JCTUAPUHOB CIIOCOOHBI CTAOMIN3UPOBATH
OJIMHAKOBBIE MAaKPOMOJIEKYJIbI 1 MeMOpaHbl U, HA00OpOT,
cTa0mnM3anusl pa3MuYHbIX OEIKOB MU MeMOpaH OCYyIIecT-
BJSICTCS. OTPAHUYCHHBIM KOJIMYECTBOM THITOB JICTHJIPUHOB,
YTO 0OYCIIOBJIEHO OTCYTCTBHUEM IPSIMOTO B3aUMOJIECHCTBHS
Oenka u ero mumenu (Pearce, 1999).

Jpyroil myTh 3alIUTHOTO BO3JICHCTBHS IETUAPUHOB
MpeArnoaracT HaJIMYKUE MIANePOHHON AETePreHTHON aKTHUB-
HOCTH, KOTOpas MHULUpPYETCS THAPO(OOHBIM B3auMOJECH-
CTBHEM C MeMOpaHaMW WJIM YaCTUYHO JICHATYpUPOBaH-
HeiMu Oenkamu (Close et al., 1993). Kak u npyrue kpuo-
MPOTEKTOPHI — TJIMIWH, OCTaTMH WU TPOJIHH JETUIPUHBI
JCHUCTBYIOT CHHEPTUYHO, CTAOMITH3HUPYSI )KU3HEHHO BaKHBIC
MakpoMmoJieKysibl 1 MemOpanbl (Wisniewski et al., 1996).
OtnenbHbIE JETUAPUHBI MPOSBISIOT OAHOBPEMEHHO aHTH-
(GpU3HYIO U KPUOTIPOTEKTOPHYIO aKTUBHOCTH, YYaCTBYIOT B
MPOLIECCE PETYJISIIUU  YCTOMYMBOCTH KJIETOK PAaCTECHUI
(Wisniewski et al., 1999; Bravo et al., 2003; Nylander et al.,
2001). Ycranosneno, uto 63 u 52 kI nerupuHbl CBSI3bI-
BaIOTCS C HAPY)XKHOH MEeMOpaHOW MHUTOXOHJIPHA, BCTYAIOT
BO B3aMMOJCUCTBUE C JIMMUAAMH, TOAABISIOT (Pa30BbIif
Mepexo] JIMMHUIHOTO CJIOS W YMCHBIIAIOT WHTEHCHBHOCTH
nepekucHoro okucienus (boposckwuii u ap., 2005).
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Ocobas poib B 00pa30BaHuM U (GYHKIIMOHUPOBAHUU
CTPECCOBBIX OEIKOB OTBOJUTCS MOHAM KaJbIUs. YCTaHOB-
JIEHO, YTO KaJIbLIU{ SBJISIETCS] BHY TPUKJIETOUHBIM PETYJISTO-
pom cunte3a BTI 96 k/ 1 TepMOyCTOWYMBOCTU KIIETOK
pactenuii Beta vulgaris L. npu runeprepmMuu.

Tab6ruya 2. OcHoBHble cemeiictBa BTII u uUX B03MOKHBIE

byHkuuu

CeMercTBO

DyHKIUSA

[Taneponsl

ConpoBoskaeHHe U cOOpKa OETIKOB

BTLI 70 ]I

ComnpoBoxaeHUE OEITKOB

Menuatopsl 6€IKOBOI TPaHCIOKALUHU Yepe3
MeMOpaHbl MUTOXOHJIPHH, XJIOPOIIIACTOB U
9HJIOIIa3MAaTHYECKOTO PETUKYITyMa
KOMIOHEHTHI CTEPOUIHOTO TOPMOHAIBEHOTO

PELIENTOPHOTO KOMILIEKCa

BTLI 90 /1

ConpoBoskieHHE GEIIKOB
KOMIOHEHTHI CTEPOUIHOTO FTOPMOHAIBEHOTO
PELenTOPHOrO KOMILTEKCa

KommoHeHThI peuenropa IMOKCHUHa

BTLI 110 &1

[IpenoTBpaienue arrperauy OEIKOB B
LUTO30JI€ U MUTOXOH/IPHSIX.

BsaumopeiicTue ¢ npoTeazaMu

BTIII 60

ObecneyeHne KOHPOPMAITHOHHBIX
HEePECTPOSK MUTOXOHIPHATBHBIX

TOJIMIICIITUIOB

Huskomonekynsipusie BT

[IpenoTBpaimenne arrperaiuy OEIKOB,

y4acTueC B COIPOBOXKIACHUN 0eNKoB
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HecrocobHocts Ca®*-IeUIMTHBIX KIETOK CHHTE3H-
poBate BTIII 96 k]I conpoBoXxnanach CHIKEHHUEM UX KHU3-
HECIIOCOOHOCTH B YCJIOBUSAX BbICOKOW Temrmeparypsl (Tpo-
dbumosa u 1p., 1997; Kysuenos u ap., 1997).

B TO ke BpeMsl IpOTENHKNHA3bl ¢ MOJI. Maccol 48 u
40 x/I, KOTOpble MHTEHCUBHO CHUHTE3MPYIOTCS IpU TUIEp-
OCMOTHYECKOM CTpecce, 4TO 00ECHEeUMBAET IATbHEHINIYIO
aZlanTaluio, y4acCTBYIOT B Ca’’- u ABK-He3aBHCHMBIX
nyTsix OouocunTe3a (Hoyos, Zlang, 2000). Moaymnstopom
BTIHI 86 kJI sBAsieTcsT MUTOXOHApPUATIbHAA HYKJICO3U/I-
mdocdarkuHasa, BISBICHHAS B KOMILIEKCAaX T'eKCaMepoB,
terpamepoB u aumepoB (Galvis et al., 2001). Brickazano
TPEITONOKEHHE O TOM, 4To HOHbI Ca’ M KanMomy/uH
y4acTBYIOT B Ipolueccax 3kcupeccuu reHoB bTII, Bepost-
HO, TIOCPEACTBOM PETYJISIIUN aKTHBHOCTH TPAHCKPHUITIIMOH-
Horo (akTopa TeroBoro moka (Measenes, 2005, Li et al.,
2004).

Takum 00pa3oMm, KOHUEMNIHMS IIANEPOHHOW aKTHB-
Hoctu BTIII mo3BomsieT 0OBSICHUTH MPOIECCH EPEYKITaIKH
U CaMOCOOpPKH OENKOB, MMEIIIME MECTO B XOJIe U B
pe3yJbTaTe pasIMYHbIX CTPECCOBBIX Harpy3ok. IIpeamona-
raercs, 4YTo MHPOpMAaIHI0, HEOOXOAUMYIO ISl YKIAJKU B
NPaBUIBHYI0 KOHEUHYIO KOH(UIypaluio, COACPKUT Mep-
BUYHAasi aMUHOKHCJIOTHAsI MOCJIE0BAaTEIbHOCTh, 4 MOJIEKY-
JISIPHBIE TIAIEPOHBI ACCUCTUPYIOT B COOPKE APYTUX OEIIKOB,
MOJABIISISL HEMPOAYKTUBHBIE peakiyu (Meirnyk, 1997).

Otser Ha TI u npyrue crpecchbl, BEpOATHO, MpE-
CTaBJSIET COO0I 3aKOHCEPBUPOBAHHYIO PEAKIMIO KIETOK U
oprann3MoB B 1enoM. CyGiieTanabHble CTPECCOBBIE Harpys-
KU WHAYIHUPYIOT KJIETOYHYIO PEaKIHWIO 10 TaKWM HaIpaB-
neHusM: 1) 3ammTa OT TOBPEXKACHHMSI; 2) BOCCTAHOBJICHHE
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HOPMaJIbHOW (DU3HOJIOTHUECKON aKTHUBHOCTH; 3) pa3BUTHE
ycroitunBoctu (Schoffl et al., 1998). Pemaromum mis cy-
IIECTBOBAHMS KJIETOK SIBIISICTCS YYBCTBHTEILHOCTH OCITKOB
U (EepMEHTOB K MHAKTHBALMKM U JEHATYpaLUH, UX 3alluTa
OT IPOTEMHOTOKCHYECKUX 3((hexToB. II0CKONBKY pacTeHus
XapaKTEpU3YIOTCSl OTHOCUTENIBHO ‘‘HEMOJIBUKHBIM 00pa-
30M JKW3HH, MX aJaNTHBHBIC 3alUTHBIC PEAaKIUM Ha He-
TaTHUBHbBIC BO3JCHCTBUS JIOKATU30BAaHBl BHYTPH KIIETOK H
HETIOCPE/ICTBEHHO 3aTparvBaioT OENKOBYIO cCHCTeMy. B
CBSI3U C OSTHM IUIOJOTBOPHOE HCClENOBaHUE (DYHKLMIA
CTPECCOBBIX OEJKOB, B YaCTHOCTH UX LIANIEPOHHOMN U IIarie-
POHMHOBOM AaKTUBHOCTH, BUAWTCS IOCTaTOYHO MEPCIIEK-
TUBHBIM IIPU U3YyUYEHUHU TaKHX MPOLIECCOB, KaK (POTOCHHTE3
U a30T(uKcaIys.
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nAaBA 4

HU3KOMONEKYNAPHbIE BT PACTEHUN

OCOOEHHOCTBIO PACTUTEIBHON KIIETKH SBISETCS CHUHTE3
HU3KOMOJIEKYsIpHbIX (HM) BTII — Gomnpmioit rerepo-
TCHHOW TPYIIbl OCNKOB, MMEIOIIMX B CBOEH CTPYKType
BBICOKOKOHCEPBATUBHBIN Y4YacTOK, BIIEPBbIC HailIeHHBIN B
O-KpUCTAIMHAX XPYCTaJIMKa TJ1a3a MO3BOHOYHBIX U HA3BaH-
HBIM KpUCTATMHOBBIM tomeHoM (Waters et al., 1996).

Bricimine pacTeHus UMEIOT IIECTh CEMEHCTB sep-
HBIX TeHOB, kKoaupytomux cunte3 HMBTLI (Forreiter, Nover,
1998; Scharf et al., 2001; Waters et al., 1996). Pactenus,
nmoMumo 1uromiasMatuyeckux HMBTIII, mMmeror Oeikw,
JIOKaJIU30BaHHbIE B opranemiax. Kaxmoe reHHoe cemeit-
CTBO KOIUPYET OCJIKH, HaXOMSIIUECs B KJICTOYHBIX KOM-
MapTMEHTax — IUTO30JIe, MJIACTUAAX, SHAOIUIa3MaTHYec-
KOM PETUKYJIyME M MUTOXOHJIPHSIX. DBOJIOIMOHHBIN aHa-
M3 TOKa3aj, 4To pasHble cemeiictBa HMBTII, xots u
BO3HUKJIM B pe3yjibTaTe AYIUIMKAIMH TE€HOB, BIUIOTH [0
MOMEHTa PACXOXKICHUS TJIABHBIX TIPYII MOKPHITOCEMEH-
HBIX HMMenu obOmiero mnpenmecTBeHHUKa (Waters et al.,
1996).

JIBa cemencTBa T'€HOB, KOAUPYIOIIUX CUHTE3 LIUTO-
miazmatnueckux HMBTI, oGo3HavaroT kax kjiaccel Cl u
CI (Waters et al., 1996). Tperbe cemeWCTBO — KJacc
CHI — ommcano wemasHo (Scharf et al., 2001). Hpyrue ce-
MEWCTBa BKJIIOYAIOT TeHbl, koaupytomue HMBTII, nokanu-
30BaHHBIE B COOTBETCTBYIOIIMUX KJIETOYHBIX KOMIIAPTMEH-
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tax: tiactugax (P), sHIOMIa3MaTHYecKOM pPETHKYIIyMe
(ER) u mutoxonnpusix (M). Knaccet CI u CII uuto3051bHbIX
HMBTIII komuMpyrOTCSI MYJIBTUT€HHBIMM CEMEWCTBAMH.
Pasnmuunble mnpeacTaBUTENM KaXKIOrO Kiacca XapakTe-
PHU3YIOTCS BBICOKMM YPOBHEM T'OMOJIOTMM aMHUHOKHCIIOT-
HbIX nocneaosarenbHocTerd. HMBTII pa3Hbix BHIOB pac-
TEHUH B MpejAesax OJHOrO Kiacca TaKKe CXOJHBI, OJHAKO

TOMOJIOTHS] MKy NPEJCTaBUTEISIMU Pa3HBIX KJIACCOB HU3-
kas (Vierling, 1991).

MonekynsipHas cTpyktypa HMBTLL

Ucxonss u3 3K30HUHTPOHHOM CTPYKTYphl T€HA, Y
HMBTII BeizenstoT aBa AOoMeHa: N-KOHLEBOW, KOTOPBIMA
KoJupyeTcst 5k30HOM 1, u C-KOHILIEBOM, KOAUPYEMBII 3K30-
HamMu 2 u 3. C-KOHUEBOW JOMEH — KOHCEPBATHUBHBIN
(puc. 2), cocrout u3 90—-100 aMUHOKHCIOTHBIX OCTaTKOB U
HasbIBaeTcs o-kpuctaauHoBbeM (Waters et al., 1996). On
BKJIIOUaeT ABa ydactka (1 u 2), pazaeneHHble THAPOPUIIb-
HbIM oOTpe3koM. Yuactok 1 HMBTII (27 amuHOKMCIIOT)
COJIEP)KUT KOHcepBaTuBHYO Pro — X4 — Gly — Val —
Leu nocnenoBarensHOCTb, BeTpedaromyrocss y HMBTIII
sykapuoT (Lindquist, Craig, 1988;). Vwuacrox2 (29
AMUHOKHCIIOT) COAEPKHUT MogooHyr Pro — X4— X —
Val/Leu/lle — Val/Leu/lle nocnenosatensHocts (Vierling,
1991; Waters et al., 1996). HekoHcepBaTuBHas MOCIIECI0BA-
TEJIBHOCTh MEXAYy YydacTkamMu | u 2 SBISIETCS YacTbiO

rapOdMILHOTO JOMeHa, umeromerocss y Bcex HMBTIILI
(Czarnecka et al., 1985).
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HMBTIII  obpasytor in  vivo w in Vvitro
TOMOOJIUTOMEPHI ¢ MOJIEKYJIIpHOM Maccoit oT 200 mo 350
k[la (Lee et al, 1995), B ¢QopmupoBaHum KOTOPHIX
Y4YaCTBYET (-KPHCTATMHOBBIN TOMEH. N-KOHIIEBbIC yUaCTKU
HeoOxomuMbl Juisi onuromepusanuu (Ilanacenko u np.,
2003; Gusev et al., 2002; Lee et al., 1995; Lee et al., 1997,
Lee, Vierling, 2000).

['i']l lFilT]
o S

N-KOHIIEBOH TOMEH 0-KpUCTAJIMHOBBIA JJOMEH

Puc. 2. Cxema crpoenusst HMBTIII. O0o3HaueHsl N- u C-KOHIIEBOU
(0-KpHCTaIMHOBBIN) ITOMEeHBl W BapuabenbHas C-KOHIEBas
MOCIIeIOBATENBHOCTh, OykBOH P — yuactku docdopummpo-

BaHUs.

Ceenenust 00 omuromepHoit cTtpykrype HMBTILI
MOJTy4eHBI MMPEUMYIIECTBEHHO Oarogaps MCIOIb30BaHHIO
METOZa PEHTIC€HOCTPYKTYPHOTO aHAIN3a, B YaCTHOCTH IS
BTII 16,5 Methanococcus jannaschii u BTII 16,9 nenu-
el ([Tanacenko u ap., 2003; Gusev et al., 2002; Kim et al.,
1998). Onuromepnsbiii komriekc BTUI 16,5 M. jannaschii
umeer MouekyssipHyro Maccy 400 /[, cocroutr u3z 24
CyObeMHHII W TIpEACTaBIsieT co0o0il cepy C BHEIIHUM
aumametpom 120 A, BHYTpM KOTOpO#i HMMeeTcs MOJIOCTh
nuamerpoM 65 A. DTOT KOMILIEKC XapaKTepu3yercs OKTa-
3ApUYECKOi cuMMeTpuen. Ha ero moBepXHOCTH HAXOIATCA
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BOCEMb TPEYTOJIbHBIX M IIECTh KBAJApPATHBIX OTBEPCTHIA
(puc. 3, A) (Gusev et al., 2002; Kim et al., 1998).
Onuromepnsbiit komruieke BT 16,9 nmenuiib cocTouT U3
12 cyObenuHuIl, OpraHM30BaHHBIX B 2 KOJbIA, B KaXIOM
U3 KOTOpBIX pacnosiokeH Tpumep aumepo BTII 16,9
(puc. 3, b) (ITanacenko u ap., 2003; Kim et al., 1998).

Puc. 3. Crpykrypa omuromepo HMBTILL 16,5 Methanococcus jannaschii (A) n
BTUI 16,9 Triticum aestivum L. (B)

HwmBTIII pacrennii, kak mpaBuiio, 00pa3yroT OJIHUTrO-
MEpHBIC KOMIUIEKCHI U3 12 cyOBeqUHUI], OpraHU30BaHHbIC
B JIBa JIUCKA, COCTOSIIME M3 6 MOHOMEpoB. Takue KOMII-
nekcwl xapaktepusl st BTI 18,1 u 17,7 (Lee et al., 1995;
Lee et al., 1997), a Tak >xe BTII 21 xnoporutactoB Pisum
sativum L. (ITanacenko u ap., 2003; Coca et al., 1994).

®dopmupoBaHre OOJIBIIMX OJUTOMEPHBIX CTPYKTYP
U TOCNeAyIore KOHPOPMAallMOHHbIE W3MEHEHHs 00yCclaB-
JuBaroT manepoHHyro aktuBHocTh HMBTII (Basha et al.,
2004a; Linder et al., 1997).
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YHUKaIBHOW 0COOCHHOCTHIO pacTuTeNbHBIX HMb T1LI
ABJISIETCSl 00pa3oBaHUE BO BpeMsl JJIUTEIBHOTO TEMIIepa-
TYpHOTO cTpecca rpanyi temosoro moka (I'THI) nquamer-
pom 10 40 HM, TPEICTaBISAIONIMX COOOW CBS3aHHBIC C
HMB T HakonMBIIMECS B LIUTOILIA3ME JICHATYPUPOBAHHBIC
6enxu. [Ipy BOocCTaHOBIEHUN HOPMAIBHOTO COCTOSHUSI KOM-
IUIEKC “‘IeHaTypupoBaHHBIN Oenok—ommromep HMBTII”
pacnanaercs. I'TLL moryT oObeAMHATHCS B OOJIBIINE IIUTO-
30JIbHBIE IIANIEPOHOBBIE KOMILUIEKCHI, KOTOPBIE COAEpXKAaT
npeuMyniecTBeHHO 1uTo30JbHbIe HMBTI kmaccoB CI u
CII (Nover et al., 1983; Nover et al., 1989). B cocrtas I'TIII,
kpoMe 1uTo30ibHbIX HMBTII, moryr Bxoautes BTHI 70
(Nover et al., 1983; Nover et al., 1989) u TpaHCKpUTIITHOH-
Hbli pakrop THI THID A, (Scharf et al., 1998). Hannuue
C-xonneBoro nomeHa y HMBTIL kmacca CII u hopmuposa-
HUE JIOJIEKAMEPOB SIBIISIETCSI 00S3aTENbHBIM  YCIOBHEM
arperalyy 1 TMOCIEIYIOIIEro BKIIOUYEHHUs OSTKOB B COCTAB
['TII, wHIYIUPOBAaHHOTO BBICOKOW Temreparypoit (Basha
et al.,, 2004). o-Kpucramunossiii nomen u HMBTII mon
BiausHueM TII mpereprneBaroT CTPYyKTypHbIE M3MEHEHUS,
YBEJIIMIUBAONINE THAPOYOOHOCTH OEITKOBOM MOBEPXHOCTH
(Lee et al., 1995; Lee et al., 1997).

Akcnpeccua pactuTenbHbIX HMBTLL

bonpmmacTBO HMBTIII B BereTtaTMBHBIX TKaHAX
MIPU HOPMAJIBHBIX YCIIOBHSIX HE BBISBICHBI, OTHAKO B OTBET
Ha TeMIIEpaTypHBINA cTpecc Habroaercsi ObICTPBIA CUHTE3
3THX coenuHeHni. OTkaoHeHue temmeparypsl Ha 1015 °C
OT HOPMBI (HE BBIIIC JICTAIBHON) M3MEHSIET CUHTE3 OelKa.
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VY cTaHOBIEHO, UTO KOJMYECTBO CUHTE3UPOBAHHBIX HMBTIII
3aBUCHUT OT TEMIIEpPATypbl U MPOJOKUTEIBHOCTH CTpec-
coBoii Harpy3ku (Howarth, 1991). ITocne okonyanust Biusi-
HUSl OTPHUIATENBHBIX (PAKTOPOB M BOCCTAHOBIJIEHUS HOp-
ManpHbIX ycnoBuii HMBTII oOnapyskuBaroTCsi B KIJIETKax
eme 30-50 gacoB (Chen et al., 1990). OHu SABIISIOTCSI BaX-
HbIM (pakTOpoM TIporiecca BocctaHoBieHus (Waters et al.,
1996).

TenoBoii cTpecc — He eNMHCTBEHHBIN (paKTop, CTH-
MyJupyromuidi 3kcrpeccuto reHoB HMBTII u mocneny-
foIui OeTKOBBIM cuHTe3 (Tab. 3).

Oxcnpeccusi reHoB HMBTII  mpoucxomut mon
KoHTposieM (hakTopoB TeroBoro moka (OTII) (Schoffl et
al., 1998; Wu, 1995), koTopble pacro3HaIOT TaK Ha3bIBae-
MbIe 31eMeHTHI TerioBoro moka (JTII) (Pelham, 1982) —
MOCJIEIOBATENILHOCTH, PACIOJIOKEHHbIE B ydYacTKax 3’-
obnactu, KoTopast He TpaHCckpuoOupyercs. OHU conepikaT
HEOJIHOKPATHO MOBTOpsitoiuiics aneMeHT —nGAAn- (Amin
et al., 1988; Xiao, Lis, 1988). Ontumansusiii DTII pacte-
HUI COAEP)KUT KOHCEHCYCHYIO II0CIIEI0BATENBHOCTD, ITPEI-
craieHnyio 5 -aGAAg-3 (Barros et al., 1992).

Ha ceromns ompezneneHsl TpU €IUHUIIBI MOCTENO-
BaTCIBHOCTH 5’-nGAAnnTTCnnGAAn-3’, HEOOXOAUMEIC
i spdexruBHoro cps3piBanuss OTII (Schoffl et al.,
1998). Tlpu nHopmanbubix ycnoBusix DTII naxomutcs B
KJIETKE B JIATEHTHOM cOCTOsSHUH. [lon BIHMsIHMEM MOBBI-
[ICHHOW TEMIIEPAaTyphl MPOUCXOTUT €r0 TPUMEpHU3alUs U
nocnenyromas akrupauus. OTII B3aumoneiicTByer ¢ yya-
crkamu JIHK, nposIBISIOIMMY TPAHCKPUIIIMOHHYO AKTUB-
HocTh (Wu, 1995).
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Tabaruya 3. Dxcnpeccus pactureasnsix HMBTII B cTpecco-
BBIX YCJIOBHUSAX

Ycaosus, Bu Ha3spaHue rena u Jlurepatyp-Hblii
daza n KJjace HMCTOYHMK
Hopmans- Craterostigma HabTII 17.6-CI (Alamilo et al.,

HasA TCMIC- | ) Jantagineum 20MON02 1995)
parypa
Solanum CI19 (knacc ER) &Berkel etal.,
tuberosum L. 994)
Lycopersicon Sabehat et al.,
Xomon esculentum L. TOM66 (knacc CD) g998a)
TOM111 (xnacc »
) P)/Lebmu 23.8-P B
Morus bombycis L. WAP20 (iciace ER) SI9J19<8J)1 etal.,
Castanea sativa L.
SSOto etal.,
CumbTII 17.5-CI 999)
Abcimso- | Helianthus annuus HabTII 17.6-CI (Almoguera,
Bast L. Jordans, 1992)
KHCIIOTa
HaBTII 17.6-CI gAlamilo etal.,
Cratero;tigma 20MON02 995)
plantagineum HaBTII 17.9-CII | »
20MO102
Helianthus annuus HabTILI 17.6-CI (Almoguera et
L. al., 1993)
Ocmotu-
YecKui HabTLI 17.9-CII ”
crpece Craterostigma HabTII 17.6-CI (Alamilo et al.,
plantagineum 20M0102 1995)
Quercus suber L. HabTI 17.9-CII ”
Arabidopsis thaliana coMonoe
L. OumBTII 17-CI (Pla et al., 1998)
AtBTII 17.7-CII, (Sun et al.,
AthTLI17.6-CII 2001)
Quercus suber L. OumbTLI 17-CI (Plaetal., 1998)
L 7Si
Okucnu- yeopersicon BTIL 22 (xnace M. (Banzet et al.,
TENbHBII esculentum L. ( ) 1998)
crpecc Pe.troselinum BTII 17.9 (knacc (Eckey-
crispum L. ) Kaltenbach et
al., 1997)
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(Lee, Vierling,

TOM111 (xnacc P)

OKI/ICJII/I: Oryza sativa L. OumbTIL26.6-P 2000)
TENbHBIN Arabidopsis
cTpece thaliana 1. AWBTIII7.7-CIT | (qup et al,,
2001)
Helianthus annuus HabTII 17.6-CI (Almoguera et
L. al., 1992)
HabTILI 17.6-CII (Cocacetal.,1994)
Pazeurie PumbTLI 18.1- CI (DeRocher,
3apolpl- Pisum sativum L. PumBTI 18.1- CIM | Vierling, 1995)
e AtBTII 17.4-Cl, ”
Arabidopsis AtbTLI 17.6-CI (Wehmeyer et
thaliana L. al., 1996)
AtBTLI 17.7-CII (Sun etal., 2001)
LpBTII 17.7-CI (Low et al., 2000)
Lycopersicon LpBTII 17.3-Cll »
esculentum L.
Arabidopsis AthTLI 17.4-CI, (Wehmeyer et
thaliana L. AtRTII 17.6-CI al., 1996)
IIpo- Pseudotsuga AtBTIII  17.7-CII, | (Sunetal.,
PacTamue |, o ziesii L. AtBTII7.6-CII 2001)
CeMIIH ¢DNA DF4-5 (ckaac | (Tranbargen,
Hordeum vulgare L. | CI) Misra, 1999)
HvBTII 26.8-P, (Kruse et al.,
HvbhTLI 26.9-P 1993)
Medicago sativa L. | BTLI 18.1 (class (Gyorgyey et
Comaru- CI) al., 1991)
YeCcKUH Nicotiana tabacum | MumbTII 18.2-CI ”
aMOpHo- L. NtbhTLI 18-CI (Zarsky et al.,
TeHe3 1995)
Lilium L. cDNA (Bouchard,
20MON02UYeCKas 1990)
PazButne | Zea mays L. umBTI (knacc CI)
MBLIBLIBI Nicotiana tabacum | ZmbBTII 17-CII (Dietrich et al.,
L. 1991)
NtbTII 18-CI (Zarsky et al.,
1995)
. LpBRTII 17.7-CI (Low et al.,
Cospesa- Lycopersicon 2000)
He esculentum L. LpBTII 17.3-CII | ”
IJI0/I0B LebTIII 23.8-P (Lawrenee et

al., 1997)
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Tskenbic Medicago sativa L. MumbTLI 18.1 | (Gyorgyey et
(xnacc CI) al., 1991)
METaIUIBI
MumbTILI 18.2-CI ”
doro- Pharbitis nil L. MumbTII-1 (xnacc | (Krishna et al.,
e Cr) 1992)

Okcnpeccuss HMBTII npexxae Bcero perynupyercs
Ha YpOBHE TpaHCKpunuuu. TeroBas MHIYKIMs TpaHC-
kpunuuu reHoB HMBTII wHMIMMpYyETCs CBS3BIBAHHEM
@OTUI ¢ OTUI (Gurley, Key, 1991) B ycnosusix TLI cuntes
HMBTIII perymupyercs Ha ypOBHE TpaHCILILMKA: IIPH
noBellieHUU Temneparypbl TpaHcisiuus MPHK wMBTIII
BO3PACTaeT, a CUHTE3 OOJBIIMHCTBA HOPMAJIbHBIX KJIETOY-
HBIX OenkoB mpekpamiaercs (BoitHukoB u np., 1984;
Boitankos, boposckwii, 1994; Kocakiscrka, 2003).

Bo3amoxHble ¢pyHkumnm HMBTLL

buocunte3 HMbTII HaunHaeTcss B OTBET HA OTpU-
LATEJIbHBIE BO3JCHCTBHS M CONPOBOXKIAETCS Pa3BUTHEM
ycroiunBocTd. OHAKO MEXaHu3M, Onarojapsi KOTOpOMY
HMBTII 3amuinaroT KIETKH pPacTeHUd OT CTPECCOB, O
KOoHIIa He u3yueH. Jkcrpeccuss HMBTIL conpoBoxnaercs
YBEIMUEHUEM PE3UCTEHTHOCTH, YTO 00YCIOBJIEHO CTaOMUIIH-
3alME€il IUTOCKENIETHBIX 3JIEMEHTOB, TaKMX KaK aKTHH
(Lavoie et al., 1993, 1995). ambTIIl B3aumoneHCTBYIOT ¢
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AKTUHOBBIM ILIMTOCKEJIETOM, 3allUIas M BOCCTAHABIUBAs
KJIETOUHYIO CTpyKTypy (Arrigo, Landry, 1994). Unentu-
¢ukamms monekyn PHK B cocraBe rpanyn TLI mo3Bomsier
yTBep)kaaTh, 4yro HMbTIII 3ammmaror MPHK npu cTpeccax
(Nover et al., 1989). DxcrnepuMeHThl, MPOBEICHHbIE in
vitro, TPOAEMOHCTPUPOBAIU, 4TO oTaeabHble HMBTIII
BBIMOJHAIOT (DYHKIIMM MOJIEKYJISPHBIX — IHAllEpOHOB  C
yaactrieM AT® (Kim et al., 1998; Lee et al., 1995; Vier-
ling, 1991; Waters et al., 1996; Wehmeyer et al., 1996;
Wehmeyer, Vierling, 2000). MoekyispHbIe IIanepoOHbI
CBSI3BIBAIOT YACTUYHO JICHATYPUPOBAHHBIC OCIKH U TaKUM
00pa3oM MpenATcTBYIOT MX HENpPaBUJIBHOW arperanuu
WJIU TIOMOTAIOT MPaBUJILHOMY cBepThiBaHUIO (EBcTUTHE-
eBa u 1p., 2001; Kocakicbka, 2003; Vierling, 1991; Waters
et al., 1996; Wehmeyer et al., 1996; Wehmeyer, Vierling,
2000).

HwMBTIII B3auMOAEHCTBYIOT € J€HATYpUPOBAHBIMU
cyOcTpaTaMu, 4TO XOPOIIO M3YUYECHO in Vitro, OMHAKO CaMH
kietounbsie cyocrparsl HMBTI ocraroTcss HEZOCTaTOYHO
u3ydeHHbIMU. JIJi1 TOro, YyTOObI MOHATH MEXaHU3M Ilare-
ponHon aktuBHocTy HMBTUI u omnpenenurs, Kakum
0o0pa3oM OHM 3aIMIIAIOT KJIETKU B IEPHOJ] CTpecca, He-
00X0AMMO UACHTU(DUIIUPOBATH MOJUMETITUABI, B3aUMO/IEH-
crBytome ¢ HMBTII in vivo B KauecTBe MApTHEPOB WIH
ke cyOcTparoB. YcranoBieHo, uto HMbTII mMoryT B3aumo-
JEMCTBOBATh C IIMPOKUM CIEKTPOM CyOCTpaToOB, YTO MOJI-
TBEP)KIAIOT HAONIONEHUS] HA PACTCHUAX, HPOAOKAX U
mitekoruraronux (Lee et al., 1997).

Csenenus o Tom, uto cuHTe3 HMBTII mpourcxoaut
IpU Pa3BUTHU CEMSIH, CIIOCOOHBIX MPOTHBOCTOSTH MOTHOM
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MOTEPE KIECTOYHOW BOBI, CBUACTEIBCTBYIOT O 3alIUTHOMN
GyHKIIMM  TpH  00E3BOXKHMBAHUM W/WIM  pPEruipaTaiiu
(Almoguera, Jordano, 1992; Coca et al., 1994; DeRocher,
Vierling, 1995). DnexkrpodopeTndecknii aHaaIn3 OSIKOBBIX
cnekTpoB Phaseolus vulgaris L. BbISIBUI OTIW4YUS B
ounocunteze HMBTII kak Ha ypoBHE OTAEIBHBIX OPraHOB,
TaK ¥ B PEaKLUUU Ha HENETaJbHO BBICOKYIO U HU3KYIO
temneparypy. WnpenTuduimpoBansl crenuduuecKkue U
HecTeU(UIHBIC KOMITOHEHTBI CIICKTPOB HIU3KOMOJICKYJISIP-
HBIX CTPECCOBBIX OEJIKOB pa3HbIX OpraHoB Ph. vulgaris Ha
pPaHHUX dSTarax BEreTaTHMBHOTO PAa3BHUTHS, YTO IOJITBEPXK-
naet yuactue HMBTII B opmupoBanum 3ammTHON peak-
mu (Kocakicrka, ['ooB’siako, 2007).

Cunre3 MPHK wMBTHI wwuiu npoxykToB HX
TPAHCIISIAN TIPOUCXOAWT B OTBET W HA HHU3KOTEMIIEpa-
Typubiii ctpecc (Konecamuenko u np., 2000; Komymaes,
2001; KocakiBcbka, ['yaxoBa, 2002a; KocakiBchka, 2003;
Berkel et al., 1994; Soto et al., 1999). HMBTIII criocobcr-
BYIOT Pa3BUTHIO YCTOWYMBOCTH K OXJIQXKJICHHIO, YTO YKAa3bl-
BacT HAa BO3MOXHYIO pPOJIb B 3allUTe€ OT XOJIOJOBOTO
noBpexaeHus (Sabehat et al., 1998).

Huskomonekynsipubie BT, B oTimune oT Ipyrux
KJIACCOB MOJIEKYJISIPHBIX INANIEPOHOB, XaPaKTEPU3YIOTCS
AT®-ne3aBucumoit aktuBHOCThIO (Meirnyk, 1999). Tak,
BTHI 18 ropoxa mposIBASIOT IIANEPOHHYI) AKTUBHOCTH U
Bmecte ¢ BTI 70 mpenoTBparatoT arrperaiuo OeIKoB B
YCIIOBUSIX TEIUIOBOTO MIOKA, a TaKKe YYacTBYIOT B TIPO-
[[eccax BOCCTAHOBJICHHS HOPMAaJIbHOW CTPYKTYpbl Oel-
KOBBIX MoJiekyn in vitro (Lee, Vierling, 2000). BTII 25, 22,
20 m 18 x/l MUrpupylOT B MHUTOXOHJIPHM, IPH 3TOM
BTIII 22 TecHo cBsswiBaeTcssi ¢ memOpaHou (bopoBckwid,
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Boitnukos, 1993). B MUTOXOHIpUAX KIETOK KYKYpPY3bl O]
JICICTBUEM BBICOKOM TEMIIEpaTyphl MPOUCXOIAT HAKOILIE-
aue BTHI 22, dochopunmpoBanne © ambTCPHATHBHBIN
WHTPOHHBINA crutaiicuHr 3toro Oenka (Lund et al., 2001).
Huskomonexyisiabie BTII v CTpyKTypHO POACTBEHHBIE UM
OL.-KpUCTAJUIMHBI ABJISIOTCS] CTPECCOBBIMU O€IKaMH YOUKBH-
THHOBOM TIPUPOJIBI, 0OJAJAOIIMMH IANIEPOHHON aKTHBHO-
creio (Montfort et al., 1999). Ux ocHoBHas (QyHKIMSI —
MPEJOTBPALlIEHNE HEOOpaTUMOM arperalyd M IMocienyto-
me aeHarypanuu OenkoB. OmpezeneHue OENKOB, acco-
LIUUPOBAHHBIX ¢ HU3KOMOJEKYJIsApHbIMA BTII B ycinoBusx
TEIUIOBOIO I1I0KA in ViVo, BBISIBUIO, YTO OHU 3alllMIIAIOT OT
MOBPEKIACHUA IIMHPOKUN CIEKTP KIETOYHBIX (DYHKITHA.
WnentudunupoBano 42 MOTUNENTUAA, SBISIOMIUXCS CYyO-
ctparom mis BTHI 16,6 k[I. Cpenu bTlI-accoruu-
POBaHHBIX OCJIKOB BBISBICHBI (DEPMEHTHI, O0JIATAIOIIHE
okcureHasHoi u ¢eppenokcuH-HAJID-penykrazHoit ax-
TUBHOCTBIO. [Ipenmonaraercs, 4To HU3KOMOJIEKYJISIPHbIE
BTIII B xoMIjIeKCE ¢ BBISIBJICHHBEIMU 42 MOTUIIENITHIAMHU BO
BpEMS TEIUIOBOTO IIOKA MPEAOXPAHAIOT OT MOBPEKICHHIMA
TaKue KJIFOYEBbIE MPOLIECCHl, KaK TPAHCKPUILINS, TPAHCIIs-
1S, @ TAK)Ke BTOPUYHBIE MeTabonnyeckue peakiuu (Basha
et al,, 2004). Mcnonp3oBaHue TE€HETUYECKH MOIUDUITH-
POBaHHBIX PACTEHUN MO3BOJIWIO YCTaHOBUTH, 4yTO BTIII
MIIEHUIBI ¢ MOJI. Maccor 16,9 u 17,8 k]I oOmanmaroT mmarne-
ponHoli akTuBHOCThIO (Basha et al., 2004a). Husko-
Moutekyssipable BTIII TomaTtoB, MHIyLIMpPOBaHHBIE TEILIO-
BbIM IIIOKOM, YYacCTBYIOT B (D)OPMHUPOBAaHHH YCTOWYHBOCTH
KaK K BBICOKHM, TaK M HU3KUM Temmeparypam (Sabehat et
al., 1998). Ycranosneno, uro antugpusnsie 32, 35 u 25 /1
0enku criocoOOHBI MOAM(PHUIIMPOBATH POCT KPUCTAIIIIOB JIb/IA
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B KJIETKax o3uMou pxu (Secale cereale), moaseprimmxcs
X0JI010BOMY cTpeccy. OHM JIOKATM3yIOTCS B 3MUAEPMUCE U
MeMOpaHax, OKpPYKalOIMX BHYTPUKJIETOYHBIE 00pa3o-
BaHWs, Y PACTEHUH, aJanTHPOBAaHHBIX K xonoxy (Antikai-
nen et al., 1996). HccnenoBanus nonumopdusma Tepmoc-
TaOWIIBHBIX OEJIKOB TPOPOCTKOB IIIICHHIIBI TO3BOJIMIIN
MPEANOI0XKUTh, YTO Pa3HbId YPOBEHb MOPO30YCTONYMBOC-
TU B NpejAenax OJHOIO BUAA OMNPEAEISETCS KOJINYECTBOM
CHenU(pUUECKUX 3AIMUTHBIX areHTOB, B YaCTHOCTH BBICOKO-
MOJIEKYJISIPHBIX TE€PMOCTAOMIbHBIX mHoiunentuaoB (Crym-
HUKOBa U 11p., 2001).

[Ton BoO3AEicTBHEM ILIMPOKOTO CHEKTpa OHOTH-
YECKHX CTPECCOB Ha YPOBHE TPAHCKPUIIIMH aKTUBUPYETCS
CHHTE3 Tpynmbl Tak HasbiBaeMbix PR 10 OenkoB. Dt1o
HU3KOMOJIEKYJIsipHble (nopsinka 16 k/[) BHyTpUKIETOUHbIE
MOJIUIMENITH/IbI, YYacTBYIOIIME B (DOPMUPOBAHUH 3aIIUTHON
peakmmu (Tanaka et al., 2003). Beigenen PR 10 Genok,
KOTOPBIM CHUHTE3UPYETCS B KOPHSX PAacTEHUM puca, MOJ-
BEprIIMXCS JIEUCTBUIO COJIEBOTO CTpecca. Y CTaHOBJIEHO,
YTO CHHTE3 ATOro OelKa aKTUBU3UPYETCS NPU y4acTUH
»kacMoHOBOH kucioThl (Hashimoto et al., 2004).

Bzaumoneticteue HMbTII ¢ 6enkamu-cybcTparamu
JIETAIbHO HCCIIEAOBAaHO HAa IpUMEpPE O-JIAKTaTaIbOyMH-
Ha— Oenka, MpeObIBAIOIIETO B HECKOJIBKUX KOH()OP-
MAaIOHHBIX COCTOSIHUSIX, KOTOPbIE OTJIMYAIOTCA CTENEHbIO
yNaKoBKH. HaTWBHBIA 0-JIaKTAaTATLOYMHH COJEPXKHT HOHBI
Ca”™" 1 nMeeT CTAOHIIBHYIO KOMITAKTHYIO CTPYKTYpy. JIakTat-
albOYMUH, JTHIICHHBIT HoHOB Ca’ (aro-hopMa), HaXOLUTCS
B COCTOSTHUM CTaOMJIBHOW pacIUIaBIEHHOH r100yJIbl, coXpa-
HSET BTOPUYHYIO CTPYKTYpPY, @ TpETHUYHas, XOTAd |
JIOBOJIBHO paclllaTaHHasi, BCE ellle CIIOCOOHa MOAIePKUBATh
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CTOWKYI0 KOH(pOpMaluio Oenka. AIMOIaKTaTATLOYMHUH C
BOCCTAHOBJICHHBIMH JTUCYIb(QHUIHBIMUA CBS3SIMUA MEPEXOIHUT
B COCTOSIHUE HEOJIar0yCTPOSHHOHN PaCIUIaBICHHON TIIO0YJITBI
CO 3HAYUTEIBHO OCJIA0JICHHON TPETUYHON CTPYKTYpOHd,
CIOCOOHOI arperupoBaTh ¢ 00pa3oBaHUEM HEPACTBOPUMO-
ro ocaaka ([Tamacenko m np., 2003; Linder et al., 1997).
Okazanock, yto HMBTIII B3auMOmeMCTBYIOT NMPEUMYIIECT-
BEHHO C OenkaMu-cyOcTpatamMu, KOTOpbIe IMpPeOBIBAIOT B
COCTOSIHUM HEYNOpPSI0YEHHON pACIUIaBICHHON TJ100YIIbI,
T.€. CO CTPYKTYPaMH, CKJIOHHBIMHU K arperanuu u o0pa3zoBa-
HUI0 HepacTBopuMbIX ocaakoB. HMBTIII e B3aumonencr-
BYIOT (JTuOO €1a00 B3aMMOCHUCTBYIOT) C JIPYTHMH TEPMO-
JMHAMHYECKH OoJiee yCTOWYMBBIMUA (OPMaMH YaCTHYHO
neHatypupoBanHoro 6enka (ITanacenko u np., 2003; Linder
etal., 1997).

Nzomuposannbie HMBTI 06pa3yrot Oombiime ouro-
MEpHbIE CTPYKTYpBI, B3aUMOCHCTBYIOIIME C YAaCTUYHO Je-
HATYpPUPOBAHHBIMH O€JIKaMH, CO3[aBasi MPH 3TOM KOMII-
JIKCHI emie OOMBIINX Pa3MepOB, OCTAIONINECS B PACKPHITOM
cocrosianu ([lanacenko u ap., 2003; Lee et al., 1997).

HMBTHI B3amMoneicTBYIOT ¢ Oenkamu-cyocTpa-
TaMy MPEUMYIIECTBEHHO Oyiarojgapsi oOpa3oBaHUIO THAPO-
(OOHBIX CBsI3ei — C YaCTHYHO JIEHATYpUPOBAHHBIMH Oell-
KaMH, UMEIOUIMMHU TUAPO(GOOHBIE YYacTKH, W HE B3au-
MOJICUCTBYIOT (MM €1a00 B3aMMOJICHCTBYIOT) C OeKamH,
UMEIOIIMMH HaTuBHYIO cTpykrypy (Ilanacenko u np.,
2003; Smykal et al., 2000).

JlmutenbHOE BpEMsl CUMTAIOCh, YTO AaKTUBHOCTH
HMbTUI we 3aBucur ot AT® (ITanacenko u ap., 2003; Par-
sell, Lindqust, 1993). Onnako HeqaBHO OBIIIO YCTaHOBIICHO,
yto AT® Bnusiet Ha ¢pyHKimornpoBanue HMb T u cTpyk-
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Typy OenkoB-cyOcTtpaToB. [lokazano, 4To mpu cTpeccax B
KJIETKaX 3HA4YUTENbHO CHMWXKaeTrca ypoBeHb AT®, uto co-
MIPOBOKAAETCS CBA3BIBAHMEM YACTHYHO JI€HATypHUPOBaH-
HeIX OenkoB-cyOcTparoB ¢ HMBTIHI (ITamacenko u ap.,
2003). ITpu nepexoae Kk HOPMATBLHOMY COCTOSTHUIO KOHIIEH-
Tpaumst AT® Bo3Bpamaercs K HCXOJHOMY YPOBHIO, UYTO
COIIPOBOXKJIAETCS TUCCOLMAlMEl eHaTypUPOBaHHBIX Oell-
KOB U NOCJEAYyIOIIEH peHaTtypauueld ux ¢ ydactuem ATO-
3aBucuMbIX HMBTIII (Lee, Vierling, 2000).

Taxkum 00pa3zoM, CTpecCOBbIC OETIKH SIBISIOTCS BaX-
HBIM KOMITOHEHTOM 3al[UTHOW pPEaKIMH >XHBBIX Opra-
HU3MOB Ha HeOmarompusiTHble Bo3jaercTBUsA. (OcoOeHHO-
CTBIO DPACTUTEJIBHOM KIIETKH SIBJISIETCSl CUHTE3 HM3KO-
MOJIEKYJISIPHBIX CTpeccoBbIX OenkoB. HecMoTpst Ha nmero-
muecst cBeleHus 00 00pa3oBaHUM M (PYHKIHMOHAIBHOM
axtuBHOCTH HMBTILL, Bompoc 06 ux ponu B popMupoBaHun
OTBETHOW PEaKLIMU Ha CTPECC OCTAETCSI OTKPBITHIM.

IIpoBeneHHbIE B IMOCIEAHEE BpEMs MCCIEIOBAHUS
CTPYKTYpbl U (YHKIUH CTPECCOBBIX OCJIKOB pACTCHHIA
YKa3bIBalOT Ha MX IIANEPOHHYIO akTUBHOCTH. lllamepoHsl
BBITIOJIHSIOT 3alUTHYIO (YHKIMIO, CBS3bIBAas M CTaOWIHU-
3Upysl HEYCTOMYMBBIC B YCIOBUSX CTpecca OENKH, a TakKe
TPaHCIIOPTUPYIOT OTAEIbHbIE MOJUIENTUIB! K ONpeeIeH-
HbIM KOMIIAPTMEHTAM DPACTUTEIBHOU KiIETKHU. [losBieHue
IIaIIEPOHOB ACCOLMUPYETCS C PA3BUTHEM YCTOWYMBOCTH
pacTeHul K JEWCTBHIO KOHKPETHOro crpeccopa. OmHo-
TUITHOCTh U3MEHEHUH B OMOCHHTE3€¢ OENTKOB B CTPECCOBBIX
YCIIOBUSIX, BBISBJICHHAs JUIsl IIMPOKOrO CIIEKTpa oOpra-
HHU3MOB, [T03BOJISIET OTHECTH CHHTE3 CTPECCOBBIX OEJIKOB K
HeCTeIM(UUECKUM  PEAKIHMsIM, HMEIOIUM  0011ednoo-
rMYECKOe 3HadeHue i (OpMUpPOBaHMS aJaNTalMOHHOTO
CHHJPOMA U HBOJIOLIMOHHOIO MPOLECCa B LEJIOM.
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nABA 5

BIIMAHUE TAMMA-PAOUALUMN HA BUOCUHTE3
CTPECCOBbIX BEJIKOB

[Tocne aBapum Ha YepHoObuibckoit ADC, B pesynbrate
KOTOPOM PpaJUOHYKIMAHOMY 3arps3HEHHUIO IOJBEPIIOCH
5,5miH Ta Tepputopun Ykpauwssl (JloporyHiioB u gp.,
1992), u3yueHue BAMSHUS MOHU3UPYIOLIETO OOIydYeHUsT Ha
BE/IyIIME CEIIbCKOXO3SHCTBEHHBIE KYJIBTYPbl HPUOOPEIIo
0COOYI0 aKTyaJIbHOCTh. PaiioaKTUBHBIE 3JIEMEHTHI CITOCO0-
Hbl NIPOHMKATh BHYTPb OOJyYEHHOIO OOBEKTa M BCTYINAaTh
BO B3aMMOJCHCTBHUE C €r0 CTPYKTypaMH U KOMIIOHEHTaMH,
IIOCKOJIbKY DJHEpPrus KBAHTOB M 3apsDKEHHBIX YacTHUI]
CYLIECTBEHHO MPEBBIIACT SHEPTHI0 BHY TPUMOJIEKYIISIPHBIX
cBa3eil. MoHusupyromiee H3JIy4eHHE IPUBOJUT KaK K
MOBPEXICHUIO XUMUUECKUX CBS3€H MOJIEKYJI, BXOASIINX B
COCTaB KJIETOK, TaK M HOHU3AlMM, HIM BO30Y>KIAECHHIO
MOJIEKYJl. DTO, B CBOK OYEpEdb, U3MEHSET KIETOYHBIC
CTPYKTYpBI, HapyllaeT Ipouecchl OOMEHa BELIECTB MU
¢dusnonornueckre ¢GyHkuuu opranusma B uenom (I'pon-
3uHCKUH 1 1p., 1991, KocakiBerka, ['ynkosa, 2002).

3a mepuoJl BPEMEHHU MPOIOKUTEIIBHOCTHIO 107-
16"'° cex mpu B3aMMOJEHCTBMM HMOHM3HPYIOIIEro OG-
YEHUS C COCTABJIAIOLIMMHU JKUBBIX OPIaHU3MOB IIPOUCXOJUT
nepesiaya OrpaHUYEHHbIX 00BEMOB 3HEPIMU BJIOJb TPaeK-
TOPUU 3apSDKCHHBIX TEPBUYHBIX W BTOPUYHBIX YACTHIL.
Hapsiny ¢ nonu3zammeit 00pazytoTcs Bo30YXK/ICHHbIE aTOMBI
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CO 3HAYUTENIBHBIM HM30BITKOM 3HEpPrHH, CIIOCOOHBIE BCTY-
nath B pa3HoOOpa3Hble peakuuu. JlanpHelnee npespaiie-
HUE MOJIEKY] C HOHU3HUPOBAaHHBIMU M BO30YKIEHHBIMU
aTOMaMH{ B Pa3HOOOpa3HbIE YAaCTHUIIbI, OOIamaronue n30bl-
TO4HOM SHeprueii, npowcxoaur B uaTepsame 107°-107
cekyH1. Ha myTtu Tpaekropuil HMOHM3aluMu 00pa3yroTcs
CBOOOJHBIE PAZMKAIbI MOJIEKYJI KJIETOYHBIX KOMIIOHEHTOB,
¢ 0OJIBIION CKOPOCTBIO pearupyromye ¢ APYyruMH MOJIEKY-
JaMM WM MEXAy coOOH, YTO BBI3BIBAET CTPYKTYpPHBIE
HapylUIeHUs] M U3MEHEHMs (YHKIMOHAIBHBIX XapakTe-
PUCTUK MaKpOMOJIEKYJI. Y CTaHOBJIEHO, YTO CTENEHb IOpa-
JKCHHUS JKUBBIX OPTaHU3MOB HOHU3UPYIOIIUM OOITydYeHHEM
3aBUCHUT OT BHJIA, COCTOSIHUA U CNIEU(DUKHA OpraHu3Ma, OT
YCIIOBHIA OONydeHUs], ero (U3MUECKUX OCOOCHHOCTEH,
BeIMYMHBI U MolHOCTH (["a3ueB, 1999).

OnHuUM U3 BHUAOB M3IY4EHUs, IIUPOKO HCCIEaye-
MOr0 B HAacTOsILEe BpeMs, SBIAETCS IaMMa-H3JIy4eHUE,
BO3HHMKAIOIIEE B XOJI€ SACPHOM pEaKkUMd aTOMOB Kak
MPUPOJHBIX (TAKMX, Kak ~-'Ra), TaK M HCKYCCTBEHHBIX
(*°Co, "'Cs) PaAMOAKTUBHBIX 3JIEMEHTOB M HM30TONOB, U
ABJISIIOIIEECS, 10 CYTH, SIEKTPOMAarHUTHBIM U3TY4YEHUEM C
Ype3BbIYAaHHO KOPOTKOM JJIMHOM BOJIHBI 10"-10" m. B
YHcie KIHYEBbIX OTBETHBIX PEAKLMil )KMBBIX OPraHU3MOB
Ha JIeHiCTBHE T'aMMa-00JyuyeHHsI — pPa3pblB XUMHUYECKUX
CBsI3el B MakpomoJiekyiax, B T.4. JJHK, koTopslit mpoucxo-
JUT B Pe3yJIbTaTe HETOCPEACTBEHHON MOHU3ALMK (IpSAMOE
JeicTBHE), a TaKXKe IOJ JAECUCTBUEM BBICOKOPEAKTUBHBIX
YaCTHII, CBOOOHBIX PAIUKAIIOB, O0PA3YIOIMUXCS U3 IPYTHUX
MOJIEKYJI KJIETKHU (HEeTIpsiMoe JICHCTBHE).

W3MeHeHuss B CTPYKType KIETOK U MOJIEKYJ
NPUBOJAT K M3MEHEHUSM B KOMIUIEKCE (PU3MOJIOrMYECKUX
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(GyHKIIUH, XpOMOCOMHBIM TIEPECTpOMKaM | APYyTUM
HAapyUICHUSM. XapaKTepHOH OCOOEHHOCTBIO HOHHM3HPY-
IOIETO W3IYYEHUs] SBISACTCS CIIOCOOHOCTh BJIHMATH Ha
OpraHu3M JaXk€ B MaJbIX /033X, MPUYEM 3TO BIMSIHHE
MOJKET NPOSIBUTHCSA CIIyCT OIPEIEIIEHHOE BpEMs IOCiE
oOmyuenus. Pactennst oTnmgarorcsi OOJbIIEH paguoycTou-
YUBOCTBIO IO CPAaBHEHMIO C JKUBOTHBIMU. AJanTanus K
VMOHU3UPYIOLEMY H3IyUYEHHIO 3aBUCUT OT CTPYKTYPHBIX U
(YHKIMOHATIBHBIX XapaKTEPUCTUK O0BEKTA, YPOBHS aKTHB-
HOCTH BO BpeMsl 00JIy4eHus! M PYyHKIIMOHUPOBAHUS OT/EIb-
HBIX (PEPMEHTATHUBHBIX CHUCTEM, MPEAOTBPAIIAIOIINX MOJIE-
kyssipaeie  moBpexxaeHus JIHK (KorepoB, Hukonbckwuid,
1999).

YCTaHOBIIEHO, YTO YCTOMYMBOCTH K OJHOMY W3
CTPECCOBBIX (PAKTOPOB OOYCIIABIMBACT YCTOMYMBOCTH K
JpyruM, B TOM YHCII€ U K MOHU3HPYIOIIEMY H3IIy4ECHHUIO
(Wolff, 1998). B 1o *xe BpeMs MoOKazaHO, YTO JEHCTBHE
MaJlbIX J03 paJualid OKa3blBa€T CTUMYJIHPYIOLIHI
3¢(deKT — TaKk Ha3bIBAEMBIA PAAUAIIMOHHBIA TOPME3HC
(Hapumanos, KopeictoB, 1997), noBblmaromuid CTOMKOCTb
HE TOJIBKO K OOJyYEHHIO, HO U K JPYI'MM I'€HOTOKCUYHBIM
dakropam (Cai, 1999). Enunoro mMexanu3ma, OTBETCTBCH-
HOTO 3a YCTOMYMBOCTh K JCHWCTBUIO paaualvd, Mpen-
MOJIOKUTEIBHO HE CYILIECTBYET, XOTS W3BECTHO, YTO
ajanTupyoiee o0IydeHne akTUBU3UPYET perapaluoHHbIe
IIPOLIECCHI, B YaCTHOCTH, BOCCTAHOBJIEHUE I10CIIE TOBPEXK-
narorrero Bo3aericTust (Joiner et al., 1999). [Tocne octporo
100 XPOHUUECKOTO 00TyUeHHsI IMEET MECTO YMEHbBILICHUE
panuouysctBuTenbHOCTH (KoTepos, Hukonbckuii, 1999).

W3MeHeHusl, BO3HUKAIOIINE B KJIETKAX IMOJ JEUCT-
BHEM HMOHU3HPYIOIIEW pagualii, COOTBETCTBYIOT MPEIO-
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xeHHor B.Sl. AnexcanapoBbIM KiacCU(UKAIUN PEaAKIIHA
Ha KPaTKOBPEMEHHBIE CTPECCOBBIE (DaKTOPBI: 1) MepBUYHbBIE
MIOBPEX/ICHUS HAa YPOBHE CTPYKTYPHI KJIETOUHBIX KOMIIO-
HEHTOB; 2) BTOPUUYHBIE HApYLICHUS KIIETOYHBIX CTPYKTYp U
MPOLIECCOB HETTOCPEICTBEHHO MJIM OIIOCPEIOBAHHO BBI3BAH-
HBIX TIEPBUYHBIMH TOBPEKACHUSIMHU; 3) popMupoBaHue
MIPOIIECCOB ananTaiyu; 4) penaparsi moBpeKaeHu (Aek-
canapos, 1975).

[IupoxomacmirabHOE 3arps3HEHHE TI0YB  PaJvo-
HYKJIMJAaMU WHHUIMUPOBAIO TPOBEJICHHE HCCIIEAOBAaHHMA
XapakTepa YTUIH3ALUU dTUX COSAUHEHU U UX BIUSHUS Ha
pactenus. Oka3aloch, 4TO PacTEHUs SBISIOTCS HamOosee
IUTACTUYHBIM KOMIIOHEHTOM C BBICOKMM YPOBHEM ajarra-
[MOHHOTO TOTEHIMaJla B CHUCTEME ‘‘TIOYBa—pacTeHHe .
VHTEHCHBHOCTh HAKOIUICHUS! PAJAMOHYKIUAOB 3aBHCHUT OT
nenoro psjga (akTopoB, BIMSIONIMX HAa HOHOOOMEHHYIO
eMKOCTh pacTuTenbHbIX TkaHell (Kpasen, 1999). Cuura-
ercsi, 4YTO aJanTalys OCYIIECTBIACTCS B pe3yJbTaTe
dbopMHpOBaHUS TaKOTO COCTOSHUSI, TPU KOTOPOM IpH
paaualMOHHON Harpys3Kke 00eCHeuMBaeTCsl JKU3HENEesTeNb-
HOCTh, (EPTHIBHOCTh M HOpMaibHas (DyHKIMOHAIbHAs
CTaOMIILHOCTh BCEX CTPYKTYpP OHMOJIOTHMYECKOro OOBeKTa
(Korepos, Hukonbckuii, 1999).

W3yuenne xapakTepa SKCIPECCHH TE€HOB pPAaCTH-
TEJNbHBIX KJIETOK B OTBET HAa Pa3IUYHbIe BUIbI OKHUCIIH-
TENIFHOTO CTpecca MOKa3ajo, YTO B TAaKUX YCIOBHUSIX H3Me-
HSETCS aKTHBHOCTh AHTHOKUCIUTEIBHBIX (DEPMEHTOB
(Scandalios, 1997). Nonusupyroliee H3IydeHHE MPUBOIHUT
K nopexeHusiM Mostekyr JIHK, uto sBisercs curnanom kK
CHHTE3y de novo pemapanuoHHBIX (DEpMEHTOB, OTBEYa-
omux 3a ycrowunBocTh (Bepbenko, 1995). B uucne
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HecTieUM(UUECKUX peakluid OTMEUeHbl M3MEHEHUS B
CHUHTe3¢ OCIKOB y KHBOTHBIX W pACTEHUH, a TaKxke
O6axkTeprodaroB. XpoHUYECKOE 00TyUEHHE KPBIC BHI3BIBAIIO
yBennuenue ypoBHst MPHK BTIII 70 B kieTkax Jierkux, a B
nepuon ¢ 7 mo 30 cyTtku oOmyudeHHs] (UKCHPOBAIOCH
yBeJIMYEeHUE YpoBHS camoro Oenka. [Ipenmonaraercs, 4ro
MexaHm3M 3amutHoro geiictBust BTHI 70 oOycnorien
Je3arperayell aHOMalbHBIX  OENTOK-OENKOBBIX B3aHMMO-
neiictBuii. B menom ke ekt Manbix 103 paguanuu (10
200 I'p), peanmmsyromuiics B skcripeccun cuHTe3a BTII,
aHAJIOTUYEH PEaKIMU >KUBBIX OPraHU3MOB Ha JIEWCTBUE
IIMPOKOT'0 CIIEKTPa CTPECCOBBIX HArpy30K, TAKUX KaK CUIO-
W THUIEPTEPMHUsS], JEHCTBHE TSKENbIX METAUIOB M JIp.
(Korepos, Hukonbckuii, 1999).

B nauane 80-x rr. XX Beka yAajgoch YCTaHOBUTb,
YTO 1Mocie 00IydeHUsl paCTeHUI BHICOKUMU J03aMHU TaMMa-
pagualui CUHTE3UpYyeTcsl de novo Tpylmna HU3KOMOJIEKY-
JSPHBIX OENIKOB, HE SBISAIOLIMXCSA MPOIYKTOM pacraja
BBICOKOMOJIEKYJISIPHBIX TOJIUIENTHIOB, O YEM CBHJIETENb-
CTBYET JIOCTAaTOYHO BBICOKMM YPOBEHb YJIEIbHOW paauo-
aKTUBHOCTH TmocieqHux. OIHOBpEeMEHHO HaOroaaeTcs
CYILIECTBEHHOE MOBPEXKIEHNE TPAHCKPUIIIMOHHO-TPAHCIS-
IIMOHHOM CHUCTEMBI, Aerpajanus Ju0o nedextHas cOopka
IIOJINCOM  BCJEJNCTBHE W3MEHeHMM B Monekyinax PHK
(Komommuer, 1982). CuHTe3 HU3KOMOJEKYJSPHBIX TTOJH-
NENTUIOB MMEI MECTO TOClie TaMMa-oOJIyueHHs KIIETOK
TOMAaTOB, B YaCTHOCTH, WACHTH(uuupoBansl 15 u 17 /]
nuroruiazMatnyeckue u 22 kJl mutoxonapuanbHbid BT,
nposBISIOMM 3ammTHY0 GyHKimio (Banzet et al., 1998).
Boisienenst u3meHenuss B coxaepkannu 70 kI BTHI B

58



KJIETKax €JIM, MMO/IBepraBuleiics XpOHNUYECKOMY OOyYeHHIO
B 10-xM 30He YADC (CopounHckuii u ap., 1996).
DKCIIOHMPOBAHNWE PACTCHUH MO  yIbTpaduoe-
ToBBIMH JydaMu (280—320 HM) BBI3BIBAIIO CYIIECTBEHHBIC
M3MEHEHHUS B KIIETKAX, a TAK)KE€ WHULMUPOBAJIO MPOLIECCHI,
yMmeHbIamume BiausHue paauanuu (Brosch, Strid, 1999).
Y Pisum sativum BbIABICHBI JIB€ TPYIIbl pPEAKUUNA Ha
JICCTBUE pauallii: U3MEHEHHUS] KOMIIOHEHTOB XJIOPOILIac-
TOB, TPEUMYIICCTBEHHO 3a/ICCTBOBAHHBIX B TIPOIECCE
¢dboTOoCHHTE3a, U YMEHBIIEHUE HKCIPECCHH TEHOB, KOIH-
pyromux tiactuanbie Oenku (Mackerness et al., 1998).
VabTpaduoneroBas paauanys MpoBOLMPOBATIA U3MEHEHUS
B CHHTE3€ JIMIUOB, MOJIMCAXapUIOB U OTIENbHBIX OEIKOB
B KJIeTKax Bogopocielt (Arts, Rai, 1997). BeisiBinena kpocc-
YCTOWYMBOCTh PAaCTEHUN K JACUCTBHIO TUIIEPTEPMHH U
ynbTpaduoneroBoro odomyuenus (bopucosa u ap., 2001).
Paguanust mpuBOUT K THOETH, MyTareHe3y, TpaHC-
dbopManuy  KIETOK, YCKOpPSET TIPOLECChl CTapeHUs W
Pa3BUTHS PA3JIMYHBIX MATOJOTUA. ITHU MOCIEACTBUS EHUCT-
BUSL paJMialliy TPEUMYIIECTBEHHO OOYCIIOBIICHBI ITOBPEXK-
nennamu mousekyn JIHK. Ilox Bo3neicTBHEM HWOHM3U-
pyrolero o0iydeHus: B MakpOMOJIEKyJIaX, B TOM YHCIE
JIHK, mnpoucxogutr pa3pblB XMMHUYECKMX CBSI3€H, YTO
MOXXET OBITh PE3yJIbTaTOM KakK MpPSIMOTO BIMSHHS, TaK U
JEHCTBUSL BBICOKOPEAKTUBHBIX KOMIIOHEHTOB, — CBOOO/I-
HBIX PATUKAIOB. BOJBIIMHCTBO CBOOOTHBIX PaHKAIIOB,
B3aUMOJICHCTBYIOIIMX B OOJyuYeHHOM KIJIETKE C MoJle-
kysnamu /IHK, Bo3HUKAIOT B pe3yabpTaTe paanoian3a BObl, a
60—-80 % mnoBpexnenuit wmonekyn JHK mnpoucxogur
BCJIC/ICTBUE  OIOCPEJOBAHHOTO  JICUCTBUS  pajvalliu
(Halliwell, Aruoma, 1993). ®aktudyecku oOpazoBaHUE B
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pe3yabTaTe pajuoiin3a BOJbl AKTHBHBIX CBOOOIHBIX
panvKaioB B OOJYYEHHBIX KIIETKAaX SKBHUBAJICHTHO MOIII-
HOMY OKHUCIIUTENIbHOMY cTpeccy. CTpyKTypHbIE MOBpEX/Ie-
Husa mosiekys JIHK nonusupyroiei paguanyeid 3aBUCIT OT
CTENEHH OKCUTEHALMU KJIETOK, YPOBHS 3HJIOT€HHBIX
AHTHOKCHUJIAaHTOB, KoMIuiekcoobpazoBanus JIHK ¢ Genkamu
1 €€ KOMITAKTH3alMM B COCTaBE XpOMAaTHHA, aKTUBHOCTH
cucremsl peraparuu JIHK (I'azues, 1999).

Honunzupytoiee 00gyyeHHE SIBISETCS MOIIHBIM
CTpEecCOBbIM (DAaKTOPOM, BO3ACUCTBYIOIIMM Ha PA3JINYHbIC
napaMeTpbl U MPOIECCHl KU3HENEATEIbHOCTH PACTEHUIA.
[TockoIbKy OCHOBHBIM PE3yJIbTaTOM BIIMSHUS HUOHU3HUPY-
IOLIET0 OOJMyYeHHs SIBIISIIOTCSI OKUCIIUTENbHBIE MOBpEXIe-
Hust monekyn JIHK ¢ mocnenyrommmu HU3MEHEHHUSIMH B
nporecce OnocuHTe3a Oenka, 0co00ro U3ydeHus: TpeOyroT
oOpasyrolecs Mpu 3TOM aHTHOKUCIUTENbHBIE (DEPMEHTBI
u BTHI. Ecnu cunre3 BTII neransHO UCCienyoT B Teye-
HHUE TPOJODKUTEIILHOTO BPEMEHU yueHble psfa jadopa-
TOpUH MHUpPa, TO CTPECCOBBIC OEJIKH pacTeHHil, 00pa3zy-
IOIMECs MOJ JEHCTBUEM MOHU3HPYIOIIECH paaualui,
MPaKTUYECKH He u3ydanu. HaydHyro HOBU3HY U LIEHHOCTb
MIPEICTABIISAIOT CPABHUTENIBHBIN aHAJIN3 U3MEHEHUH, BO3HU-
KalolMX B Mpollecce OMOCHHTe3a OenKa MO JCHCTBHEM
ATHX JIBYX CTPECCOB, BBISBIICHUE OOIIMX M CHEIU(PUIESCKIX
peakiuii, BbISICHEHHE POJIM OCIIOKCHHTE3UPYIOIICH CHUCTe-
MBI B aJIaNITAllU K HEOIaronpUsATHBIM BO3CHCTBUSIM.

PocT pacrenuii 3aBUCUT OT COBOKYITHOCTH W MUHTEH-
CUBHOCTH OOMEHHBIX IPOLIECCOB M SBJISETCS JOCTATOYHO
qyBCTBUTEIBHBIM K HWOHU3UpYytomemy obmyueruto ([yn-
koB, 1985). TopmoxeHHE pPOCTOBBIX IPOLIECCOB IMOCTE
NENCTBUSL pPaUallMOHHOTO (DakTopa CUMTAIOT OJHUM W3
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HAYaJIbHBIX BUAMMBIX MPOSIBICHUHN Jy4eBOIO MOPAKEHHUS
(Bacunbes, 1962). B cBsi3u ¢ 3TUM HCCIIEOBANIN IEUCTBUE
OCTPOTO TaMMa-OOJy4YeHHUs] Ha POCTOBYIO (YHKIHIO IIPO-
POCTKOB O3MMOM MIIEHUIBI copTa MupoHoBckas 61, st
4ero S-CyTOYHBIE pAcTeHUs, HaxoAuBIIMecs B (ase
MIEPBOTO JIMCTKA, OJHOKPATHO OOIydaiy B JWAra3oHe 103
0,5, 1, 1,5,3,5,7,10, 15, 30, 50 u 100 I'p. ITocneayroriue
6 CYTOK €XEIHEBHO M3MEPsUIM JJIMHY HaJ3€MHOW YacTH.
[Tpu noze ot 0,5 1o 10 I'p ckopocTh pocTa Mo CPaBHEHHUIO C
KOHTPOJIEM HE MU3MEHsUIach. Y BEIMYEHUE J03bl 00TyUYeHUS
1o 15 u 30I'p compoBOXknaiock TOPMOXKEHMEM poOCTa
nociie 4-x cyTtok KynbtuBupoBanus. Jlo3er B 50 u 100 I'p
JIOCTOBEPHO YTHETANIM MpPOIECC pocTa B TEUEHHE BCEro O-
CYTOYHOTO TIOCJIEPATUAIIMOHHOTO TEPHO/a BBHIPALUBAHUS
pactenuii pu t° 24 °C (puc. 4). Uccnenosanusi, npoBeaeH-
HbIE C PACTEHUSIMU O3UMOMW MIICHUIIbI, HAXOAAIIUMHUCS B
da3e 3-X JHCTHEB, BBIBUIM, YTO 3aMETHOE YTHETCHHE
pocTta MPOUCXOAWUJIO Toche ob6mydeHust no3oit 4 I'p Ha
CIENyIOIMil mocne crpecca JEeHb, a  OO0JyueHHe
MOIIHOCTBIO 18 I'p  MOJTHOCTBIO  MpeKpamano  pocT
(Bacunbes, 1962). Cunraercs, 4T0 CKOPOCTh TOPMOXKEHHUS
pocTa M pa3BUTHS PACTCHUUN IMOCIIEe 0OTydeHHUs OOJBITUMH
J03aMU  paguallid  3aBUCUT OT BO3pacTa, BUIOBOM
PaaMOYyBCTBUTETIBHOCTH M JI03bI OOJyYeHHs, a TaKKe
pEreHepaloOHHOT0  MOTeHIMaTa W 3(PPEKTUBHOCTH
PEeToNyISIMOHHBIX TpoleccoB B Mmepucteme (I'pomsunc-
kuii, 2000). YcTaHOBUTH K€ MCTHHHBIE MPUYUHBI TOPMO-
KEHUS pocTa JOCTATOYHO CJIOXKHO H3-32 IIUPOKOTO
MacCcHUBa pPEaKUWid, Ha KOTOPbIE MOXKET BO3JAEHCTBOBATH
oOiydenue. Tak, TOpMOXKEHHUE Ipolecca JEeNEHHs KIETOK
MEPHUCTEMBI ONPEIEISIIOT B KadecTBe mepBoro sddexra,
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MMEIOIIET0 MECTO TOociie OOMy4YeHHs PACTeHUN Hapsay C
HEKOTOPHIMH OBICTPO BO3HHKAOIMIUMU OUOXUMHUYECKUMH
HapymeHusmu (I'yaxos, 1985). U3sectHo, urto TI Takxke
MPOBOLIMPYET TOPMOXKEHHE POCTOBBIX TMpoleccoB. B
yactHocTH, 4-uacoBoil TIH (40 °C) ymeHbIan CKOpOCTb
pocta 3-CyTOYHBIX HPOPOCTKOB O3MMOM MIIEHHUIBI, YTO
00yCITaBIMBajOCh  HapymIeHUEM  NpOIUUpanud U
CBS3aHHBIM ¢ HeW pactsokeHueM kietok (Kyk, 2002).
CrnenoBarenbHO, pOCT PaCTEHUH SBISIETCS TEPMO- U pajIno-
YYBCTBUTEILHBIM IPOIIECCOM.

MM
200
180
160 |
140
120

100

CYTKH

Puc. 4. V3meHeHUs UTMHBI MPOPOCTKOB O3MMOHM IIIIEHHWIBI MOCIE TraMMa-
o0ydenus B pasHeIx gozax: [ — 0—5Ip, 2— 7—10Ip, 3— 15—
30 I'p, 4 —50—100I'p
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Jis u3yueHHsl CUHTE3a CTpPECCOBBIX OEIKOB B
VCIIOBUSIX ~ paJHMallid, TPOPOCTKH O3UMOM  IIICHHIIBI
Triticum aestivum L. noJBeprajii OTHOKPATHOMY OCTPOMY
raMma-o0JlydeHHI0 Ha KoOabTOBOM ycTaHoBke ‘Hccne-
noBatens” (Poccust) B no3ax or 3 mo 100 I'p mpu mom-
HocTr 0,048 I'p/c. Bo3aelicTBre ramMmma-paauaiiiy Ucciezo-
BaJIM 4epe3 2 U 7 4acoB mocie oOnydeHus. AHAIIN3 Trefiel u
uX aBTOrpad)oB MPOBOIWINA C HCIOIH30BAHUEM KOMIIBIO-
TepHOi mporpammbl Total Lab Version 1.10, uro mo3Bo-
JWJIO TONYYUTh NEHCUTOTPaMMBbI TPEKOB U OMNPEIETUTDH
MIPOLIEHTHOE COJEpPKAHUE MHANBUAYAIbHBIX MOJIOC B CyM-
MapHOW OeJNKOBOH (pakiuu oTaensHoro Tpeka. Cymiect-
BEHHbIC W3MEHEHHS B TOJMIIEOTHIHOM CIIEKTPE HMENH
MecTo uepe3 4 Jaca rnociie JeHCTBUS paidalluy B J103aX 3 U
30 I'p. Tak, cpea HOBOCHHTE3UPOBAHHBIX OEJIKOB UICHTH-
(bUIMpPOBaHbI MOJUMIEITHIBI ¢ MOJI. Maccoit 32, 40 u 45 /I,
a TaKke HU3KOMOJIEKYJISIpHbIE OENKH ¢ MOJI. Maccoil ot 14
10 20 xJI. OTHOBPEMEHHO YCWIIMBAJICS CHUHTE3 OCIIKOB C
Mou1. Maccoit 89, 85, 83, 76, 74, 70, 68 u 51 k]I, npuuem
apdext obmydenus B mo3zax 3 u 30 ['p mpaktudecku He
ormmmyancs. Ilpuaumass Bo BHuManue, uyro cuHTe3 BTIII
ABJISIETCS OJHUM U3 Hauboyiee M3Y4YEHHBIX, CpPaBHHUBAIU
CHEKTPbl HOBOCUHTE3UPOBAHHBIX MOJHUIIENTHIOB, 00pa3yro-
IIMXCSl TOCTE€ PAaJUAllMOHHOTO U TEeMIEepaTypHOIo CTpec-
coB. JIByxuacooii TIII ycunusain cunres 89, 85, 83, 79, 76,
72,70, 68, 51, 19 u 15 /] 6enkoB. CriekTp OEIKOB, CUHTE-
3UpOBaHHBIX uepe3 24 wyaca mocie ACHCTBHS ramma-
pamuanuu B A03ax 3 u 30 ['p, mpakTUYECKU HE OTINYAICS
OT KOHTPOJIA, 332 UCKITIOYCHUEM 00pa30BaHUs BBICOKOMOJIE-
KYJISpHBIX MOJUIENTHI0B C MOjd. maccod 94 u 96 x/l.
3HaynTeIbHASA YaCTh PAJMOAKTUBHONW METKU BKJIIOYAIACh B
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oJIMNEITHARI ¢ Mo, Maccoi 110, 109, 108, 85, 83, 77, 76,
74, 70, 68, 65, 59, 56, 53, 51, 46, 41, 38, 36, 28, 25,23 u
16 xJI. Xapakrep cunTe3a OenkoB yepe3 48 yacoB mocie
ramma-oomydenus 1 T 3HaYMTENTEHO OTIMYANICS OT UMEB-
IIEro MECTO B MpeAbIIylIHe CyTKu. Bmecte ¢ Tem amst pas-
HBIX CTPECCOB OBLIO BBISBICHO MHOTO OOIIEro, a MMEHHO,
ycunuBaics cunres 106, 104, 97, 85, 84, 81, 76, 66, 62, 58,
57, 46, 43, 40, 35, 34, 32, 30, 24, 23, 21, 20, 15 u 14 k[
MOJMIIENITHIOB HAa (POHE PE3KOro YMEHBIICHUs] CHHTE3a
OenKoB ¢ MoJI. Maccoi 75, 68, 61, 59, 51 u 48 k/I.

Cy1ecTBeHHbIC OTJINYUS BBISIBIICHBI B CPEHEN Yac-
TH OEJIKOBOTO CIEKTpa uepe3 72 yaca MOCIEe CTPECCOBBIX
Harpy3ok. YcunuBaics cunre3 82, 76, 73, 72, 70, 62, 57,
42, 37, 33, 27, 22, 15 n 14 /I nonunentuaos, mpekparia-
nock obpazoBanue 80 k/[ u 3aryxan cunre3 68 k[ Oenka.
CrnenoBatenbHO, IPU OOJIyYEHHUH TIPOPOCTKOB B J103aX 3 U
30 I'p oCHOBHBIE CHBHTH B CHHTE3¢ OEIKOB HaOIIOMAIHCh
yepe3 4 gaca nocie crpecca. CreKTpsl ke HOBOCHHTE3UPO-
BaHHBIX OEJIKOB 4epe3 2 CyTOK MPUKTUYECKH HE OTJIHya-
JUCh OT KOHTPOJBHBIX, YTO TIO3BOJIWIO B JAIBHEHIINX
AKCIEPUMEHTAX OIrPaHUUYUTHCS HHTEpBAIOM B 24 yaca
rocJje JecTBUs TaMMa-paualim.

HaubGonee uHTEepecHble pe3ysbTaThl OBUIM TOJY-
YeHBI 1OCTIe OOJyYeHHsI MMPOPOCTKOB O3MMOW TIICHHUIIH B
no3e 15 I'p ('yakoBa u np., 2001, 2001a). Criektp HOBO-
00pa30BaHHBIX OOILIMX OEJIKOB COCTOST M3 (PAKIU ¢ MOJI.
maccoit 93, 89, 82, 80, 75, 68, 57, 52, 46, 42, 37, 30, 29, 27,
26,24,22,21,18, 16, 15, 14 u 13 x/ (puc. 5). Uepes 4 uaca
nocje JNEHCTBHS ramMma-paaualid U 4depe3 2 Jaca Mocye
THI (40 °C, 2 yaca) ycuIMBAJICS CHHTE3 MOJUNENTUIOB C
Mon. maccoit 82, 75, 67, 36, 31, 30, 19, 17 u 14x/l. B
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ciIy4yae paJMOaKTUBHOTO OOMy4YeHHs udepe3 4 vaca He 00-
HapyxeHsI 16 /], a uepe3 24 waca — 36 u 19 x/1 6emnxwu.

94 —»
85 —»

71 —»

45 —»
40 —»

32 —»

25 —>»

20 —»

15 —»

Puc. 5. Dnekrpodoperuueckue
CHEKTPHI HOBOOOPa30BaHHBIX
o0mux  OEJIKOB  MPOPOCTKOB
Tricicum aestivum L: I — gepe3 4
Yaca IIOCiIe TraMma-oONydeHus B
noze 16 I'p; 2— uyepe3 24 gaca
nocie TramMMma-oONydeHust B J03e
15 I'p; 3 — TerutoBoii mok (40 °,

2 qaca); 4 — KOHTPOJIb

B nenom CYHICCTBCHHBIC H3MCHCHUA IIPCTCPIICIT

cuare3 30 moaMmenTUaoB B auamna3oHe Moia. macc 109—
14 xJI. OTmeTuM, YTO XapaKTep CHHTE3a CTPECCOBBIX
OenkoB uepe3 4 yaca mocie ramMma-oOIy4eHus B J03€
15 I'p 3HAYUTENBHO OTJIMYAETCS OT JPYTUX aHAIU3UPO-
BaHHBIX BapUaHTOB. B dWacTHOCTHU, B BBICOKOMOJIEKYJISAP-
HOM Yy4YacTKe CIeKTpa cuHTe3upoBaics de novo 80 k]l
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MOJIMTNIENTHI, a Takke ycunupaics cunte3 109 (3,5 %), 85
(4,2 %), 74 (2,8 %) u 71 (4,3 %) x/1 6enxos (tadiu. 4). Ha
3TOM (poHE yMeHbIIancs cuHres3 56 (2,7 %), 50 (6,4 %) u
41 (1,0 %) /I monuneneTH10B U paKTUUECKH MpeKparia-
cs CUHTE3 OeNKOB ¢ MOJ. Maccor 77, 68 u 67 kJI. Creru-
¢uyeckoll KOMIIOHEHTOW CTPECCOBOrO OTBETA ObUT MHTEH-
CUBHBIM cuHTe3 Oenka ¢ Mois. Maccoit 45 k1 (11,5 %). B
TOXKE BpeMs B HHU3KOMOJEKYJSIPHOW YacTH CIHEKTpa
obnapyxensl 40 (3,7 %) u 32 (6,7 %) k]I Oenku, a TaKxe
3aUKCHUPOBAaHO yMeHbIIeHHEe oOpazoBanus 36 u 33 k/[ u
ycwiienue 25 k1 (5,6 %) nonunentuaos. B mpomexyTke
14-20 kI uneHTuUIUPOBaHbl 6 HOBBIX IMOJMIIETITHIOB.
B ormumume ot peakumm Ha TII daktudeckn 3aryxan
cunre3 19 k]l nmonmunentuaa. CUHTE3 HUTOILIa3MaTHUEC-
kux BTHI 17 u 15 k/] mox meiicTBueM ramma-paauaiuu
(mo3a 3 kI'p) obOHapykeH B KJIETKax KyJbTypbl TOMara
(Banzet et al., 1998).

CrekTp HOBOCHHTE3MPOBAHHBIX MOJUMEHTHIOB
nociae 24-4acoBOro TaMMa-OOMy4YeHHMS OTIMYAICA OT
KOHTPOJIBHOTO BapuaHTa HAIUYHEM B BBICOKOMOJIEKY-
JSpHOM YacTh OenkoB ¢ Moy. Maccod 96 u 94 k]l u
orcytctBreM 40 /I monunentuaa. TemnepaTypHbId MIOK
YCHJIMBAJI CHHTE3 BBICOKOMOJIEKYJISIpHBIX (85, 77 u 70 x])
U HU3KOMOJEKYyIsApHbIX (28 u 19 x/l) monumentuaoB
(puc. 5).

[lepBocTenenHast pojib CHUCTEMBI SHeproodecreye-
HUS KJIETOK B OTBETHBIX PEAKIMSIX HA CTPECCOBBIC BO3-
JICWCTBHUS M HAJMYUE COOCTBEHHOTO T€HETHYECKOTO arma-
paTa y MHTOXOHAPHH BBI3BIBAIOT OCOOBIM WHTEpEC K U3Y-
YEHUI0 MUTOXOHIPUAILHBIX OETKOB — HEKOTOphIC U3 HUX
001aaroT manepoHHoi akTuBHOCTHIO ([To6exxnmoBa, Boii-
HuKoB, 2000; Maitop u ap., 1999; Schatz, 1996).
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Tabaruya 4. BausHHe raMMa-paguanMM U TeMJIOBOro IIOKAa HA
HHTEHCHBHOCTH CHHTe3a felka B mpopocTkax Tricicum
aestivum L. (o BKJIOYEHHIO PATHATUOHHON METKH)

HHTEeHCHBHOCTB CHHTE3a 6€KOB, % K 00ILIeMY KOIUYECTBY

Mon.
vacca 001X MHUTOXOHIPUAITBHBIX
K I'P, TP, TII K I'P, I'P, TII
4yepe3 | uepes 4yepe3 | yepes
244 44 44 44
109 | 0,2+0,1 |3,5+0,1 [ 0,2+0,1 | 0,3+0,1 | 1,2+0,3 |2,1+0,1| — 2,2+0,1
94 — — 1,6+£0,110,1£0,01] — — — —

85 |2,0+0,4 |4,2+0,3 | 7,4+0,7 | 4,9+0,5 | 8,3£0,5 |5,4+0,6| 8,8+0,2 |14,5+0,2

83 1,0 (2,3+0,2(1,2+0,3 | 1,3+0,1 | 2,5+0,3 |2,2+0,2| — 2,0+0,3
80 —  [2,7£0,5| — — — — — —
77 | 430,60 — [4,8+0,7(7,1%0,5| — — — —
71 — 43201 — — — 2,3+0,1] — —
70 3,604 — [4,8+0,2]|9,6+1,3|1,8+0,4| — |4,3+0,6 | 6,9+0,2

50 |10,4+0,8|6,4+0,5 9,6+1,010,5+0,4|10,0+0,5/1,7+2,7| 5,9+1,4 | 5,2+0,9

45 | — 11,5807 — — — [1,7203] — ]04%0,1
40 | — [3,7404[1,0:02| — (2240312404 — |2,240,5
32 | — 67403 — — 2240332402 — | 1,3+02
25 | 3,440,1/5,640,6 3,841,0[2,6£0,5| — [1,640,3] — |2,640,5
19 | 1,940,7 — 82405 — — —  |2,6£02

IMIpumeuanue: K- xonrponp, ['P— ramma-pammanms B moze 15 I'p,

THI — tenmosoii mok (40 °C, 2 yaca), “— — naHHbIE OTCYTCTBYIOT.
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N3BecTHO, YTO BO3ACHCTBUE AKCTPEMAIIBHBIX TEM-
nepaTyp MHAYIUPYET Y PACTEHUN CHHTE3 MUTOXOHIPHAIIh-
veix BTII 90, 70, 60, a Takyke 3HAUYUTEIHHOEC KOJIMYECCTBO
HuzkoMonnekysipHbIx BTI (15-30 x/1). YcraHnoBieHo, 4To
[IarepoHHasi CUCTeMa MUTOXOHIPUHN CIYXKHUT JJISI UMIIOPTa
Oenka B TH OpraHeiutbl U JUis (OPMHUPOBAHUS HATHBHOM
KOH(OpMalud HMMIIOPTHPOBAHHBIX MoJIeKya (Maprymmuc,
Bbyxoga, 2000; [To6exxumoBa, Boiinukos, 2000).

AHanm3  eNeKTpo(QOPETHUECKUX CIEKTPOB MHTO-
XOHJIPHAJIbHBIX OEJTKOB BBISBUI 22 (Ppaknuu B TUaNa3oHE
Mmoit. Macc 89—13 x/I (puc. 6). [lox Bo3aeiictBuem kak TIILI,
TaK W TaMMa-OOJyueHHs YCWIMBAJICS cuUHTe3 86, 45 u
28 kJI momunentuaoB. T Takyke MpOBOLMPOBAI YCUIICHHE
cunreza 85, 79, 19 u 17 x/| OenkoB. YCTaHOBJICHO, YTO
yepe3 4 yaca nocie AeHCTBHSI HOHU3UPYIOLIETO 00IyUeHHUsI
MOSABISAIOTCSA HOBBIE 71, 25 m 14 ]I MOIUIIeNTHABI, a TaKXKe
ycunuBaercs cuate3 109 u 32 k] 6enxos (Tadm. 4). B Toxe
BpEMsI HHTEHCUBHOCTb cUHTE3a 85 K/l Oesika yMeHblIanach,
a cunre3 80, 68 m 20 x/| momunenTuaoB MNpeKpaliaIcs
TTOJTHOCTBIO.

[Tocne 24-x wacoB ¢ MOMeHTa OOJy4eHHs HAOIIO-
ajIcsl CUHTE3 7 IOJUIECHTUAOB B JUAIIQ30HE MOJI. MacC 85—
28 x/I. Ilo cpaBHeHHIO C 3JeKTpOdOperpaMMoi, CHATOM
gyepe3 4 gaca 1mocje cTpecca, 3a)UKCHPOBAHO OTCYTCTBHE
109, 83, 45, 40, 38, 32, 25 u 14 x/| nonunentuaos. [Ipu
TEIUIOBOM IIIOKE YCHJIMBAETCSI CUHTE3 OEJKOB C MOJ. Mac-
coit 109, 85, 74, 70, 28 u 20 kI u cunre3 de novo 25 n
19 x/I nonmunentuaoB. OAHOBPEMEHHO TTPOUCXOANIIO YTHE-
TeHue cuHre3a 56, 50, 46, 32 u 23 /[ OenKkoB M MpPaKTHU-
YEeCKHU IIOJIHOE INpeKpalleHne cuHresa 77 x/| nmommmnentuna

(puc. 6).
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Puc. 6.  Drexrpodoperryeckue
CIICKTPBI MHTOXOHIPHAIBHBIX
0enKoB  TPOPOCTKOB  Tricicum
aestivum L: | — uepe3 4 wyaca
nocje ramMma-oOnydeHus] B 03¢
15 I'p; 2 — rtemnoBoit mok (40 °,

2 yaca); 3 — KOHTpOJIb
45 —»

32 »

25

i8 —»

THI 1 ramMma-o6myYeHHe SKCIPECCUPOBAIN CUHTE3
MOJIMTIENTHIOB ¢ MOJI. Maccamu 32, 25 u 20 x/[ u3 cemeii-
ctBa HU3KoMoJekysipHeix BTII. B orBeT Ha paguanuon-
HOe OOJy4YeHHWE CHHTE3UPYIOTCS TMOJUMENTUIBI C MOJ.
maccamu 71 u 70 x/l, Torma xak TI ycunmBaer cuntes
MOJUIIENTHAOB ¢ MoJI. Maccamu 73 u 70 /| u3 cemelicTBa
BTII 70. Pa3Helii XapakTep MHAYKLIUU UX CUHTE3a B OTBET
Ha Ppa3IMYHBIC CTPECCHl CBHUJETEIBCTBYET O Pa3IMYHBIX
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(YHKIMSIX, BBINOJIHAEMbIX MU B KieTke. [Ipu 3ToM ramma-
o0yueHne BbI3bIBaJIO cuHTe3 de novo 15 /1, a TII — 19 k]
nojaunenTuaoB. MHIykuuo cuHTe3a Monunentuaa ¢ Modl.
Maccort 45 kJ] Bo ¢dpakiuu obmero Oenmka ciaemyeT pac-
CMaTpUBaTh KaK CHEeUU(PUUECKYIO PEaKLnIo OeTOKCHHTE3H-
PYIOLIEH CUCTEMBI KJIETKU Ha AEHCTBUE Paralliu.

Takum 00pa3oM, YyCTaHOBJIEHO, YTO TIOJl BO3JCH-
CTBHEM TaMMa-00JIy4eHHUsI B KJIETKaX NMPOPOCTKOB IIIECHHU-
116l M3MeHsieTcsi 0enkoBbid cuHTe3 (['yakoBa um mp., 2001).
AHamm3 CHEKTPOB HOBOCHMHTE3MPOBAHHBIX ITOJIMIICITHIOB
BBISIBWJI MEHBIIYI0 HM3MEHYMBOCTb CHHTE3a MMTOXOH/I-
pHATBbHBIX OEJIKOB MO CPaBHEHUIO ¢ 00IIKM. B TO ke Bpems
HaJIMuue OOIMX CUHTE3UPOBAHHBIX de novo MONUNENTHIOB
¥ B MUTOXOHJIPHAX, 1 CYMMapHOM O€JIKEe CBHJIETEIbCTBYET
0 3HAYUTEIHHOM BKJIa/Ie MUTOXOH/APHOMA B CHHTE3 CTpec-
COBBIX nosunenTuaoB. O0mue A paguaoHHOIO U TeM-
nepatypHoro crpeccoB 70, 32 u 25 xJI BTII obnagaror
IIaIIepOHHON aKTUBHOCTBIO U, CIIEJOBATENILHO, BHIIOIHSIOT
3alMTHY0 (YHKLUIO. BriepBble yCTaHOBIEHO, YTO paaua-
IS MHAYIMPYET CuHTe3 cneuuduueckoro 45 k/l monumnen-
THA, OOHAPY>KEHHOTO BO (PpaKkmmu Kak MHTOXOHJIPHAITH-
HOTO, TaK U obmiero 6enka. MI3BeCTHO, YTO MOHU3HPYIOIIICE
oOiryueHue BbI3bIBaeT moBpexaeHus monekyn JHK, ciy-
JKalllue CUTHAJIOM JJIsi CHUHTE3a de novo penapanioHHBIX
(dbepMeHTOB, 00eCNeUYnBAIONINX IMOBBIIIEHHBIA YPOBEHb
YCTOWYMBOCTH K BO3ACHCTBUIO PagUallMOHHOTO (haKTopa
(Korepos, Hukonbckuid, 1999). Bepositho, 45 k]| nonunen-
TUJl OTHOCUTCS K TakuM (pepMeHTaM pemapaunud, O 4eM
CBHUJICTEIbCTBYIOT MHAYKIHMS €ro HOBOOOpa3oBaHUS B
HayaJbHbIM MEepHoj Mocje raMMma-oOJIydeHUs] pacTeHUuil U
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YMEHBIICHHE CKOPOCTU €ro CHHTE3a CITyCTA CYTKH MOcCye
CTPECCOBOr0 BO3IAEHCTBHUS.

Kak u3BecTHO, Ap0 aKTMBHO pearupyer Ha CTpecc
(TazueB, 1999). OnmHako xapakTep H3MEHEHHH SICPHBIX
O€JKOB PACTEHUH, MOJABEPIIIMXCS paJUalliOHHOMY OOIy-
YEHMIO, OCTAETCsl HEeUccieq0BaHHbIM. HeoTbeMuemon coc-
TaBJISIIOILIEH YacThIO XpOMAaTHHA BCEX dyKApPUOTUYHBIX KIle-
TOK SIBJISIFOTCS cBsizaHHbIE ¢ anepHoi JIHK Hu3koMoneky-
JSIpHBIE CTPYKTYPHBIE O€JKH, 00OTalIeHHBIE apTUHIHHOM U
muzuHoM (bocrok, Camuep, 1981). dyHkMM 3THX TOJH-
NENTHOB OCTAOTCS 10 KOHIA HE UCCIIEI0BAaHHBIMU, XOTS U
u3BecTHO, yto TucToHsl H2A, H2B, H3 u H4, ¢popmupys
TaK Ha3bIBAEMBIN KOp, YYaCTBYIOT B MpOIECCax MEPBUYHOM
kommakTi3auuu asycnupanbHoit JIHK, obpasys Bmecte c
Heil HykieocoMbl, a ructoH HI1 3aneiictBoBaH B mpo-
CTPaHCTBEHHOH ymakoBke HykiieocoM (['eoprues, bakaes,
1978). YcranoBneHo momo0ue KOpPOBBIX TMCTOHOB pacTe-
HUH TI0 TIOKA3aTeNIsIM JIEKTPO(POPETUUECKOM TTOIBUKHOCTH
U aMHHOKHCIIOTHOMY COCTaBy, 3a HCKJIIOUCHHEM T'HMCTOHA
H1 (To¢mreitn, 1978), a Takke ydacThe 3TUX OCIKOB B
npolecce Hecneuu(puueckoro YrHeTeHHsl TPaHCKPUILMU
JHK (Bonner, 1979).

Ha puc. 7 npencraBnens! snekTpodoperpamMmsl saep-
HBIX OEJIKOB ATHOJIMPOBAHHBIX MPOPOCTKOB O3MMOM IIlIe-
HUIIbI, TOJBEPTIINXCS ASUCTBUIO FaMMa-pajlalliy B 103aX
3, 5,50, 100 I'p u THI (40 °C, 2 yaca). ['ucron H3 npen-
CTaBJCH JBYMS (paKUUSAMH: ITUMETPOM M MOHOHEPOM.
MakcumanpHOe KosmyecTBO aumepa H3  HaGmromanmoch
nocne obydeHus pactenuii B go3e 3 I'p, monomepa H3 —
50 I'p (Tabm. 5). 3HauUTENBPHOE KOJIMYECTBO SJEPHBIX O€i-
KOB cocTaBiisiia ¢pakius ructona H1, Bkrogaromast msth
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KOMITOHEHTOB. JIusunoOorameHHeli ructon H1, cBs3aH-
Hbl ¢ MexHykieocomHol JIHK, urpaer Baxuyio posb B
oOecricueHNH HATHYKJICOCOMHOW YIIAKOBKM XpOMAaTHHA.
I'mcton HI moxetr BcTynaTh BO B3aUMOJEHCTBHE C Map-
kepHoii u HykineocomHol JIHK, a takxke ¢ ructonamu H2A,
H3 u H4 (McGhee, Felsenfeld, 1980).

LB BB B .

H3 (mlmep)H
H1

—_—

H2B + H2A =)

H3(MoHoMep)

-
O Rl
L]
i
]

He —

Puc. 7. Dnexrpodopernueckue CIEKTpbl KHCIOTOPACTBOPUMBIX  SIIEPHBIX
0EJIKOB MPOPOCTKOB O3MMOM MIIEHHUIBL: / — KOHTponb 24 °C); 2 —
4yepe3 2 yaca mocne AedcTBhs ramMa-paguanuu B nose 3 I'p; 3 —
5Tp; 4— 50TP; 5— 100 I'p; 6 — uepe3 2 yaca mocine AEHCTBUS
TIII (40 °C, 2 gaca)
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Opnna u3 ¢pakumii rucrona H1 crabunmsupyer nBa
MOJHBIX 000pOTa KOpa HYKJIEOCOMa, a €€ TIIOOYJISIPHBII
Y4acCTOK IIPY 5TOM JIOKAJIM30BaH B apeajie BX0Ja M BBIXOJa
cynepcrupanu JJHK (Nagl, 1985).

HammMu  uccrienoBaHusIMM — YCTaHOBJIEHO,  YTO
raMma-o0JIyueHre IPOPOCTKOB O3MMOM IIIEHUIIBI B J103aX
5 u 50 I'p BBI3BIBAaET yBEIMYEHUE KOJUYECTBA TMCTOHOB
H1, H2B u H3, Torma xak no3et 3 u 100 I'p cHmwxkator

coJiep)KaHHe ATHX THCTOHOB (TabJI. 5).

Tabruya 5. OTHOCHTEILHOE KOJUYECTBO I'MCTOHOBBIX 0EJIKOB

B 3J1eKTpo(hopeTHYecKHX CIEKTPaX MPOPOCTKOB 03UMOii

NIIIeHUIbI IMOCJIe raMMa-oﬁlequml

OTHOCHUTEIIBHOE KOJIUYECTBO B CIIEKTPE MOCIIE 00TyUeHHS,
I'ucrons! % Kk 00IIEMY COJEPIKAHUIO
3Tp 5Tp 50Tp 100 T'p
H3 (zumep) 14,6+1,2 11,8+0,8 13,4+0,9 12,2+1,0
H1 22,9423 24,5+2,1 24,4+1,9 21,942,0
H2B 4,0+£0,3 5,0+0,2 5,0+0,4 4,240,6
H3 (MoHOMED) 7,5+1,0 9,8+0,9 12,3+1,1 7,6+1,0
H4 20,4+1,8 13,6£1,6 16,9+1,7 13,4+0,9

Jlisa Bcex MpoaHaTM3UPOBAHHBIX 03
YEeHUSI OCHOBHBIC W3MEHEHHs ObUIM BBISBIICHBI B TaK HAa3bl-
BaeMbIX ‘“‘MHHOPHBIX~ (PaKIUAX SACPHBIX MOIHUIETITHIOB,
OKCTPAarupoBaHHBIX BMecTe ¢ rUcToHamu. Ha smekrpodo-

ramMmMa-o0.ry-
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perpaMMax OelIKOB, BBIAEJICHHBIX U3 MPOPOCTKOB O3MMOI
MIICHUIBI, MOJBEPTIIUXCS BO3JCHCTBUIO T'aMMa-00ITyde-
HUS B 03ax 3, 4 u 5 I'p, HACHTUDUIIMPOBAHO TMOSIBIICHUEC
nosioc Mmexxy ructoHamu H1 u H2B (MakcumansHoe oTHO-
cuTenbHOe coaepkanue Oenka — 2,2 u 1,6 %, coorBert-
cTBeHHO). ['amma-o6myuenue B no3ax 50 u 100 I'p mpuso-
JTJIO K TOSIBIICHUIO IIECTH MOJIOC (MAaKCUMallbHOE OTHOCH-
TeNbHOE conepxanue Oernka — 2,3 u 2 %, COOTBETCTBEH-
HO). Kpome Toro, nocie obmyuenust B go3e 3 I'p Hag nume-
pom H3 ¢ukcupoBanu mosiBienue mectd, S ['p — dYeThl-
pex, 50 I'p— nsatu u 100 'p — cemu AOMOIHUTENBHBIX
M0JIOC, MPUYEM MaKCUMaJIbHOE OTHOCHUTEIBHOE COJIeprKa-
Hue Oenka (3 %) BBISBICHO MOCIEe 00IydeHHs TPOPOCTKOB
B 103e 50 I'p.

JloTIOTHUTEBbHBIE CBEIEHUSI O COCTaBe SICPHBIX
MOJIUIENITHIOB TOMyYeHbl MPHU 3JIEKTpoope3e KUCIOTO-
PATBOPUMBIX SIIEPHBIX OEIKOB, BBIICIECHHBIX U3 MPOPOCT-
KOB O3WIMOM TIIIEHUIIBI, ITOJBEPTIINXCS TaMMa-00TydeHHIO
B no3ax 15 u 30 I'p. CpaBHUBast OEITKOBBIE CIIEKTPHI, HE BbI-
SIBUJTM CYIIECTBEHHBIX M3MEHEHHUI B COCTaBE TMCTOHOBBIX
dpakmuii mociie obmyyerus B qo3e 15 I'p, a Takke yepes 7
gacoB nociie TIHI (puc. 8). OnHako yBenu4eHHE IO30BBIX
Harpy3ok ramma-oOmyuenus 10 30 I'p ¥ BbIlIe MPUBOIUIIO
K 3HAYUTCIHHBIM HM3MCHEHHSIM OCJKOBBIX CIIGKTPOB:
YMEHBIIICHUIO KOJMYECTBA OCNKOB BO (hpakiusix auMepa
H3, monomepa H3 u, ocobenno, rucrona H4. B toxe Bpe-
Ms 3a(MKCHPOBAHO 3HAYUTEIBHOE YCHJICHHE ‘‘MUHOPHBIX
dpakiuii 6eIKOB, B YaCTHOCTH, TPEX — PaCIOJIOKEHHBIX
Hmke ructona H4, nByx — mexnay ructonamu H4 u H3
(MOHOMEpPOM), a TaKXke CYIIECTBEHHOE YMEHBIIIEHUE KOJIH-
4yecTBa “MUHOPHBIX (ppakumii Ham mumepom H3, mexmy
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numepoM H3 u rucromamu H1 u H2B (puc. 8). Bee at
“MHHOpHBIE” (PpaKIMU SBISIOTCS KHUCIOTOPACTBOPUMBIMHU
AJEpPHBIMU O€JIKaMH, SKCTParupoBaHHBIMU BMECTE C TUCTO-
HaMH.

H3 (mumep) »

H1 —»

H2B+H2A ———»
H3 (MoHomep) >

v

H4

|
Ll
12 3 4
Puc. 8. DnexrpodopeTndeckue CIEKTPbl THCTOHOBBIX OEIKOB IMPOPOCTKOB
03uMoil mmeHunsl: / — koHTposb (24 °C); 2— 4yepe3 7 uacos
mocne pefictBuss THI (42 °, 2 gaca); 3 — yepe3 7 HacoB mocie

rammMa-ooaydenus B go3e 15 I'p; 4 — 30 I'p

YMeHblIeHe NHTEHCUBHOCTU TOJIOCHI, COOTBETCT-
Bytoleil ructony H4, u nosiBieHue psiioM ¢ HEl HOBBIX
MI0JIOC CBUJICTETILCTBYIOT O YaCTHYHON MOIU(HUKAIIIH THC-
toHa H4. M3BecTHO, uTO MOAM(HUIIPOBAHHBIC OCIIKH, BCTY-
nasi Bo B3auMozelcteue ¢ mosiekysnamu JIHK, moryt nmon-
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JEpKUBATh pa3INYHbIe YPOBHU KOHACHCAIIMH B OTIEIBHBIX
yuactkax xpomatusa (Csordas, 1990).

OnexkTpoopeThuecKkrue CIEeKTPbl KUCIOTOPACTBO-
PUMBIX SIIEPHBIX OEIKOB, MOJy4YEHHBIE Yyepe3 2 yaca mocje
TII, CyIEecTBEHHO OTINYAIUCH OT BAPUAHTOB KOHTPOJIS U
raMma-ooydenus (puc. 8), 4YTo CBHAETEIBCTBYET O Hapy-
HICHUSAX B CTPYKTYpE XpOMaTHHA U COTJIACyeTcsl C pe3yib-
TaTaMU HAlllUX YJbTPACTPYKTYPHUX HCClenoBaHuil. M3me-
HEHUS! 3a(DUKCHPOBAaHBI BO BCEX (PPAKIHAX THCTOHOBBIX
0enkoB: HanOoJiee CYIIECTBEHHO YMEHBINAJIOCh KOJINYECT-
Bo mumepa H3 u Bo3pocno — H2A—H2B-nogo6HbIX THC-
ToHOB. Kpome TOro, 00Opa3oBHIBAIICH MHOTOYHCICHHHE
MOJIOCHI “MHHOPHBIX (HpaKIni, OTCYTCTBYIOIIHNE B IPYTUX
BapuaHTax. B Toxxe Bpems 3neKTpodopeTHIecKue CreKTphbl
KHCJIOTOPACTBOPUMBIX SJIEPHBIX OENKOB, AKCTparupoBaH-
HBIX yepe3 7 dacoB nocne aecteus TI, mpakTuyecku He
OTIIMYAJIMCh OT KOHTPOJIBHBIX U CIEKTpPa, MOJIYYEHHOTO
nocie raMma-oomydenust B go3e 15 I'p. BepostHo, B 3TOT
BPEMEHHOW MHTEPBaJl BOCCTAHABIIMBAETCS CTPYKTypa Xpo-
MaTHHA. BBISBICHHBIE pa3IW4us B CIEKTpax KHUCIOTO-
PaTBOPHMBIX SIIEPHBIX OCITKOB CBUIIETEIBCTBYIOT 00 00pa-
TUMOCTH TIpoliecca KOHJEHCAIlUM XPOMAaTHHA, MMEIOLIETOo
MECTO TOCJIE€ ACUCTBUS BBICOKMX TEMIIEPATYp, UYTO TaKXKE
MOJATBEPAKIAIOT MPOBEJICHHBIE paHEE YJIbTPACTPYKTYpPHBIE
uccnenoanus (I'yakosa, 3acmaBckuii, 2002).

Takum 00pa3oM, ramMmMa-o0lydeHHEe MPOPOCTKOB
o3uMoi mueHunsl B 103¢ 30 ['p u Bbllle BBI3bIBAET 3HAUU-
TEJIbHBbIE U3MEHEHUS B COCTaBE KHCIOTOPACTBOPUMBIX siiEp-
HBbIX OenkoB. [IpeMMyIleCTBEHHO OHH BBIPAKAIOTCS B
YMEHBIIICHHN KOJIMYEeCTBA OCHOBHBIX (ppakimii ructona H4,
numepa U MoHomepa H3 u mosiBneHnu “MuHOpHBIX” (pak-
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[IUH, KOTOPBIE SBJISIOTCS UX MOAU(PHUITUPOBAHHBIME (popMa-
MU, BIUSIONIMMHA Ha TMPOIECC PEryIsuu KoH(popMa-
[IMOHHOTO COCTOSIHMS XpoMaTuHa. B monb3y 3Toro cBu-
JIETETTLCTBYET JOCTATOYHO BHICOKAs YCTOWYMBOCTH K Pajina-
LMOHHOMY CTpPECCYy Ha HYKJIEOCOMHOM YPOBHE OpraHu-
3allMd XPOMATHHA, KOTOpas HM3MEHSJIach TOJIBKO TOCHE
BO3JICHCTBUSL OOJIBINMX 103 MOHU3UPYIOIIETO OOIyYCHHS
(Komomuerr, 1982). IlosiBnenue yepe3 2 vaca mocie Aei-
crBus TII 3HAYMTEIFHOTO KOJHMYECTBA HOBEIX KHCIIOTO-
PacCTBOPUMBIX SICPHBIX OCIKOB, HCUE3AIONIMX depe3 7
YacoB MOCTE II0Ka, CBA3aHO C TporeccaMul (POPMUPOBAHUS
CTPECCOBOTO OTBETa M IOCIEAYIOIIETO BOCCTAHOBJICHUS
CTPYKTYpBI Siipa, HACTYHAIONIMMH 10 OKOHYAHUH IIIOKO-
BOTO BO3JIeicTBUSA. VI3MeHEeHUsT B OEJIKOBOM CHHTE3€ Si/Ipa,
MIPOUCXOIAIINE B PE3YJIbTAaTe CTPECCa, HOCAT Kak crienu(u-
YeCKUH, TaKk W HeCTeIM(PUUESCKHA XapaKTep W SBISIOTCS
YacThIO a/IalITAlMOHHOTO CUHIPOMA PaCTEHUH.

B pesynbrare aHanmza XxapakTepa W3MEHEHHI B
cocTtaBe Qpakiuii 00IIer0, MUTOXOHIPUATBHOTO U KUCIIO-
TOPACTBOPUMBIX SIICPHBIX OENKOB KIETOK IPOPOCTKOB
03MMOM MIIEHULBI MOJ BO3JCHCTBUEM PAAHALMOHHOIO U
TEMITIEPATypPHOTO CTPECCOB BBISIBICHBI CICTYIONIUE 3aKO-
HOoMepHOCTU. CTpeccoBble YCIOBHUS MPEUMYILIECTBEHHO
BIIMSIOT HA KA4CCTBCHHBIM M KOJIHMYECTBCHHBLIH COCTaB
JIETKOPACTBOPUMBIX OEJIKOB; MMEET MECTO OOpa3OBaHHE
HOBBIX OCIIKOB B BBICOKO- W HHU3KOMOJICKYJSPHBIX Y4acT-
Kax OelKoBOro cnekrpa. PagumanuoHHBIN U TemmepaTyp-
HBII CTPECChl BBI3BIBAIOT YBEJIMUYCHHUE CHHTE3a OOIIMX
6enkoB, u3 cemeiicts BTII 110, 90 u 70. Kpome Toro, ob6a
cTpecca COMPOBOXKAAIOTCS CHUHTE30M de novo U ycuie-
HUEM CHHTE3a MHUTOXOHJIPHAIBHBIX OEIKOB M3 CEMEHCTB

71



BTHI 110, 70 u Huzkomosekymsipabix BTII. Cymect-
BEHHBIC N3MEHEHUS B OCJIKOBOM CHHTE3€ BBISBICHBI Yepes
4 yaca nocne nedcTBUs ramMma-paguanuu. CUHTE3 1OoJu-
nmenTtujaa ¢ Moj. Maccoit 45 kJl Bo dpakmum kak o01ero,
TaKk U MHUTOXOHJAPUAIBHOTO Oenka sBIsETCS Ccrernudu-
YeCKOM peakuueil OeTOKCHHTE3MPYIOIeH CHCTEMBl Ha
ramMma-o6syuenue. Ha BTopble M TpeTbU CYTKH IOCIE
BO3JICHCTBUS MOHHM3UPYIONIETO OOMYYCHHS] M TEIUIOBOTO
[II0KA CUHTE3 OEJIKOB HOPMAJIU3YETCsl, CIIEKTPHI MOJTHIICT-
TUZOB TPOPOCTKOB O3WMOI MIICHUIBI NMPAKTHUECKU HE
OTJIMYAIOTCSI OT KOHTpOJs. Hannume OIWHAKOBBIX IS
(dbpakumii MUTOXOHIPHUATILHOTO M 001ero Oenka, CHHTE3H-
POBaHHBIX de nOVo TIONUIIENTUIOB, YKa3bIBa€T HA aKTHUB-
HOE y4acTHE MUTOXOHApPHUOMA B MPOLIECCE CUHTE3a CTpeC-
COBBIX MONHUMNENTHAOB. ['amMMa-00mydeHHe TMPOPOCTKOB
03uMOIl TeHuIbl B Jg03ax 30 I'p U BhIIE BBI3BIBAIO
HE3HAUUTEIbHOE YMEHbIICHUE KoynuecTBa rucrtoHa H4,
mumepa H3 u monomepa H3 u mosBieHue “MHHOPHBIX
bpakumii”’, SBIAIOMMXCS MOAU(PUKAIUAMUA ITHX THCTO-
HOB. Yepes 2 yaca nocne TII yBennuuBaeTcst KOIMUYECTBO
KHCJIOTOPACTBOPUMBIX SIACPHBIX OCJIKOB, HCUYE3AIOIINX
yepe3 7 4acoB IMOCJIE II0KA B PE3yJIbTaTe BOCCTAHOBJICHMUS
CTPYKTYpbl siipa. V3MEHEHHs Ha MOJCKYJISIPHOM H
YABTPACTPYKTYPHOM YPOBHSIX B3auMOCBsi3aHbl. Kak m3Be-
CTHO, CTpeccoBble O€NKM MPEUMYLIECTBEHHO CHHTE3H-
pPYIOTCST Ha MeMOpaHaX TpaHyJSIPHOTO DHAOIUIa3MAaTHUEC-
KOTro peTHKyitoMa Ha (oHe pacmanga momucom (birexman,
[llenamoBa, 1992). CnocoOHOCTh OETOKCUHTE3UPYIOIICH
CHUCTEMBl K TMEpPEeXOJy Ha pa3lieJbHOE CYIECTBOBAHUE
MaTpull U pubOcOoM obOecreunBaeT UX ILETOCTHOCTh, He-
00X0IMMYI0 UIs OBICTPOTO BKIIIOUEHUS B PETapaioHHbIe
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MPOLIECCHI IPY HOPMAJIM3allUK MMapaMeTpoB BHEIIHEH cpe-
1bl (Kistuko, bouaposa, 1980). [Tocne ramma-o0aydeHus B
no3e 100 I'p Ha ¢oHE YMEHBIICHHUS KOJIUYECTBA PUOOCOM
U TOJINCOM B IIUTOIJIa3M€ YMEHBIIAeTCs TUIOTHOCTh JIOKa-
TU3aluu puOdOCOM Ha TOBEPXHOCTH TPaHYJSIPHOTO SHO-
MJIa3MaTUYECKOTO PETUKYJIIOMA IO CPAaBHEHUIO C yCIIOBHSI-
Mu temtoBoro moka (I'yakoBa, MapteH, 2001). Munu-
ManbHas go3a ramma-paauanuu (15 I'p), uHrubupyromas
POCT, BBI3BIBAET TOPMOIKEHUE POCTOBBIX MPOIECCOB TOJIb-
KO Ha 4-e CyTKH IocJie 00JlydeHUsl U aKTUBU3ALHUIO CUH-
te3a OenkoB, nmomoOHbIX BTII. CremoBaTenbHO, CHUHTE3
CTPECCOBBIX OEJIKOB SIBJISIETCS OMPEACIISIIONIUM ISl YIIbT-
PacTpyKTYPHBIX MEPECTPOEK KIETOK PACTCHHIA.

B uenom Qusnonorndeckuii OTBET MPOPOCTKOB
03MMOM MIIEHUIBI Ha JEUCTBUE PAAUAIIMOHHOIO U TEMIIE-
paTypHOTO CTPECCOB SIBISETCS KOMILIEKCOM IOCIEI0Ba-
TENBHBIX PEAKIINH, MPOUCXOAAIIUX Ha Pa3HBIX OpraHM3a-
[IMOHHBIX YpoBHsX. [Ipexae Bcero 3To CHUHTE3 CTpecco-
BBIX OCJIKOB — HECHeNUPUICCKU KOMITOHEHT aJarTa-
IIMOHHOTO CHHJIPOMA; Jajiee — YJIbTPACTPYKTypHbIE H3-
MEHEHUS, Ha YPOBHE KOTOPBIX MPOSBISIIOTCS cHEelU(pu-
YeCKUE PEaKIMH OpTaHesll, a TakKe HecHeruQuuecKue
peaKkiuu: pacraj TOJIHCOM, Cerperanus SApBIIeK, Ha-
TPOMOXKCHHE TUIACTOTIIOO0Y B ITHOIUIACTAX, HAPYIICHHE
000J109€K U YBEJIMYECHNE KOHTAKTOB PA3JIMYHBIX OpPTraHesul.
Mesxly CHHTE30M CTPECCOBBIX OEJIKOB U yJIBTPaCTPYKTYp-
HBIMH M3MEHEHMSIMH KJIETKH CYHIECTBYIOT ONpE/CIICHHbIE
CBs3b U 3aBHUCHUMOCTh. OOpa3oBaHHE CTPECCOBBIX MOIU-
MENTHIO0B, OOJAJAIONINX IIANEPOHHOW AaKTUBHOCTHIO B
OTBET Ha JICHCTBUE HOHU3HUPYIOIIETO U3TyYCHHS CBUICTEIb-
CTBYeT O B@KHOW POJHM 3TUX MAaKpPOMOJICKYT B (OpMHU-
POBaHMM 3AIUTHOM peakUUd U aJanTallMOHHOTO CHH/I-
poMa B LIEJIOM.
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nABA 6

PYBUCKO U CTPECCOBBIE BEJIKU

Cpenun BaKHEHUIIMX (DU3UOJOTMUECKUX IPOIIECCOB pacTe-
HUI (POTOCHHTE3 SIBISETCS OJHUM M3 HamOoJiee 4yBCTBHU-
TENBHBIX K OTPHUIATENBHBIM BO3JAeHCTBHSM. Tak, He3Ha-
YUTENTLHOE MOBBIIICHUE TEMIIEPATyphl MO0 CPAaBHEHUIO C
XapaKTepHOW Ui OOBIYHOM cpenbl OOMTaHUS TOTO WIIH
MHOTO BHJA MOXET CYIIECTBEHHO BJIUATH Ha (POTOCHHTE3
(Larcher, 1995). LlenTpanbHoe 3BeHO B mporiecce GoToCHH-
Te3a mpuHaIekuT J-pudynoszo-1,5-mudocharkapborcu-
naze/ockurenase (EC.4.1.39) (Py6ucko) — Genky, KOTOpbIit
B 1947 ronmy BeIIENWIM U3 JUCTHEB LINHHATA YailliAMaH U
Bbonnep (Wildman, Bonner, 1947) u ¢ Tex mop WHTEHCUBHO
UCCIIEAYIOT BO MHOTuX Jjabopatopusx wmupa. Ha momto
Py6ucko mpuxomutcst 60 % oT 00IIero Koim4yecTBa pact-
BopuMBIX OenkoB pactutenbHOM Kietkn (Ellis, 1979).
benok nokanu3zoBaH B accouumarax xjopormiactos (Lyttle-
ton, Ts’O, 1958), na memOpanax TuinakougoB (Wildman,
1967), BBISBIEH BO BCEX PACTEHMAX, COAEPIKALIUX XJIOPO-
¢bun a, BkiItoyas cuHesenensie Bogopocin (Kung, 1977).
Hannuue gepmenTa B porocunTe3UpyIomux OaKTe-
pusax (Bowman, Chollet, 1980) cBumeTensCTByeT O TOM,
yro PyOucko ydactBoBas B HamOojee APEBHUX CHUCTEMAX
IIPEBPALLEHUS COJTHEUHON SHEPIUH B XUMU4eCKyo. [Ipunu-
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Masi, 9YTO XEMOABTOTPO(DHBIE OAKTEpUU MPEAIICCTBOBAIH
MOSIBJICHUIO (DOTOCHHTE3YPYIOLIMX OPraHU3MOB, MOXKHO
YTBEp)KAaTh, 4T0 PyOMCKO TOSBHIACH HECKOJIBKO IO3KE
O€JIKOB, Y4YacCTBYIOLIMX B TPAHCHOPTE AJIEKTPOHOB, WIH
OJTHOBPEMEHHO C HUMH, T.€. OKOJIO 2 MJIPA. JIET Ha3a.l.
PyOucKko — BBICOKOMOJIEKYJISIPHOE COCAMHEHHE C
Moi. maccor 550 teic. manpToH (Gray, 1979). Monekymna
(depMeHTa COCTOMT W3 JBYX TUIOB CyOBEIUHUI]: BOCHBMH
Oonpmx ¢ Moi. Maccod 55 k[ m BocbMu Manbix (12—
15 k1) (Baker et al., 1975, 1977). Ha nonto manbix cyOb-
enuHUL puxoautces 25-29 % olmiero coxepxanusi Oenka
Beiciix pactenuit (Kung, 1977). AKTUBHBIA 1eHTP (ep-
MEHTa JIOKAJIM30BaH Ha Oomnbmx cyOobenuHuiax (Gray,
Kekwick, 1974). PyGucko xaTamu3upyeT peakiuio kapoo-
kenupoBanus [I-pudyiio3o-1,5-mudocdara (PAD) ¢ obpa-
30BaHUEM JBYX MOJIEKYJT 3-(hocoriamiepruHOBON KUCIOTHI
(®I'K) (Horecker et al., 1956; Jakoby et al., 1956; Weissback
et al., 1956). ITo3nuee, B 70-x rogax XX Beka ObLIO ycTa-
HOBJIEHO, YTO PyOucko Taxke kaTamusupyert nporecc (hoTo-
JbIXaHus, okucisist monekyiny PJI® ¢ oOpazoBanueM mole-
kynmel OI'K m wmomekynsl  docdornmkoneBol KHCIOTHI
(Badger, Andrews, 1974; Kung, Marsho, 1976). Pyoucko
HAXOJUTCS B XJIOpOIUIacTaX B CBOOOJHOM M CBS3aHHOM
cocrostHusX. CBOOOmHAs, WM pactBopumas (opma dep-
MEHTa JIOKaJM30BaHA B CTPOME XJIOPOILIACTa, a CBsI3aHHAA
accoMUpOBaHa ¢ MeMOpaHaMH THJIAaKOUI0B (AnUeB U 1p.,
1982). Accommanusi PyOucko ¢ MeMOpaHHOW CHCTEMOU
XJIOpOTIacTa yCTaHOBJIEHa Oyiarofapsi 3JIEeKTPOHHO-MUKPO-
cxkonmueckuM uccnenoBanusM (Alder et al, 1993). CroGo-
Hast PyOucko cBs3pIBaeTCsi ¢ MeMOpaHaMH THIJIAKOHMOB Ha
pPaHHUX CTaJUAX OHTOTE€HE3a XJIOPOILIACTOB, YTO COIpO-
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BOXKJA€TCS HM3MEHEHHEM B COOTHOILICHHM KapOoKcuias-
HOW/OKCUTE€Ha3HOW aKTUBHOCTH (epMEHTa B CTOPOHY
ycwineHust kapOokcwinasnoit (ynkmmu. [Ipenmonaraercs,
4TO OHOJIOTUYECKAss POJb MEMOpPAHOCBSI3aHHOW (HOPMBI
PyOGHCKO COCTOMT B pEryJsiliud COOTHOUICHUS MHTCHCHUB-
HOCTH TIporieccoB (poTocuHTE3a M (HOTOMBIXAHHS TIPU pa3-
JMYHBIX (PU3UOJIOTUYECKUX COCTOSIHUSX pacTeHHi (AJHeB
u 1p., 2001). Bo3pactanue (hepMeHTaTUBHOW aKTHBHOCTH
MeMOpaHOCBSA3aHHOTO  MYJIbTU(EPMEHTHOIO KOMILIEKCa,
BKJTIOUaroMero PyOorcko, CBUAETENLCTBYET 0 MEMOpPaHHOM
YPOBHE perysiiuu GyHKIHOHATBHON aKTUBHOCTH (PepMEH-
toB (babamkanoBa u ap., 2002).

NccnenoBanus 6mocunTeza PyOucko mokasaiu, 4To
Oonbirie CyObeTUHMIIBI CHHTE3UpyroTCcss Ha 70 S xiopo-
IUTACTHBIX PUOOCOMAxX TMOJA KOHTPOJIEM XJIOPOTUIACTHOU
JHK, a mamnpie — Ha 80 S 1muTormazMaTU4ecKux puboco-
Max nox koHrpoieM snaepHoi JIHK (Kung, 1977). Mainble
u Oomnpinue CyOBETUHUIBI OOBEAMHSIOTCS B MOJICKYJIBI
dbepMeHTa B XJIOPOIUIACTaX IOCIE TPAHCHOPTa B HUX W3
[UTOIUIA3MBI  MPEANICCTBEHHUKOB MaJbIX CyOBheIMHUII
Pyoucko (Ellis et al., 1989; Roy, 1998). CienoBarenbHo,
PyOncko — mepcrneKTUBHBIA MOJEIBHBIN OENIOK, KOTOPBIMA
U3YYalOT, aHAIM3UPYs KII0YeBble (DU3HOJIOTMYECKUE MpO-
reccbl — (poTocuHTe3, POTONBIXaHUE, TEHETUYECKOE JIeTep-
MUHHUPOBaHHE U HAacJIeJOBaHHE.

W3ydenue BIWSIHUS HETAaTUBHBIX (DAKTOpPOB Ha
KapOOKCHIJIa3HYI0 aKTHBHOCTh PyOHMCKO IMokaszano croco0-
HOCTh PAacTEHHs] COXpaHATh (OTOCHUHTETHYECKYIO aKTHB-
HOCTh B CTPECCOBBIX ycioBusx. Kak u3BectHo, hoTocuHTe-
THUYECKHA armapaT UMeeT BHICOKHI YpOBEHb HaJIeKHOCTH.
Ecmu 661 oTocuHTe3 OKa3ajics HEHAACKHBIM IPOIIECCOM,
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9TO O3Hayano Obl Karactpody it Owochepsl B IEIOM
(I'pom3unckuii, 1983). doTrocHHTETHYECKUI ammapar OT-
JENBHBIX PACTCHUN HE TOBPEXKIACTCS B YCIIOBHSIX TOBBI-
IICHHBIX TEMIIEPATyp, CIOCOOCH BOCCTaHABIMBATH (yHK-
[MUOHAITBHYIO0 aKTUBHOCTh XJIOPOTUIACTOB TPH CHIDKECHUH
TEMIIEPATypbl A0 HOPMalIbHOW. TemmepaTypHBI PEXUM
BIUSET Ha CcojepKaHue xyopoduiuia, OEIKOB CBETO-
COOMpAroLIer0 KOMIUIEKCA, IIMTOXpOMa M KOJHYECTBO
Py6ucko (Makino et al., 1994). Tak, THI npuBomut K
YMEHBIICHHUIO KOJIMYECTBAa OOJIBIINX M MAJIbIX CyOBhEeINHUIL
Pybucko, npudem Gosee YSI3BUMBIM SIBIISIETCSI CHHTE3 Ma-
JBIX CYOBEIAWHUII, BBIMOJHSIONINX PETYISATOPHYIO (DyHK-
[IMI0 B KaTAIMTUYECKON aKTHBHOCTH (epMeHTa. bombimme
CyOBEeIMHUIIBI — HOCUTEIHM aKTHBHOTO IICHTpa — Ooee
ycrounBel Kk TII, ¥To mo3Bossier Mosekyne (epmeHTa
COXpaHATh KATAIUTUYECKYI0 AaKTUBHOCTh B CTPECCOBBIX
ycnoBusix. YcranoBieHo, uto TII mpoBomupyer koHboOp-
MAaIlMOHHBIE W3MEHEHHUsI B MoJseKysie PyOmcko, xoTopble
conmercTBytOoT agantanud K crpeccy (Weidner, Fehling,
1985).

Kak wm3BecTHO, mporecc (oTocuHTE3a OCOOEHHO
YyBCTBUTEIEH K mpsmomy nevctBuio TII. VYruerenue
(OTOCHHTETHYECKOH aKTMBHOCTH HENOCPEACTBEHHO 00ycC-
JIOBJIEHO CHIXEHHEM akTHMBHOCTH PyOucko. CKopocTb
oOpa3oBaHusl KCHITYN030-1,5-0udocdara, 3amMeIIAIONIEro
KaTAIUTUYECKYI0 aKTHBHOCTh PyOmcko, BO3pacTaer c
MIOBBIIIICHUEM TeMIlepaTypsl. B Toxke Bpems KkapOOKcu-
Ja3Hasi aKTUBHOCTh (pepMEHTa B JIUCThSIX XJIOMKa U Tabaka
YMEHbBIIAETCS YK€ 4Yepe3 7 CEKyHJ Iocie BO3ACHUCTBUS
THI. CnenoBarensbHo, TII oka3bIBaeT NpssMoe U HENPSIMOE
BO3JICHICTBHME HAa aKTHBHOCTHh PyOumcko um (oTocuHTE3 B
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nenoM (Salvucci, Crafts-Brandner, 2004).

[ToBperknaromye BO3ACHCTBHS B YMEPEHHBIX /103aX
MOTYT BBI3BIBaTh HECTEUU(PHUYECKOE MOBBIIICHUE YCTOM-
YUBOCTH KJIETOK JKMBOTHBIX M PAaCTEHHI, Ha3BaHHOE Iepe-
KpecTHOU amanranueit (Sabehat et al., 1998). Ymepennsrit
TEIUIOBOM IIOK MPUBOAUT K JEHaTypauuu OEIKOB XJIOpo-
IUIaCTOB, B JIMKBUJALUHU MOBPEXKIEHUH KOTOPHIX YydacT-
Bytor BTII. MonekynspHble HIanepoHbl OOHApy>KEHbI B
CTpPOME XJIOPOIUIACTOB W BHYTPUTHJIAKOMJIHOM IPOCT-
panctBe (Meirnyk, 1997). IIpeanonaraercs, uro BTII crmo-
COOCTBYIOT 3amuTe (HOTOCHHTETUUECKOTrO ammapara, B
YaCTHOCTH, WHTEHCH(DMKAIIMK perapanuy peakiun Xuiuia
rocJie MoBTOpHOTO Tiporpesa pactenuit ([1lapkosa, 2001).

YCTOMYMBOCTh  (POTOCHMHTETHYECKOTO ammapara K
TETJIOBOMY IIIOKY MEHSIETCS TTOJT BIMSHUEM OCBEIICHHOCTH.
[Tpensaputenshbiii T moBeimaer ycroitunBocts OCII k
COBMECTHOMY JICWCTBHMIO HarpeBa M sipkoro cmera (Singh,
Singhal, 2001). IloBbimeHrne yCTOHYMBOCTH COMPOBOXKIA-
ercst cuare3oM HM BTII (Stapel et al., 1993).

YcTaHOBIEHO, YTO Takue (aKTOPbl OKPYKAIOIICH
Cpelbl, KaK OCBEIEHHOCTh U KoHueHTpaius CO; perynu-
PYIOT aKTUBHOCTh PyOHCKO, H3MEHSISI KOHUEHTPAILUIO
KOMIIETEHTHBIX PEaKIMOHHBIX HEHTPOB M UX AKTHBHOCTH
(Buitne, 2002). Konnenrpauus CO, B atmocdepe TuMH-
THPYET CKOPOCTh KapOOKCHIUpOBaHWs, T.e. PyOucko Hu-
KOrJa HE MpOSBISIET CBOEHM MAaKCUMAaJbHOM aKTUBHOCTH.
[Tpu xonuentparuu CO,, KOTOpass HOPMaJIbHO HACHIIIAET
(dboTOCHHTE3, BEPXHHM Mpenena CKOPOCTH KapOOKCHIMPO-
BaHUS OMpENeNsIeTCsl CUHTE30M cybcTparta — pudyo3o-
oudocdara (Buitms u ap., 2001).

Hapsiny ¢ cunatesom BTIHI B ¢oTocuHTE3MPYIONTIX
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KJIETKaX B AKCTPEMAJIbHBIX YCIIOBHSIX YCHIIMBAIOTCS MpO-
IIECChl, AIUMUHHUPYIONINE aKTUBHbIE (OPMBI KHCIOpOIa
(A®K) u cBOOOAHBIE paIuKaibl, U yMEHbLIAIOIINE IIO0-
CTYIUICHHE CBETOBOM SHEPIrUU K PEaKIMOHHBIM IIEHTpaM
(PIT) ©CII (Foyer et al., 1994). meroTcs moka3areiabcTBa
yuactust BTII B moBbllieHNN ycTOMYMBOCTH (POTOCHHTE-
TUYECKHUX MEMOpaH K TUIEePTEPMUH, B T.4. HA IPKOM CBETY
(Stapel et al., 1993). TIII B mepuox pocra MHAYLHPYET
YBEIIMUCHUE AaKTUBHOCTH W/WIIM COJNIEpKaHUS Takux (ep-
MEHTOB, KaK CYNEepOKCHIMCMYyTa3a, Karajiasza, ackopOar-
MEepOKCHIa3a, 3alUIIAONUX OT CBOOOIHOPAIUKAIHLHOTO
OKHcIieHusT Ononornmdeckue CTpykTypel (Ye et al., 2000;
Sairam et al., 2000).

PyGucko — yHHBepcanbHasi MOJENIb Ul U3yYCHHUS
BrnusiHust T Ha cuHTE3 OEIKOB XJIOPOIUIACTOB, a TAKXKE
B3aUMOJICHCTBHUS MEXIy SAPOM U XJIOpOIJIacTaMu B
nporecce OMOCHHTE3a XJIOPOIUIACTHBIX OenkoB (Barkan,
Goldschmidt-Clermont, 2000). Cunte3 cyowenuuur Py-
OMCKO YMEHBIIAETCs C yBenumueHuem Ttemmeparypbl TII
(3340 °C) u pocturaer MunuMaibHoro yposas (20-30 %
OT KOHTPOJBHOIO) NpU TEMIIEPAType MaKCHMaJIbHOTO
cunte3a BTII (39-40 °C). ITocne THI mpu 38 °C cuntes
cyObenuHnIl PyOHCcKO BOCCTaHaBIMBAETCS 10 KOHTPOIb-
HOIO YPOBHS OJHOBPEMEHHO C YMEHBIIEHHEM CHHTE3a
BTIII. B menom cuHTE3 XJIOPOIUIACTHBIX OEITKOB MEHEe
gyyBcTBUTeNeH K TII, yem GenkoB IMTOIIA3MBbI, a TpaHC-
nopT OEJKOB B XJIOPOIUIACTHI (HAa MpUMeEpe MalbIX CyOb-
emunann Pyoucko) mpogomxaercs npu T (Vierling, Key,
1985).

Oco60 uyBctBUTENnbHOM K neictButo TII okasza-
Jlach TWJIAKOU/IHAS CHCTEMa 3PEbIX XJIOPOIJIACTOB 3E€MJISTH-
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WKd ¥ neHuisl. opMupoBaHue KpyMHBIX TpaH HaOIo-
JIaJIoCh B XJIOPOIUIACTaX NMPH MHTCHCUBHBIX INPOTPEBax B
teuenne 30 munyt (ITaneesa u ap., 1993; Kucnrok u ap.,
2004).

TakThka ajanrtanud pPacTEeHUM K HU3KAM TEMIIE-
parypaM 3aKiIIO4aeTcsi B TPOUICHHH TIpOIecca HAKOII-
JeHusT MeTabonMyecKkoro cyOcTpara W SHEPruu, Tpo-
UCXOJISILETO B pe3yJbTaTe CTPYKTYPHO-(YHKIHMOHAIBHOTO
npucnocobiaenus gorocunTeTnyeckoro anmnapata (Kiumos
u ap., 1993). JleiictBue ymepennoro (10—6 °C) Hm3KO-
TEMIIEPaTypHOTO CTpecca Ha OMOCHMHTE3 PACTUTEIBHBIX
O€NKOB, B OTIMYME OT TEIUIOBOTO IIIOKA, IPOSBISETCS
TOJIBKO uepe3 24 vaca. [Ipu 3ToM UMEI0T MECTO yrHETEHUE
nporecca 00pa3oBaHMsS HOPMAJIBbHBIX MOJMUIENTHAOB U
OuocuHTe3 cHeuu(UYECKUX CTpPecCcOBBIX OenkoB. Taxoi
mpoliecc SBJsieTCs OOpaTUMBIM — TIOCJIE€ BO3BpAILCHHUS
pacTeHuil B HOpPMaJbHbBIE TEMIIEpaTypHBIE YCIIOBUS OWO-
CHHTE3 TPAIUIIMOHHBIX OEIIKOB TIIOJHOCTHIO BOCCTaHAB-
muBaetcs (Hakn, Walbot, 1989). CHmkxenue temnepatypbl
KyJIbTUBHUpOBaHus puca a0 15/10 u 11/6 °C cymecTBeHHO
YMEHbILIAIO0 KOJIMuYecTBO cuHTe3upoBanHo MPHK Oosb-
ol 1 Majion cyowseauani PyOucko 1, COOTBETCTBEHHO, —
Maibix (1o 90 %) u OGompmmx (mo 80 %) cyObemuHHIL
depmenta (Hakn, Walbot, 1989). XomomoycroiiunBeie u
YYBCTBUTENIbHbIE T€HOTHUIIBI LUTPYCOBBIX MNPU CHIKEHUH
TEMIIEPaTyphl CYIIECTBEHHO YMEHBIIAIOT KOJMYECTBO CHH-
TE3UPOBAaHHBIX OonbmMX cyOosenuuuil Py6ucko (Mauk et
al., 1989). Camxenue Temnepatypsi 10 0 °C yraeTano mpo-
1ecc OMocuHTE3a Malblx cyObenuHul PyOucko mpopoct-
koB panca (Meza-Basso et al., 1986), a BelpamuBaHue
mmuHata u daconu npu temneparype 10 °C B teuenue 10
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CYTOK COIPOBOXKJAJIOCHh TOBBIIIEHHUEM YPOBHSI KapOOKCH-
na3Hoit aktuBHOCTH Pybucko (Holaday et al., 1992). 3aka-
JMBaHUE O3MMOW TIIEHHIBI M OTYPIIOB IPH TEMIIepaType
+2 °u +10 °C B TeyeHHe HENENN YBEIMYNBAIO KapOOKCH-
Ja3Hyto akTuBHOCTH PyOucko (bensiea u ap., 1985). M3me-
HEHHE BEIWYHMHBI D3JIEKTPO(OPETUIECKON TTOJBUKHOCTH
Py0Oucko mocie xXo0m10BOM HAarpy3Kd MOKET OBITh 00yc-
JIOBJIEHO KOH()OPMALMOHHBIMH U3MEHEHHSMHU B MOJIEKYJIE
Oenka, HOCSIIMMHU HpucnocoOuTeNnbHbI xapakrep (Boii-
HUKOB H Jp., 1986). ApantaniioHHBbIE W3MEHEHHS TIPH
XOJIOJIOBOM CTPECCE BKIIOYAIOT KOJEOaHWE BEITMYUHBI
kapOokcwiazHoii aktuBHOCTH PybOmcko (Holaday et al.,
1992).

OtcytcrBue 3¢ dekra yraerenust C-3 dorocuHTesa
KHCIIOPOJIOM Ha (pOHE HM3KUX TeMIlepaTyp OOYCIOBIECHO
coxpaHeHneM YpoBHS (orodochopriupoBanuss u - pe-
reiepauun PJIdD, a Takke COOTBETCTBYIOIIECH KaTaJIUTH-
94ecKol akTUBHOCTBIO PyOmcko (Schnyder et al., 1986).
CooTHolleHHe  MeXAy YpPOBHAMH  (OTOCHHTE3a H
¢doToapIXaHUs BO3pacTaeT Ha (poOHE HU3KUX TEMIIepaTyp, B
TO € BpPEMsI COOTHOULICHHWE MEXAy KapOOKCHUIa3HOM U
OKCUTEHAa3HOW AaKTUBHOCThIO PyOHCKO HE H3MEHseTCs
(Lenhnerr et al., 1985).

CrenoBaTenbHO, CTPECCOBBIE TEMIIEPaTyphl HEIO-
CPEICTBEHHO BIUSIOT HA KAYECTBEHHBIE U KOJTUUECTBEHHbIE
MOKa3aTeN KJII0YeBOTro (pepMeHTa Iporiecca pOTOCHHTE3a
PyGucko. IIpuyeM KoOJIMYeCTBEHHBIE COBUTH HOCST OJTHO-
HaInpaBJICHHBIM (B CTOPOHY YMEHBIICHHS) XapakTep, a
Ka4eCTBEHHBIE 3aBUCAT OT BHJa cTpecca. CHM)KEHHE YPOB-
Hs KapOOKCHIIa3HOW akTUBHOCTH PyOucko B ycmoBusx TILI
COOTBETCTBYET OOIIEMY 3aTyXaHHIO MeTaboiu3Mma, (GoTo-
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CHUHTE3a B TOM YHCJIE, YTO TO3BOJISIET MAKCUMAJIBHO COXpa-
HUTHh CTAaOWJIBHBIM BOJHBIA PEXHM U QJalTHPOBATHCSA K
JEHCTBUIO BBICOKHMX TEMIIEpaTyp. YBeIHUYEeHHE KapOOKCH-
JA3HOM aKTMBHOCTHM PyOMCKO Mpu XO0JIOMOBOM CTpecce
COOTBETCTBYET AaKTHBM3ALlMM TIporecca (OTOCHUHTE3a U
HAKOTUICHHIO 3aIIaCHBIX BEIIECTB, YTO IMOMOTAET PACTEHHIO
MPOTUBOCTOSATh HETAaTUBHOMY BIIMSHUIO HU3KHX TeMIIe-
paryp.

OpmuuM 13 (pakTOpOB, CYIIECTBEHHO BIMSIOMIMX Ha
aKTUBHOCTb (DOTOCMHTETHUYECKOrO ammapaTa pacTeHHH,
sBisietcss BoAubIn pedurur. Juddysuo CO, x ueHTpam
KapOOKCHIIMPOBAHUSI OTPAaHWYMBACT 3aKPHITHE YCTBHUI]
(Cornic, 1994). Ilpu 3TOM CHMXKAETCS aKTUBHOCTH PyOwmc-
KO, YTO HE BCErJa CBSA3aHO C YMEHBIICHHEM KOJMYECTBA
camoro ¢epmenta (Berkowitz, 1998; Castrillo, Trujillo,
1994). YcraHoBiieHO, YTO MPOTPECCUPYIONIAs MOYBEHHAs
3acyxa MPHUBOAUT K MHIMOMPOBAHHIO (POTOCHHTETHUYECKOM
aKTHBHOCTH, CKOpPOCTh oOpamieHusi mukina KampBuHa 3a-
MeIsIeTCsl, pereHepaiusi Pyoncko u komn4yecTBo hepMeHTa
CHI)KAETCs, B pe3yJbTaTe Yero YMEHBLIAETCS CKOPOCTh
¢ukcanuu CO; (dpo3znosa u nip., 2004).

Upe3BbluailHO 4YyBCTBUTEIBHBIMH K  YCIOBHSM
BOJTHOTO CTpecca OKa3aIUCh aKTUBHOCTh U MHTEHCUBHOCTD
ouocunreza PyOucko. Tak, ycraHOBieHa IMpsiMas 3aBH-
CUMOCTh MEXIY YpPOBHEM aKTHBHOCTHU (pepMeHTa, cofep-
*KaHueMm xyopoduina u Oenka, a TakKe OTHOCHTEIBbHBIM
COJZICp’)KaHMEM BOJIbl, OCMOTHYECKAM H BOJIHBIM TIOTEH-
[[HAJIOM JIUCTHEB KYKYpY3bl, OJBEPTLIMXCS BO3JEHCTBUIO
BonHoro crpecca (Castrillo, Fernandez, 1990). M3yuenue
BIIMSIHUSI KPATKOBPEMEHHOTO BOJHOTO CTpecca Ha WHTEH-
CHUBHOCTh ()OTOCHHTE3a, COJEPIKaHUE XJIOpOouLIIa, pacTBO-
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pumoro Oenka, Pybucko u pubynozodudochara (PbD), a
TaKXKe aKTUBHOCTh PyOHICKO B JHCTBSX MOJCOTHEUHHKA
BBISIBIJIO CHIDKCHHE WHTCHCUBHOCTH (DoTOCHHTE3a Ha (DoHE
HE3HAUUTENIbHBIX W3MEHEHHM OCTalbHBIX MapaMeTpoB, 3a
uckioyenueM cyocrpara — Pb® (Limenez et al., 1992).

CpaBHEHHE YCTOWYMBOCTH (POTOCHHTETUICCKHX
dbepmentoB pacrenuii C-3 m C-4 myrteir (ortocuHTe3a
BBISIBUIIO, YTO (pepMeHTHI Iukiia KanpBuna, B T.4. PyOucko,
B OOJIBITICH Mepe 3aBUCHMEBI OT BJIVSIHHUS BOJHOTO Je(HITH-
Ta. YCTOMYMBOCTH (hoTOCHHTETHUECKUX (hepmeHToB C-4
pacTeHuit ciocoOCTBYET UX JyUIIeH afanTalui K BOJHOMY
ctpeccy (FO36ekoB u np., 1989).

MeTtaboau3m OpraHMYeCKUX KUCIOT MO TUIY TOJIC-
TsHUKOBBIX (CAM) obGecneunBaer accumwmsanuio CO; u
CTMOCOOCTBYET TOBBIIICHUIO aJaNTAIlMOHHOTO MOTEHIIMAA
pacTeHHil B YCIOBUSIX 3KCTPEMAIbHO 3aCyILIMBOIO KJIMMa-
Ta. DPPEKTUBHOCTh HCIONB30BaHus Boabl CAM-pacre-
HUSIMH TIPEBBILIAET aHAJIOTUYHBIA Moka3atens C-3 pacre-
Huii B 5-10 pa3 (Kramer, Boyer, 1995). ®opmupoBanue
CAM-doTocuHTe3a MOKET HOCUTh KOHCTUTYTHUBHBIH, CTpecC-
VHIyLIAPYEMBI WA OHTOI€HETUYECKH PETYJIMPYEMBbI Xa-
pakTep. CrocoOHOCTh pacTEHUH CyIIECTBOBATh B YCIIOBHUSIX
BOJHOTO Aeduiyra HE B IMOCIETHIOI ouyepenb 00ycIoB-
JIeHa M3MEHEHHEM IPOHUIIAEMOCTH KIIETOUYHBIX MEMOpaH,
KoTopasi oOecredynBaeTCsl TPYIIION HMHTErpalbHBIX Oel-
KOB — akBanoprHoB. OHU (DYHKIIMOHUPYIOT KaK BOJIHBIC
KaHaJbl M OOECNEYMBAIOT TMACCHUBHBIA MEPEHOC MOJIEKYJI
BO/IBI uepe3 MmemOpansl (Verkman, Mitra, 2000).

BoaHbiil cTpecc BBI3BIBAET TOPMOKEHHE W IIpe-
KpalieHue OHOCHHTE3a OEJIKOB B IPOPOCTKAX SIUMEHS.
OnHOBpEMEHHO AaKTUBU3HMpYeTCs CHHTE3 PyOmncko u de
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novo — 60 x/[ BTII (Dasgupta, Bewley, 1984).

BrisiBiieHo, 4TO aKTUBHOCTH PyOHCKO, OCOOCHHO B
HayaJie 3aCyXH, CHIDKACTCsl TPEXIE BCETO B pe3yJbTaTe
OJIOKMPOBAHMUSI €r0 AaKTUBHBIX LIEHTPOB CHEUU(PUIECKUMU
unruoutopamu (Parry et al., 2002). Hons 3ab10KupoBaH-
HBIX, CBS3aHHBIX MHTHOUTOpAaMH KaTATUTUYECKUX IICHTPOB
(dbepMeHTa JOCTaTOUHO BHICOKA KaK B AKCIIEPUMEHTE, TaK U
B KoHTpoie. [Ipenmonaraercsi, 4To OJIOKUPOBAHUE AKTUB-
HBIX IIEHTpOB Py0Omcko crenuduyeckuMu UHrHOUTOpaMH
MOKET OIpEeNeNATh CTENeHb M3MEHEHUs KapOOKCHIIa3HOM
aKTHBHOCTH B YCIIOBHSIX 3aCyXM, a TaKXKe 3allWIIaTh OT
THIpoNin3a MpoTeasaMu. AKTUBHOCTH PyOucko in vivo
perynupyercs, npeumyinectBeHHo AT®d-3aBucumbeiM dep-
MeHTOM PyOHcKo/akTHBa30ii, YyBCTBUTEIBHOM K COJEpIKa-
a0 AT® u Benmuune cootHomeHuss ATD/ANID (Portis,
2003). MaHumysmmMyd ¢ TeHaMH, KOJUPYHOmUMH PyOucko/
aKTHBa3y, MO3BOJISIOT B TAJILHEHIIIEM PEryMpoBaTh BETHYU-
Hy KapOokcwiaszHoi aktuBHOCTH (epmenra (Parry et al.,
2003). Pybucko/akTiBa3a mpencTaBiseT coboit AAA”
(AT®-a3pl accOUMUPOBAHHBIE C pA3IMYHBIMU AKTHBHO-
ctsvu) Oenmok (Neuwald et al., 1999), cnocoGcTByrommin
AT®-3aBucumomy mepeHocy (ocdaroB caxapa u3
aKTUBHOTO LieHTpa PyOucko, ocBoOOXIass TakuM 00pazom
aKTHBHBINA LIEHTP ISl TIOCJIEAYIOIIETO CIIOHTAaHHOTO KapOo-
musipoBanusi CO; U CBSA3bIBAHMSI METalia, KOTOPhIE He-
00XOIUMBI JJIsl TPOSBICHUS AKTHBHOCTH. B skcmepu-
MEHTaX C JIMCTBSMH TMIIICHUIBI W XJIOMYaTHUKA OBLIO
YCTaHOBJIEHO, YTO AaKTHBa3a o00pa3yeT BbICOKOMOJIEKY-
JSIpHBIE  KOMIUIEKCHI M (DOpMHpYET HEpacTBOPUMBIE
arperatsl Ipu TEMIepaType, WHTHOUPYIOIEH aKTUBHOCTD
PyOucko, HO He Bimsmomer Ha (HOTOCHHTETHYCCKHMA
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nepenoc sexTpoHoB (Feller et al., 1998). AxktuBaza cBsi3a-
Ha ¢ MeMOpaHaMH THJIAKOUJIOB, YTO 00YCIIOBIICHO KOH(pOp-
MallMOHHBIMH W3MEHEHUSIMH B  MOJIeKyJie (epmenTa,
umeromumu Mecto nipu TII (Rokka et al., 2001). Ycra-
HOBJIEHO, YyTO PyOucko/akTiBa3a — Hanbosee Mo IBepKeH-
ueiid aeiicteuto T 6enok xymoporiacToB Tabaka U ropoxa,
YTO, B CBOIO OUYE€PEIb, CKa3bIBACTCS HA YMEHBIIIEHUH KapOo-
Kcrna3Hol aktuBHOCTH (Salvucci et al., 2001). B ycnoBusix
ctpemutensHoro TII aktuBaza OBICTPO TEpsieT CTAOMIIb-
HOCTBh CTPYKTYPBI, pa3pylliasi CUCTeMy InanepoHuHoOB. [Ipu
MOCTETIEHHOM pPOCTE TeMIepaTypbl HaOMOAaeTCs aKiIu-
Manust porocuHTe3a. MexaHu3M 3TOro Inpoiiecca Moka He
sceH. [Ipennonaraercs, yTo Giarogaps marnepoHUHaM Mpo-
UCXOJUT CTAaOMIM3alMsl aKTUBAa3bl, B PE3yJIbTATE YEro oHa
He 00pa3zyeT HENpOAYKTHBHBIX AaCCOIHMALUN C JAPYTHMHU
MoJieKyamH, B T.4. Pybucko (Salvucci et al., 2001).

OcMoTHUYECKHUI CTpecC, KaKk U BOAHBIM, CHUXKAET
MHTEHCUBHOCTH ()OTOCHHTE3a Ha (JOHE YMEHBIICHHUS KOJIHU-
gectBa Mojiekyn PB® u kapOokcuimazHOW aKTUBHOCTH
PyGucko, a Takxke 3HAYMTEIILHOTO YMEHBIICHUS COJeprKa-
HUsE camoro (epmenTa (Miteva et al., 1992).

CyliecTBeHHOE 3Ha4Y€HHUE MJsl PEryJsauuu  Ouo-
CHHTE3a M aKTUBHOCTH PyOMCKO HMMEIOT Takue (aKTophl,
KaK OCBEIIEHHOCTh, KOHIIEHTpAIUS MHKPO- W MakKpo-
AIIEMEHTOB, 030HA, KUCIOPOJa, YIJIEKUCIIOTro Trasa, MOJIo-
tanTtoB M mp. Ilokazano, uro ¢ortocunte3 C-3 pacreHuit
JIOCTaTOYHO YYBCTBUTEJIEH K 3aCyXe, OJHAKO €ro pasjiuy-
HBIE 3Tambl XapaKTEPU3YIOTCS PA3HOM YCTOMYMBOCTBIO M
NPOSIBIISIOT CYIIECTBEHHYIO TeHOTUITMYECKYIO M (peHOTHIH-
yeckyro cnenupuaHocTs (Cracuk, 2007).

Xnopomnactaeii  BTHI 60 mpeacraBnser coboi

91



[IalepOHUH, OTBETCTBEHHBIN 3a CBS3bIBAaHHE CYOBEIMHHUIL
PyGucko. M3yuyenue npouecca cOOpku MoseKysl Pyoucko
B M30JIMPOBAHHBIX XJIOPOIUIACTaX TOKa3ajio, 4YTO €W
MPEIIECTBOBATIO O00BEAUHEHHE HOBOCHHTE3UPOBAHHBIX
OonpIMX cyOBeIUHUI] C APYTUM OenkoM. M3011MpoBaHHbIIHM
u3 Topoxa OesoK, CBS3BIBAOIUN CyOBheauHullbl PyOucko,
MPECTaBIsUT cOO00M KOMIUIEKC ¢ Moj. maccou 720 k/]l,
BKJIIOYAIOIUI IBa TUIA IMOJUIIENITUAOB C MOJI. Maccou 61 u
60 x/I. CexBenupoBanue JIHK mmenunsl, Ricinus com-
munis 1 Brassica napus BbIIBUWIO, 4To 61 x/| monunenTtuyg
Ha 46 % unentuuen GroEL E. coli u na 43 % — BTII 60
u3 S. cerevisiae. B Toxe BpemMsi aMHUHOKHCIOTHAs IIO-
caepoBarenbHocTh 60 /I monunenTtuna Brassica napus
obutla Ha 46 % wunentnuna GroEL E. coli m 49 % —
noyunentuay 61 x/l pactenuil. B nmonb3y Hanuuus marne-
POHMHHOUM (PYHKIIMH y TOJMIENTHIA ¢ MOJI. Maccor 60 k]l
CBUJIETENLCTBYET TO 00cTOATENBCTBO, uTO GroEL u GroES
u3 E. coli obnerdaror cOopky Moiiekysn PyOucko 1uano-
Oaxtepuit u Rhodospirillum rubrum (Vierling, 1991).

Cpeamn MHOTHX peakiuid, 3aJ1eliCTBOBAaHHBIX B (DUK-
caruu CO,, nHambosee uyBcTBUTENBbHBI K TII axTuBarms
Pybucko ¢epmentom Pybucko/aktuBazoii (Crafts-Brandner,
Sulvucci, 2000).

Hakorienne aMHMHOKHCIIOT, B YaCTHOCTH TJIUIIMHA,
cepuHa, TiyTamaTa U IMpOJHMHA, JaeT BO3MOXHOCTh HC-
CJIeJIOBAaTh YT HWHTETPAIMH, PETYISIMH U W3MEHEHHUS
METa0OIMUECKUX TMPOLIECCOB B TIOJBEPIIINXCA CTPECCY
(OTOCHHTE3UPYIOIMUX TKaHAX. AMHHOKHCIOTH B (hoTO-
CHUHTE3UPYIOIIUX KJIETKAaX CUHTE3UPYIOTCS B XJIOPOIIACTaxX
U MUTOXOHJPHUSX TPHU YYaCTHM YIJIEPOJHOTO M a30THOTO
MeTabonnyeckux I1MKIOB. Cpenu 3alMTHBIX  (YHKIHUIA
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aAMHUHOKHCIIOT, 0COOEHHO MPOJIMHA, BBIIENAIOT MpPEeuMyIle-
CTBEHHO CBSI3aHHBIE C MPeIOXpaHeHuEeM MeMOpaH 1 OeNTKOB
OT BO3pacTaroleil KOHIIEHTpAIlMd MOHOB TIpH 3acyxe. Mo-
JIeNb, Oa3uPYIOMIAscs Ha U3MEHEHUH (POTOCHHTETHYECKOTO
MeTabosin3Ma B YCIOBUSAX HU3KOTO BOJHOTO IMOTEHIIMAIA,
BKJIFOYACT CHHTE3 MpOJIMHA ¥ TJIyTamaTa, MCIOJHSIOUINX
pois ipotekTopoB (Lawlor, 2002).

Ocobast ponb B MpeaoxXpaHeHUH (OTOCHHTETH-
YEeCKOW aKTHMBHOCTH OTBOIMTCS OejikaM. Tak, HaKOILIEHUE
JETUAPUHOB 3allMIIAeT METaboJM3M MPU HU3KOM BOJHOM
MOTEHIMale. AKBAallOPUHBI — OEJIKH, UHTETPUPOBAHHBIC B
KJIETOYHYI0 MeMOpaHy, crocoOcTBytoT nuddy3un Boasl u
IpyTrux HeOonbMX MoJjekyn B kietky (boxko u np.,
2004). Nx 3amaua — peryiIMpoBaHUE TaKUX MeTabonnvec-
KAX TIPOIECCOB, Kak oOparumoe ¢ochoprimpoBaHue,
3aBHCSIIEE, B CBOIO OUEPE/Ib, OT BEIMYMHBI BOJHOTO MOTEH-
muana anorsiacta (Maurel, Chrispee, 2001). CtpeccoBbie
OeNKH C ManepoHHON aKTHBHOCTBHIO MIPAIOT BKHYIO POJIb
B COITPOBOXKJICHUU M COOpKE OCNKOB BO BpEMsl CHHTE3a, a
TaKkKe B IMpolieccax yNalCHUs M paclojiokKEeHUs: He(yHK-
[IMOHHUPYIOMIMX M TIOBPEXKICHHBIX OenkoB. s obecriede-
HUS AKTUBHOCTH IIIallEPOHOB HEOOXOIAMMBI MOJIEKYJIBI
AT®, B cBorw odepenp, Hu3kuii ypoBeHb AT® crtumy-
mupyer oOpazoBanue BTIHI. TlosTromMy HHTEHCHUBHBII
cuHTe3 Mosiekyn AT® mnpu crpeccax BIOJHE MOHSITEH
(Wiengarden et al., 1996), T.x. ¢pakTH4eCcKu SABISETCS TPUT-
TepoM K 3aITyCKy CHHTE3a M HAKOIUICHHS IIallepPOHOB.

Takum 00pa3oMm, CTpeccoBble OCIKH B OIpe-
JICNIEHHON CTETEeHU 3a/IeHCTBOBAHBI B 3alUTE (JOTOCHHTE3A
OT BIUSHHUS HeONaronpusaTHeIX — QakTopoB. I[Ipoce-
KUBACTCSI YETKasl CBS3b MEXITy OHOCHHTE30M PyOucko u
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BTIII, a Taxke BenMWYMHOW KapOOKCHIIA3HOW aKTUBHOCTH
dbepMeHTa U 00pa30BaHUEM OTAEIBHBIX, B T.4. CTPECCOBBIX
OEJIKOB.

Ponp cTpeccoBeix OenKOB B NpPeAOTBPALICHUU
OTPHIIATENbHBIX BO3JEHCTBUN Ha (HOTOCHHTE3 TpedyeT
JAJTBbHEHIIEr0 aHalu3a, OJHAKO, YK€ celdac MOXKHO
YTBEP)KIaTh, YTO OAHOW M3 (PYHKIMIA CTPECCOBBIX OEIIKOB
SIBIISICTCS y4acThe B (JOPMHUPOBAHUU 3AIIUTHBIX MEXaHU3-
MOB, 00€CTICUMBAIOIINX (POTOCHHTETUICCKYIO aKTUBHOCTh B
CTPECCOBBIX YCIOBUSIX.
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nABA 7

BnusHue cputoropmoHoB — ABK, YK n

LUTOKMHUHOB Ha GUOCUHTE3 CTpeccoBbIX 6enkoB

I'opMOHBI pacTeHHd UTparOT BAXKHYIO POJIb B PETYIIILMH
KJIFOUEBBIX METa00IMYECKUX MporeccoB. OHU AEHCTBYIOT B
OYEHb HU3KUX KOHILICHTpALUAX HA YPOBHE 10°-10"* M, ne
y4acTBYs HENOCPEJICTBEHHO B T€X OMOXMMHUYECKUX peak-
LUSX, KOTOpBIE MMM BBI3BIBAIOTCA. [ KaXzmoro Kiacca
(UTOrOPMOHOB ~ CYILIECTBYET CHELU(HUUYEcKas peakuus,
MPOSIBIISIFOILASICS HA Pa3IMYHOM UEPAapXUUECKOM YPOBHE —
oT opraHa a0 KieTkd. ClenoBaTesbHO, TOPMOHAIBHBIC
CHUTHAJIBl OIpPEJENICHHBIM 00pa3oM BOCIPHHUMAIOTCS U
TpaHC(HOPMUPYIOTCSI HA YPOBHE KJIIETOYHOT'O METa0oIM3Ma.

MexaHu3mMbl BOCHpUATHS M IE€peJadyd BHYTPH-
KJIETOYHBIX TOPMOHAJIBHBIX CUIHAJIOB aKTUBHO M3YYaroT C
60-x rr. XX cTonerus — cHayajia y *HBOTHBIX, a 3aTE€M U
y pacteHuil. Y JKMBOTHBIX, B YaCTHOCTH, OOHAapy>KEHBI
BBICOKOCTICIIUATIM3UPOBAHHbIE OCJIKM, Ha3BaHHBIC PEIETO-
paMM M ciyXalue A y3HaBaHHsS TOPMOHOB M IOCIie-
IYIOILEH Mepesayu TOpPMOHAIBHOIO CUTHAJIA HA TICPBUYHBIC
BHYTPHUKJIETOUHBIE MUILIEHH, PEarupyrole Ha TaKOi CHr-
HaJl 3allyCKOM XapaKTEpPHOW OTBETHOM peakuuu. [aBHOM
MHUILIEHBI0 TOPMOHAJIBHOTO CUTHAJIA BHYTPH KJIETKH, IIepe-
Jaromerocsi Omaromapsi O€JKy-pelenTopy, SBISETCs, Kak
MIPaBUIIO, ONPEJICIICHHBIN HAa0Op T€HOB, pearupyrouil Ha
CUTHAJ aKTHBAaLMEH MO0 MOJaBIEHUEM TPAHCKPHUIILIHH.
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VYyactku [IHK, oTBeTCTBEHHBIEC 32 YyBCTBUTEIBLHOCTH T€HA
K ONpEAEICHHOMY FOPMOHY, KOHCEPBAaTUBHBI U HAXOIATCS
B IIPOMOTOPHOMN (HETpaHCKpUOUpPYyeMoii) 001acTH reHa, T.€.
TOpPMOHAJIbHAS PETYJISALUS TPAHCKPUIIIIUK OCYIIECTBIISETCS
Ha ypoBHe uHunuauuu cuHtesa PHK. B orimume ot
TOPMOHOB >KHBOTHBIX, I€HICTBHE (PUTOrOPMOHOB 3aITyCKaeT
LeJIbIe MPOTPaMMBbl, TaKME Kak Mepexo] OT OAHOTO dTara
OHTOreHe3a K Jpyromy. B To ke Bpemsi KOJIMYECTBO T'€HOB
MEPBUYHOTO OTBETA Ha JIeHCTBHE (PUTOTOPMOHOB COCTaB-
JSeT JUIIb JO0JHM TMPOLEHTa OT OOIIEero 4ucia SKCIpec-
CHUPYEMBIX T€HOB. | '€HbI IEPBUUHOIO OTBETA, KAaK MPaBUIIO,
KOJMPYIOT CUHTE3 PETYJISTOPHBIX OEIKOB, KOTOPHIE, B CBOIO
ouepellb, SKCIPECCUPYIOT JApYrue TeHbl, 3alycKas Tak
HA3bIBAEMbIN “KacKaJHbIIN~ MEeXaHU3M rOpPMOHAIbHO-UH/IY-
LUPYEMOI0 HW3MEHEHMsI JKCIPECCHMH KOMIUJIEKCAa TI'€HOB,
HE00XOIUMOTO JJISl PETYJISIIUK OIPEeIeIEHHON MPOrpaMMBbl
(Pomanos, 2002).

PerienTopbl  (PUTOrOPMOHOB TIPEACTABIAIOT COOOH
MUHOpPHBIE O€JIKH, COAepKalIiecs B KIeTKax B JOCTATOUHO
HU3KHX KOHLEeHTpauusax. Kpome Toro, 310 ci10X)HOOpraHu-
30BaHHBIC OEJKH, KOTOPbIE BKIIOYAIOT Pa3IH4YHbIC (YHK-
[IUOHAJIbHBIE JIOMEHbI U XapaKTepU3YIOTCsl BHICOKOM HecTa-
ounpHOCTHIO (PoMaHoB, 1989).

OmHUM W3 KITFOUEBBIX (DUTOTOPMOHOB, UTPAIOIIMM
BaXHYIO pOJb B (POPMHUPOBAaHUS aJaNTallMOHHOTO CHH/I-
poMa, siBrisieTcst abcimzoBast kucinota (ABK). B pazmumunbix
CTPECCOBBIX YCJIOBUSIX PACTEHUS NPOSIBIAIOT TEHACHIINIO K
pe3komy yBenumueHuro conepxkanusi ABK B opranax u
TKaHsAX. COBpPEMEHHbIE METOAMYECKHE MOAXOJbl I03BO-
JSIOT AETANbHO MPOAHAIU3UPOBATh TMHAMUKY HAKOIUICHUS
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U JIOKaJIM3alMI0 3TOr0 (PUTOrOPMOHA B CTPECCOBBIX YCIO-
Busx (Kocakosckas, 2003).

ABK Bnepsbie onucanu B 60-X IT. IpOILIOro Beka
Py W3YYCHUH Pa3NWYHBIX pacTeHuid. HasBanue duro-
rOpPMOHA aCCOLMMPOBAJIOCH C OMNaaaHueM (abscission) Ko-
poboUeK XJI0MKa, KOTOpOe HAOIIONAIOCh PU HAKOTUICHUN
ABK (Lin, Carns, 1961). ABK cunre3upyercs B XJI0po-
TUIACTax 3€JICHBIX JIMCTHEB, OKOHYMBIIMX POCT, @ TAKXKE B
IUI0JIaX, OTKYyJla OHA TPAHCIIOPTHUPYETCS B JIPyTUE OPraHbl
pacTeHHii, B YaCTHOCTH alleKChl, yTHETas! MPOLIECCHl pocTa 1
MHIIyLUpYs Iepexoa K cocTtosHuio nokost (I'smncton u np.,
1983). Conepxanne ABK 3aBucHT OT (hHM3HOIOTHYECKOTO
COCTOSIHUSI PACTEHHS U OTIIMYAETCS B OTJENBHBIX OpraHax u
TKaHSX: HauOoJbIIee KOJTMYECTBO TOPMOHA OOHAPYKEHO B
ceMeHax M Monioabix wionax (Milborrow, 1974). Jleransro
onucaHa poib ABK B mporeccax 3akpbIBaHUSI YCTBHIL
(Davies et al., 1983; Mansfild, Davies, 1983). IlokazaHo,
yro oHa akTuBm3upyer OuocuHTe3 PHK m Oenkom, He-
00XOAMMBIX JJ1s1 POPMHUPOBAHUS OTACTUTEIHHOTO CIIOS ITPU
omaganuu mctheB (Milborrow, 1978), Biuser Ha cuHTE3
OCJKOB, peryaupys aKTUBHOCTh T€HETHUYECKOTO armapara
(Lee et al., 1991; BukropoBa u ap., 1995; Makcumona,
BukropoBa, 2003), a Takke Ha aKTHBHOCTH ()EPMEHTOB
(Seemann, Sharkey, 1987). MnenTndukamus B CTpyKType
MeMOpaH OeJka, UMEIOIIEro BBICOKYIO CTETICHb CPOJCTBA K
ABK, cBHIETENbCTBYET O CyLIECTBOBAHHM OEIKOBOTO pe-
nenropa ABK nHa memOpane (Hocking et al., 1978). [Tonu-
byHKIIMOHABHBIN XapakTep neictBust ABK mposiBnsiercs B
TOM, YTO OHA BJIMSET KaK Ha MPOLECCHI ONaJaHus JIUCTHEB,
I[BETOB U IUIOJIOB PACTECHUI, TaK M HA MPOPACTAHUE CEMSH,
BbI3pEBaHUE IIJIOJIOB, POCT KOPHEH U TPaBHOTPOIH3M.
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VBemnuenne koimmuyectBa »SHmoreHnon ABK Bo
BpEeMSl PA3MUUYHBIX CTPECCOB IOCTAaBHJIO 3aKOHOMEPHBHIi
BOIIPOC O MEXaHM3ME €€ JICHCTBUS M POJIM B aAanTalloOH-
HBIX TIporeccax. YcuieHHoe oOpazoBanume ABK mpexne
BCEr0 BIUSCT HA PETYJSIIUI0 JABWKEHHS YCTBUI] IIPH
HapYUICHUH TEMIIEPaTYpPHOTO U BoAHOTO pexnMoB (Henson
et al., 1989; Zeevart, 1988; Nejad, Meeteren, 2007). ABK
BEI3BIBACT OTTOK HOHOB K' W3 3aMBIKAIOMMX KIJIETOK
YCTBHIL, YTO COTIPOBOXKIAETCS MX CMBIKAaHHEM U YIPEXIaeT
obe3BokuBanne JuCcTheB (Creelman, 1989; Mansfeild,
Devies, 1983). Iloka3aHo, 4TO B 3aMBIKAIOIIUX KJICTKaX
yereun  ydactme Ca’'/H'-0OMEHHHMKOB TOHOIUIACTA B
YIaNeHAN M3THIIKOB IUTOMLIa3Mariaeckoro Ca® " sBmsiercs
[JIABHOM NPUYUHOU CYIIECTBOBAHUS IIUPOKOIO JUAIA30HA
kouneHTpauun ABK (0,01-1,0 mxM). OcyiiecTBieHo Mo-
JeIMpOBaHNE TeHepaluy KajblIMEBOTO CHUTHAJa B 3aMbl-
KaIOIIMUX KJIETKaxX YCThUI] mpu AeiictBur Ha HuUX ABK
(Bepecos u ap., 2003). ABK Biuser Ha QusnuecKkue xapak-
TEPUCTUKU KJIETOYHBIX CTEHOK, YBEJIWYMBAasg MOIYJb HX
conportusiseMoct (Rajashekar, Lafta, 1994). ®dutorop-
MOH yTHETaeT CHHTE3 LEI0I03bI KIIETOYHON CTEHKH, OfHA-
KO NPaKTUYECKU HE JEHCTBYEeT Ha IMpolecc 0O0pa3oBaHUS
MEKTUHOBBIX mosncaxapunoB (Wakabayashi et al., 1989).

OcoObIii MHTEpEC BBHI3BIBACT MCCIICIOBAHUE BIIUS-
Hust ABK Ha OmocuHTe3 Oenmka. YCTaHOBJIEHO, 4TO (hUTO-
TOPMOH MHTHOHMpYeT (hOpMHpPOBAaHHE TOIUCOM M U3MEHSET
UX TPaHCIIMOHHYIO akTUBHOCTH (Wiedner et al., 1991).
Metonom muddepennuansaoro ckpunuara JIHK 6u6-
JMOTEK TKaHEW 3apoJIbIlIel KyKypy3bl, 00paOOTaHHBIX U HE
obpaborannsix ABK, Beigenen JIHK-xioH, comeprkarimii
reH, uHayuupoBaHHblii ABK. YcrtaHoBneHa 3aBUCHMOCTH
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Mexay ypoBHeM ABK m MPHK »Toro rena B ycnoBusix
BOJIHOTO CTpecca M MEXaHWYECKOI'O MOBPEKACHUS JIUCTA
(Gomez et al., 1988). O6paboTka KiIeToK Bromus inermis
sk3oreHHo ABK BeBbBaia oOpazoBanune 43 ABK-
MH]IyLIIMPOBAHHBIX OCJIKOB, 26 U3 KOTOPBHIX TEPMOCTOMKHE,
a TaKkKe JKcmpeccuto TreHa neruapuHa (Robertson et al.,
1994). TlonararoT, 4TO BBI3BAHHOE CTPECCOM YBEITUYCHUE
COJIEpXKaHMs JIEKTUHA B MPOPOCTKAX MILEHUIIBI HAXOIUTCS
non kouTposieM ABK (Cammue et al., 1989). Ypenuuenue
XOJIOZ0YCTOMUUBOCTU KJIETOK KYKYpPY3bl OIpENeINseTcs, B
qacTHOCTH, oOpazoBaHueM ABK-cBsi3aHHBIX O€IKOB —
koHbptorata ABK ¢ monmmokcmdTriieH-0Mc-amuHoM (Xin et
al., 1994).

beicTpble ¥ 3HauMTENbHBIE KOJEOAHUS YpPOBHS
sHnoreHHo ABK B pacTeHMsX NpH JIOKaJIbHOM BO3JEH-
CTBUM TEMIIEpaTyphl YyKa3blBalOT Ha CYIIECTBOBAaHHE
OIEPaTUBHOIO MEXAHW3Ma HM3MEHEHMs COAEP)KaHUS 3TOrOo
¢utoropmona. beictpoe noseiieHre yposHsi ABK B nucTs-
X TMPOPOCTKOB Oryplia HE TOJBKO MPU HX HEMOCPEACT-
BEHHOM IIPOrpEBE, HO U IPHU JIEHUCTBUU BBICOKOM TeMIIE-
patypbl Ha KOpHH, a TaKKe HaOJII0AaeMble CTPEMUTENIbHbIE
M3MEHEeHHs cofep)kaHusi (uroropmMoHa B oOpraHax, IMpo-
CTPAaHCTBEHHO YJIAJIEHHBIX OT MECTa CTPECCOBOM Harpys3kKH,
MOJATBEPAKIAIOT BAXKHYIO pPOJIb 3TOTO TOPMOHAa B HUHTET-
panuy 3alUTHO-NIPUCTIOCOOUTEBHBIX peakluil B CUCTEME
uenoro pacrenus (TamanoBa u ap., 2003). Bnusnue ABK
Ha aJanTHBHbBIE IMPOLIECCHl, UMEIOIIME MECTO IpU BO3-
JNEHCTBUU PA3MUYHBIX (U3NYECKUX M XUMHUYECKUX CTpec-
COpOB, TPOSABISIETCSI KaKk Ha ypoBHE MeMOpaH (Zeevart,
1988) B Buzie OBICTPBIX peaKIIMii, TaK U B O0JI€€ MEICHHBIX
peakiusaX H3MEHEHHUsl HKCIPECCHMH T'eHOB M OMOCHHTE3a
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oenkoB (Leung, Giraudat, 1998). [leiicTBue cTpeccopoB Ha
KOPHEBYIO CHCTEMY WHIYIHPYET B HAI3€MHOW YacTH
OJTHOTUITHBIE W3MEHCHHS HECTenu(UIECKOrO XapakTepa,
HarpaBJICHHbIEC HA MOBBIILIECHUE YCTONUYNBOCTHU U CBSI3aHHBIE
¢ yBenuuenue yposHsa ABK (Turos u ap., 2003).

[Tpu oGe3BoxkrBaHUM Hapsiny ¢ HakorieHneM ABK
CHUHTE3UPYIOTCS pa3nuuHbie cTpeccoBbie Oenku (COR-
Oenku), mpudeM (UTOTOPMOH AKTUBU3UPYET TPAHCKPHII-
o ABK-uanynmoensapix reroB (Yamaguchi-Shinozaki,
Shinozaki, 1994; MakctoroBa, Buktoposa, 2003). boib-
mmHCTBO uaeHTU(uIMpoBaHHEIX COR-reHOB KOAMPYIOT
OenKH, OTIMYAIOIINECs BBICOKOH THAPO(GUIBHOCTHIO,
TEPMOCTAOMIIHOCTBIO, UMEIOIINE OTHOCHTENBHO MPOCTOM
AMHHOKHUCIIOTHBI COCTaB U TOBTOPSIOIINECS aMHHOKHC-
notHele nocienoBarenbHocT (Tomashow, 1999). Crnenu-
(buyHbIe Ui 3aKaJ€HHOTO COCTOSHHSI MPOPOCTKOB O3UMOM
MIICHUIBl JIETUJPUHBI, 3a HCKiItoueHneM Oenka 169 k/l,
ABIAIOTCST ToMojioraMu RAB-6enkoB, 4To ykasbiBaeT Ha
npsimoe ydactue ABK B 3amycke OmocuHTE3a 3THUX CTpec-
COBBIX O€JIKOB U (POPMUPOBAHUU YCTOHUMBOCTH. [[is1 Gornee
KPUOTOJICPAHTHBIX COPTOB O3WMOM IIIICHUIIBI XapaKTEPHO
BbICOKOe cozaepxkaHue ABK-uHaynuOenpHbIX moOIUIen-
TU/IOB, B TO BpeMs Kak B MPOPOCTKAX SPOBBIX COPTOB 00-
Hapy’)XCHO MHWHHAMAQJIBHOEC KOJIMYECTBO OJTHUX OCJIKOB
(boporckuit u mp., 2002). Cuurtaercsi, 4TO OJHOM H3 OC-
HOBHBIX (QYHKIUKA RAB-monmumenTunoB W JIErUIpUHOB
SIBIISICTCS TIPEJOTBPAIICHUE JIOKATBHON JeruapaTanud |
neHatyparu 6emkoBbix Makpomosiekyn (Close, 1996). B
MIPOMOTOPHBIX 00JIACTAX T€HOB JACTHAPUHOB BBISBIICH IIHC-
perynstopubiii anemeHT ABRE (o1 ABA responsive ele-
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ment), YTO yKa3blBae€T Ha MHIYKIHMIO 3KCIIPECCUU TEHOB
stux 6enkoB ABK (Rodriguez et al., 2005).

VYcranosieno, yto ABK ycunuBaer cunte3 MPHK
JIEeruapuHa B MPOPOCTKAaxX MIIeHHIbI (AJuiaryioBa u Jp.,
2007).

ABK — 310 MenuaTop, KOTOpbIN OJTHUM U3 MEPBHIX
BOCIPUHHMMAET M3MEHEHUS B OKPYXKAIOLIEH Cpele W BbI-
3bIBAET OIpEJIC/ICHHbIE M3MEHEHHE B MeTa0oiM3Me, CIO-
COOCTBYIOIIHEC a/IalTaIlHH.

Perymupyst mpomecc 3akpeitus yctbul, ABK B
ONPENIEIICHHON CTENEeHH CMArdaeT IEHUCTBHUE CTpecca, a
CTUMYJIUPYS SKCIPECCHUIO OT/IEIbHBIX T€HOB U 00pa30BaHUE
HOBBIX TIOJHMIENTHIOB, CITIOCOOCTBYET (hOPMHUPOBAHHIO 3a-
LIUTHBIX PEAKIUI U MOBBILIEHUIO YCTOMYMBOCTH PACTEHUM.
W3menenus B xapakrepe oopazoBanus ABK B pacteHusx B
OTBET Ha CTPECC HOCAT YHUBEPCAIbHBIA XapakTep, HX
clleyeT UACHTU(PHUIMPOBATH KaK HECTEIM(UIECKYIO0 peak-
LU0 KUBOrO opraHu3ma Ha crpecc. CyliecTBEHHOE yBEIH-
YeHHe cofepKaHus (UTOrOPMOHA B  IKCTPEMATbHBIX
YCIIOBUSIX SIBJISIETCS OAHUM W3 KOMIIOHEHTOB aJalTalluOH-
HOT'O CUHJIpOMa.

Hapsny ¢ ABK cyiectBeHHy0 poJib B mpolieccax
aJlanTallid UTPAIOT (PUTOTOPMOHBI-CTUMYJISITOPHI, B YaCT-
HOCTU HHAONMMI-3-ykcycHas kucinora (UYK) u muroku-
nunbl (KocakiBebka, 2003).

NzBectHO, uro YK HeoOxomuma aisi OCyIIeCT-
BJIEHUSI MpOLIECCa JEJIEHUS] PAaCTUTEIbHBIX KIETOK. AyK-
CHHBI HETIOCPEICTBEHHO BIMAIOT HA MUTOTUYECKHUI UK, &
TaKXe Ha MPOLECC MEPEX0/Ia KIETOK U3 COCTOSIHUSA MTOKOS K
akTHBHOU Tponrdepannu. TOIBKO B IPUCYTCTBUH ayKCHHA
B MUTATEIbHON CpPENe aKTUBU3HUPYETCS MPOLIECC IbIXAHMS,
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yBenuuuBaetcs coaepxkanne 6enka u PHK (I'amOypr u ap.,
1990, 1992). Hecmotpst Ha TO, YTO ()yHKIMH AyKCHHOB B
pPa3BUTUM YCTOMYMBOCTM PACTEHHMH K 3acyXe Hadalu
rccaenoBars emie B S0-X IT. MPOIUIOro BeKa, MOJyYEHHbBIE
Ha CErOJHsS pe3yJIbTaTbl HE SIBIIIOTCS OJHO3HAYHBIMH MU
MCUEpNbIBAIOIIMMU. B yacTHOCTH, yCTaHOBIIEHO, YTO BO
BpeMs 3acyXu CHIXKaeTcs ypoBeHb aykcuHoB (Hartung,
Witt, 1969). B ycnoBusx BOJHOTO IepHIUTa HEKOTOpHIC
BUJIbI pacTeHHU akKyMy upyloT N-mananmi-/l-tpunrodas,
sistromuiicss  npeamectBeHankoM WYK  (PexocmaBckas,
1990). HexkoTopoe BpeMsl CUMTATIOCh, YTO TEMIIEPATypPHBIE
CTpeCChl BbI3bIBAIOT YMEHbBILIEHHE KOJMYECTBA ayKCUHOB C
MOCIICAYIOIUM CHI)KCHHEM pocToBoM aktuBHOCTH (I'ype-
B4, 1979). OgHako, X0J0/10BO€ U TEIUIOBOE 3aKaJuBaHUE
CYILLIECTBEHHO YBEJIMYMBAJIO KOJIMYECTBO AyKCHHOB, OCO-
OCHHO Ha HavalbHBIX dTamax (Bomkoma u mp., 1991). Ha-
koruienne YK nmpoucxoauT ofHOBPEMEHHO € CHHTE30M
CTPECCOBBIX MMOJUMENTUAOB, YTO CBHUIECTEILCTBYET O BO3-
MOKHOW CBSI3M MEXIy OBICTPBIM PpOCTOM aKTHUBHOCTH
ayKCHHOB B HayaJle JICHCTBH 3aKJIMBAIOLIMX TEMIIEpaTyp
u OmocwHTE30M cTpeccoBbix OenkoB (Sachs, Ho, 1986).
PerynstopHoe BO3JIEHCTBHE ayKCHMHOB Ha METa0OJIH3M
peanu3yercsi IOCPEACTBOM TOPMOH-PELIENITOPHOIO B3aUMO-
JEeWCTBUSA C OEnKoBBIM perentopoM. st ayKCHHCBS-
3piBatomiero Oenmka I (ABP1) BmepBbie ObUTH TOTYYEHBI
MOJIEKYJIIPHbIE XapaKTEPUCTUKU U 0Ka3aTeIbCTBA PELEI-
topHoil ¢yHkuun (Pomanos, 1989; Napier, 1995). ABP 1
KyKypy3bl COCTOUT U3 JBYX CYOBEIUHHUI] C MOJEKYJISPHOM
Maccoil 22 k]I m nmuuHOM 163 aMUHOKHCIOTHBIX OCTaTKa
(Jones, 1994). briu3kue 1o CTPYKTYPHBIM M (HyHKIMOHAITb-
HBIM XapaKTepUCTHKaM ayKCHUHCBSI3bIBaroIye Oenku oOHa-
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PYXKEHbl y MHOTHX pacTeHHH, BKIIOYas BHUIbl POJIOB
Nicotiana, Arabidopsis u np. (Pomanos, 2002). B ob6mactu
CBS3bIBaHMS TropMoHa Ha Mojekyine ABP 1 nHaxomutcs
METAJUICBS3BIBAIOIINN (MapranieBbii) caiit. [lpemmnona-
raercsi, 4ro npu (HOPMUPOBAHUH KOMILUIEKCA ‘‘TOPMOH-
perienTop” MOH MeTajuia 00pa3yeT CBsI3b C KHUCIOTHOM
rpynmnoi mojekysbl aykcuHa (Warwicker, 2001). Hesna-
YyuTeNbHAs YacTb OT CyMMapHoro kosnuuectBa ABP 1
JIOKAJIM30BaHA Ha IIa3MajieMMe U IMEHHO OHa OTBEYAET 3a
BOCTIpUSITHE U Tepeiauy ayKCUHOBOro curHaia. OCHOBHas
macca ABP 1 HaxoauTcs B 3HIOIUIa3MaTUYECKOM PETHKY-
JyMe H, CKOpPEe BCETO, SBISIETCS 3aI1acoM, TIO3BOJISIOIINM B
ciydae HEOOXOIUMOCTH OBICTPO BOCIIONHHUTH JACPHUIAT
Oenka Ha rutazMaTH4yeckoil MemOpane kietku (Macdonald,
1997). Ilepuunoe neiicteue ABP 1 netanbHO mM3ydeHO HA
YpOBHE IIIa3MalieMMbl, TJ€ OH YYacTByeT B OBICTpOii
THIIEPIIONIIPU3AIM MeMOpaHbl TOJ[ JEHCTBHEM ayKCHUHA
(Venis, Napier, 1995).

[luTOoKMHUHAM TPUHAUICKUT BakKHas pOJb B
JKU3HU PACTECHUI: OHH WHAYIHPYIOT JAETCHHE KIETOK, TOp-
MO3ST TPOIECC CTapeHHs, CTUMYJIUPYIOT OWOCHHTETH-
YEeCKYyI0 aKTUBHOCTb, BIUSIOT Ha KaTaJIWYECKYyIO aKTUB-
HOCTh (epMEHTOB, cBoiicTBa MemOpaH, cuHTe3 PHK m
oenkoB (Hepdnun, 1985; Kynaea, Kysueros, 2002). B
HacTosilee Bpemsl HAeH(GUIMPOBAHbI TEHbI KIIOUEBOTO
dbepMeHTa CHHTE3a IUTOKUHMHOB — W3OMECHTECHUITPAHC-
depasel w3 Arabidopsis thaliana (Takei et al.,, 2001).
OTKpBIT MeMOpaHHBIM pernentop IUTOKMHUHOB (Inoue et
al., 2001), reHsl TEPBHYHOTO OTBETA HA IUTOKMHUHBI
(D’agostino et al., 2000) 1 (akTopbl peryssimuu uX dKCIpec-
cun (Sakai et al., 2001) Ocoboe BHMMaHHE IPHUBIICKACT
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npobjemMa aKTHMBHOCTH LIMTOKMHUHOB B XJloporuiactax. B
YaCTHOCTH, YCTaHOBJICHO, YTO B XJIOPOIUIACTAX MPUCYTCT-
BYET TIOJIHBIHA CIEKTP 3TOr0 (PUTOTOPMOHA, a TAKXKe LUTO-
KUHUHCBSI3bIBAIOIIUN O€JOK, CHEeU(PUUHBIA Uil peryJis-
MM TpaHCKpUNUMOHHOW akTuBHOCTH (Benkova et al.,
1999; JlrokeBuu u ap., 2002). YyacTtue IUTOKMHUHOB B
peryisiuuu OMOCHHTE3a OEJIKOB XJIOPOILIACTOB SIBIISICTCS
OIHUM U3 TJIABHBIX KOMIIOHEHTOB WX aKTHUBHOCTH.
XJI0pOIIIacThl — 3TO TOJyaBTOHOMHBIE OPTaHEIUTbl PACTH-
TELHON KJIETKU. MexXay sApoM W IJIaCTUIAMHU MpPOHMC-
XOIUT TOCTOSHHBIM 0o0MeH uHpopmarmen. Tak, sapo
aKTHBHO Y4acCTBYET B OMOCHHTE3€¢ OEJIKOB XJIOPOILIACTOB, a
TUTACTH/IBI BIMSIOT HA SKCIPECCHIO SIIEPHBIX T€HOB, KOJHU-
pyromux xioporiactaeie O0enku (Barkan, Goldschmidt-
Clermont, 2001; Rodermel, 2001).

PertienTopsl IMTOKMHUHOB TPEICTABISAIOT COOOM
MHTETpajibHbIe TpaHCMEMOpaHHbIE OENKM C MOJI. Maccoit
120-130 k1 (mmuna 1036-1116 ocTaTKOB aMHUHOKHUCIIOT).
YcTaHOBIIEHO, YTO 3TU OENKU BXOIAT B COCTaB IUTO-
IUIA3MaTUYeCKOW MeMOpaHbl KJIETOK Pa3IMYHBIX PAaCTCHUH.
Ha N-konHue Haxomasarcst TuapodoOHBIE CETMEHTHI, CITyKa-
IIMe IS 3aKperuieHust Oenka B MeMOpaHe. Mexay 3TuMu
CeTMEHTaMM pacroyiaraeTcss KOHCEPBAaTHBHAS IIOJIUIIETI-
TUJHAS TIOCJTIENOBATEIBHOCTh (0K0IO0 280 aMHHOKHCIIOT),
JIOKQJIN30BaHHAs HA BHEIIHEW CTOpoHE MeMOpaHbl. MmeH-
HO STOT BHEIIHUNA JTOMEH CITY>KUT JUIS Y3HABaHUS U CIHElH-
¢uueckoro cBs3piBaHuMS MUTOKMHUHOB (Schmulling, 2001;
Pomanos, 2002). Y Arabidopsis nneHTHGUITMPOBaHBI 7 Te-
HOB NEPBUYHOTO OTBETA HA IIUTOKWHUHBI. DYHKIMH ITUTO-
KUHUHUHIYIIMPYEMbIX OEJIKOB OKOHYATENHFHO HE YCTAaHOB-
JIEHBI, O/IHAKO MX IKCIPECCHsS WUHTMOMPYET BIUSHUE LUTO-
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KUHUHOB Ha TPaHCKPUMIMIO. Tak peaau3yercsi MEXaHU3M
00paTHOI CBS3H, B Pe3yJIbTATE YETO MOIABISICTCS ACUCTBUE
[UTOKUHUHOB TIOCJIC€ BBI3BAHHONW MMM aKTHUBAIlUU TPAHC-
kpuniuu (Dagostino, Kieber, 1999).

JlocTaTouHO IeTalnbHO UCCIIEOBAHO BIUSHUE LIUTO-
knanHa U1 ABK Ha HakoIUieHHE HOJIHUIIENITHIOB THIAKOU/I-
HbIX MeMOpaH xjoporactoB (TMX) u cogepxaHue Koau-
pytommx ux MPHK. M3yuena skcnpeccust 15 xmopomact-
HBIX TCHOB, KOJIUPYIOIIMX TMOJHUICITHIBI OCHOBHBIX IIHT-
MEHT-0€NKOBEIX KoMIIekcoB TMX. YcTaHOBIEHO, YTO B
KaXJIOM MUTMEHT-0enkoBoM Komruiekce TMX comepikur-
Csl KaK MUHHMYM OJMH OCIIOK, CHHTE3 KOTOPOTO PeryJii-
pyercsi HUTOKWMHUHOM Ha TPAHCKPUIIIMOHHOM WJIM MOCT-
TpaHckpunuronHoM ypoBHe (Kusnetsov et al., 1994).

[IpencraBneHrie 0 MHOXECTBEHHOCTH CHCTEM pe-
HeNIUA ¥ TPAHCAYKIMA TOPMOHAJBHBIX CUTHAIOB BCE
Oonbie moxaTBepxkaercs B mocienHee Bpems (Kymaesa,
Kysnenon, 2002; Napier, 2004). B ugactHOoCTH, B OTHO-
meHun aykcuHoB U ABK ecTh Beckre OCHOBaHHUSI MOJararh,
YTO B PACTUTEIbHON KJIETKE MMEETCs JBa pa3HbIX TUIA
PELETITOPOB, PACIIONIOKEHHBIX Ha IIa3MalieMMe M BHYTPH
kietku (Pomanos, 2002). YcTaHOBIEHO, YTO BHYTpHUKJIE-
TOYHBIM PELENTOPOM I[MTOKUHUHOB SBIISETCS  LIMTO-
KHHUHCBS3BIBAIOMNNA OeJToK ¢ MoJl. Maccor 67 k]I, xoTo-
PBIIi COBMECTHO C TOPMOHOM y4YacTBYET B PEryJIsILIUU TpaH-
ckpuniuu (Kapagaiiko u ap., 2004). DTOT 6€7I0K JTOKaITNU30-
BaH B S/Ipe M XapakTepusyeTcs OOUIMMH CBOMCTBaMHU Y
onHo- u nByaonbHbIX pactenuil (Kulaeva et al., 2000). B
ATUOJIMPOBAHHBIX TPOPOCTKAX KyKypy3bl OOHapyxeH Oe-
7ok ¢ mon. maccot 70 kJI, poACTBEeHHBIH O€NKYy C MOJI.
Maccort 67 k]I mo ¢ynkumonanbHO#M akTuBHOCTH (Kulaeva
et al., 1998).
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JlokanpHOE NEWCTBHE CTpecca Ha OMNpPENETICHHYIO
YacTh PACTEHHS CIOCOOHO WHIYLMPOBATH B JIPYTOH €ro
YacTH, HE MOABEPIIICHCS TaKOMY BO3JICHCTBUIO, HECTIEIH-
¢uueckue peaknuu. Tak, HaKOIUIEHWE LUTOKMHHUHOB B
JUCTE TPOPOCTKOB MILIEHUIBI TPH MOBBILICHUH TEMIIE-
patypbl BO3yXa CIIOCOOCTBOBAIO YBEIMYEHHUIO YCTHUYHOM
MIPOBOJIUMOCTH, a CHUKEHUE COJIepKaHHUs (PUTOrOPMOHA B
JUCTBSIX MPU MOHMKEHUU TEMIIEPATYPbl KOPHEBOU 30HBI —
ee cHmkeHuto (Becenosa u ap., 2006). CHuxeHne ypoBHS
TPAHCKpUIILIMK TpHU cTpecce peryaupyercs kak AbBK,
KOJIMYECTBO KOTOPOM BO3pacTajio, TaK M LUTOKUHUHAMH,
COJIep’)KaHWE KOTOPHIX B TMPOPOCTKAX TIICHUIIBI TIPU
OCMOTHYECKOM U XOJIOJIOBOM IIIOKE CHIKanoch (Becenos u
ap., 2002). [Ipu nmocTreneHHo yCUIMBAIOIIEHCS TOYBEHHOM
3acyXe TOPMOKEHHE POCTa JIUCTHEB Orypla ckopee odyc-
JIOBJICHO HE 3aMe/jieHneM (OTOCHHTE3a, & CHUKEHHUEM CO-
nepxanus nutokuHuHOB M YK (IlycroBoiitoBa u 1p.,
2003).

Takum 00pazoMm, UMeEIONIMECs JaHHbIE CBUICTEIb-
CTBYIOT O HECOMHEHHOM y4yacTUH (pUTOropMOHOB B (hop-
MHPOBAHUU CTPECCOBOM pEaKIMd M WX BIUSHUA Ha
OMOCHHTE3 CTPECCOBBIX OEIKOB. AOMOTHYECKHE CTPECCHI
COTIPOBOXKJAIOTCSI AKTUBHBIM OOpa30BaHMEM 3HIOTCHHOM
ABK, a B psaze cnyuaeB u yBenuuenueM conepxanus MYK
U UUTOKMHUHOB. bamanc (UTOropMOHOB B YCJIOBHUSX
cTpecca SIBISIETCS OJHUM U3 (PAKTOPOB, (HOPMHPYIOLIMX
amanranmonHbii  cuaapom (Kocakosckas, 2003). ABK,
NYK ¥ IMTOKUHUHBI BBI3BIBAIOT YKCIPECCUIO HHTYITHOCITh-
HBIX T€HOB W TIOCIEIYIOIIMI CHHTE3 CTPECCOBBIX OEIKOB

(puc. 9).
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ABHOTHUECKHIT

cTpecc
Haxonnenue Haxonnenne Haxonnenue
HYK ABK UHTOKMHHHOB
AKTHBaLHA Hurubupopanue CruHmynamEs DKcnpeccHs Perynsums
CHHTE3a mpomnecca mnpouecca TeHOB Buorenesa
CTPeccOBBIX thopMEpOBaHHA P p 0ro XIIOPONIACTOB
Genkos TIOMHCOM YCTBHIL OTBETa Ha
I — |
DxcnpeccHa l DKcnpeccHs
ABK-3aBHCHMBIX MPHK
reHoB Curres TONHNENTHIOB
IHTOKHHHH- TMX
l HHIYHPYEMbIX
Genxos l
Cuntes ABK- C
HHIYLHPYeMBIX MHTE3
Genii: TIONMHNENTHAOB
\ l / TMX

Puc. 9.

| DopMHpOBaHHE ANANTAIIHOHHOTO CHHIPOMA

VYuactue (bHTOFOpMOHOB B Q)OpMPIpOBaHI/II/I aganTalfiOHHOIro0 CUHApPpOMa




WuTeHcuBHO wM3ywaroTcs OCNKU —  pelenTopbl
(UTOrOPMOHOB, BO3MOXKHOCTh DPETYJSALUH YCTOHYUBOCTH
Opyd  MOMOIIM  (UTOTOPMOHOB, a TakXKe CO3aHUE
TeHETUYECKH MOJAW(UIIMPOBAHHBIX PACTEHU, CIIOCOOHBIX
CHHTE3UpPOBaTh YBEIMYMBAIOIIME U  00ECICUMBAIOIIUE
PE3UCTEHTHOCTb COETUHEHNS.
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3aknvyeHue

['moGanbHbIe SKOJIOTMYECKHE W3MEHEHUS — TIOBBIIICHHUE
TEMIIEPATypbl,  YMEHBILIEHUE  JOCTYMHOCTH  BOAHBIX
PECYPCOB, 3aCOJICHHME IOYB M MX 3arps3HEHUE TSKEIIBIMHU
METaJJIaMUd M PaJVOAKTUBHBIMU COCIUHEHUSIMU — YIPO-
JKarOT MOTEPEN 3HAUYUTEIIbHBIX TUIOJOPOAHBIX TEPPUTOPHI.
B cBsi3u ¢ 3TUM 0CO0YI0 aKTyaJIbHOCTH TPHOOpPETALT MPOO-
JeMa CO3[aHusl YCTOMUMBBIX K aOMOTHYECKUM CTpeccam
pacTeHuil. Ajanrtanus pacTeHMH K CTpeccaM KOHTPOJIU-
pYETCS CIOKHOW MOJIEKYJIIPHO-T€HETUYECKOW CUCTEMOM,
KOTOpasi 3aIllyCKaeT OMpPENENICHHBIN CTpeccpearupyrommii
MEXaHH3M, 00ECIIEUNBAIOIIMII TOMEOCTa3 M 3alUIIATOIIHI
OT pa3pylieHuid OETKW W KICTOYHbIC KOMIIOHEHTHL. B
OTJIMYUE OT YCTOWYMBOCTH K OMOTHYECKHM CTpeccaM, KO-
TOpasi MPEUMYIIECTBEHHO KOHTPOIUPYETCS €AMHUYHBIMU
reHaMu, aOMOTHUYECKUE CTPECCHI SKCIPECCUPYIOT MYJbTH-
TEHHYIO CHCTEMY, ITO3TOMY JIOCTATOYHO CIIOKHBIM SIBIISIET-
Csl KOHTPOJb U WHXXEHEpPHUs PE3UCTEHTHOCTH K TOMY WU
WHOMY OTpHUIIaTeIbHOMY BoO3aeiicTBUIO. Co3/aHue yCTOM-
YUBBIX K A0MOTHYECKUM CTpeccaM pacTeHui 0a3upyeTcst Ha
AKCIIPECCUM TEHOB, YYACTBYIOIIMX B CHTHAIbHBIX WIH
PETYJSITOPHBIX CHCTEMax, B 3aIlyCKE CHUHTE3a CTPECCOBBIX
0enKkoB, (YHKITMOHATIBLHBIX M CTPYKTYPHBIX METa0OJUTOB.
IlepBuuHbIE cTpeCCHl — 3acyXa, 3aCOJICHUE, XOJIO/,
’Kapa XMMHUYECKHE TOJIOTAHThI — YaIlle BCETO B3aUMOJEH-
CTBYIOT M BBI3BIBAIOT MOBPEXKJIECHUE KJIETOK U TAaKHE BTO-
PUYHBIE CTPECCHI, KaK OCMOTHYECKUN U OKHUCIIUTEIIBHBIM.
[lepBuuHBIA CTPECCOBBIM CUTHAN (HAaIpUMEp, W3MEHEHUE
OCMOTHYECKOTO JINOO HOHHOTO PEKUMa, TEMIIepaTyphl, Mpo-
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AGHOTHUECKHI CTpece:
IACYXA, JACONSHHE, XOIOI,
#Apa, XHMHYECKHe
[ONMOTAHTE H 1P,

Bropuunerii ctpece:
OCMOTHHYECKHIT H
OKHCITHTENEHEIH
CTPECCHI

Hﬂ.p}"lLIB“HE OCMOTHMECKOI O H HOHHOTD

rOME0CTa3a, PA3PYIIeHHE CTPYKTYPHEBIX 1
YHKLUHOHATRHBIX GEKOE b MeMOpan

AKTHBAIIHA OCMOCEHCOpPOB, ochonHIHAHEX

epMEHTOR, BIOPHYHBIX MECCEHT HENOE, KaNELFA
0T EHHEIHAS

Brimouense TpancKpHIMHORHEIX GakTopos

DKCMPECCHA renoB

Obpazopaupe
OCMOIIPOTEKTO -
POB {IPOITHH K
ap-J

UTalunu3auns
BOIHOTO H
HOHHOTD
PEHHMOB
(aKBANOPUIET, HOHKBE
TPaHCIOpTEpE)

CuHTE3

CTPECCOBLIX
fenkon

OCCTAHOBIEHHE KIETOMHOTD MOMEOCTASA, IAIHTA DEKG
H MemMBnan

d)OpMHpCIBSH HE a0anTalHOoHHOMD CHHOpOMA
FCTOMMMEOCTH K cTOECCY

Puc. 10. Cxema oTBeTa pacTeHuii Ha aOMOTHYECKHUI cTpecc.




HUIIAEMOCTH MEMOpaH | JIp.) SBJSIETCS TPUITEPOM, 3aIryc-
KaIOIIUM OTBETHBI MEXaHW3M aJanTalliy W 3aluThl. Tak,
BOCCTAHABIIMBAIOTCSl TapaMeTpbl TomeocTaza U obec-
MIEYMBACTCS 3aIUTa OCITKOB U MEMOpPaH OT TOBPEXKICHUN U
paspyiieHuil. HeanekBaTHbIe peakiuu MpH Tepeaade CHr-
HAJIOB M SKCIIPECCHU TEHOB MOTYT IMPHBECTH K HeoOpa-
TAMBIM H3MEHEHMSIM KJIETOYHOTO TOMEOCTa3a, paspylle-
HUIO OETTKOB M MEMOpaH, B KOHEYHOM HMTOTre — K THOenu
kieTku (puc. 10).

CrpeccoBble O€NKH SIBISIIOTCA KJIIOYEBBIM KOMIIO-
HEHTOM, (POPMHUPYIOLIUM KJIETOYHBIA TOMEOCTa3 B CTPECCO-
BBIX YCIIOBHSIX. MOJIEKYJISIpHBIC IIATIEPOHBI KOHTPOIHPYIOT
COIIPOBOXKJCHHUE, COOPKY, TPAHCIOKAIMIO U JCTPAIAIlUIo
OeNKOB, MpUYeM OOJIBIIMHCTBO MIATIEPOHOB U €CTh CTPECCO-
BbIMH OenkamMu. OHHU JIOKaJIM30BaHbl B LIMTO30JI€ U Opra-
HeJlIaX, B YaCTHOCTHU SJp€, MUTOXOHAPUSX, XJIOPOIIACTaX,
HHJIOTIA3MATHYECKOM PETUKYITyME.

Pa3nuuaroT nsaTh OCHOBHBIX CEMEMCTB CTPECCOBBIX
OenkoB, Hanbojee M3YYEHHBIMH M3 KOTOPBIX SIBISETCS
BTHI 70 u BT 60. CtpeccoBble OENKH aKTUBHO B3aUMO-
JIEHCTBYIOT ¢ (PUTOTOPMOHAMH, 3aITUIIAIOT (POTOCHHTETH-
YEeCKYl0 aKTUBHOCTb, YYacCTBYIOT B ()OPMHPOBAHUU KOMII-
JICKCHBIX 3alUTHBIX PEaKIil.

Hecmotpst Ha 1O, 94TO ¢ MOMeHTa OTKpbITUsA BTIII
UX WMHTEHCHBHO WCCIEAYIOT B psne Jabopartopuil pas-
JIMYHBIX CTPaH, OCTAETCS €I1€ MHOI'O HESICHOTO B XapaKTepe
M MEXaHU3ME UX JICUCTBUS, B BOINPOCAX B3aUMOJECHCTBUS
MEXIy COOOM, PeryJisiiuu uX OMOCHMHTE3a, B YaCTHOCTH,
¢utoropmonamu. Ocoboe BHUMaHUE YACTSETCS BO3MOXK-
HOCTU HCIIOJIb30BaHUSI CTPECCOBBIX OCITKOB B KAueCTBE
OMOMapKepOB MPU U3YyUEHUH PACTEHUH Pa3IUIHBIX JKOJIO-
THYECKUX CTPATeTUH, MPH TIPOBEICHUH OHUOTEXHOJIOTH-
YecKHX padoT, MOIYYEHUH YCTOMYMBBIX BBICOKOYpPOXKai-
HBIX COPTOB.
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