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BBEJIEHUE

PacTeHnst B €CTECTBEHHBIX YCJIOBUSX MPOM3PACTAHHUS HCIIBITHIBA-
10T BO3JEHCTBHE TIOCTOSIHHO M3MEHSIOIINXCS MOBPEXKIAIOMNX (HaKTOPOB
BHEIIHEH cpelbl (PH3NYECKON, XMMHUUYECKOH, OMOIOTHYECKON MPUPOJIBL.
D hexkTHBHOCT MPUCTIOCOOICHUS K HUM 3aBHCHUT OT CJIXKEHHOCTH (PYHK-
IIMOHUPOBAHNSI CHCTEM PETYIISIIIN MeTaboIM3Ma U CHHTEe3a OeJIKOB, 3a/1eii-
CTBOBaHHBIX B CTPECCOBOM OTBETE M YUACTBYIOIMX B COXPaHEHHH OHOTIO-
teruuaia pactenuit (Chinnusamy et al., 2004). K TakoBbIM OTHOCATCS KaK
KOHCTUTYTHBHO CHHTE3HpyeMble OEJIKH, TaK M CTPECCOBBIE OSIIKH, CHHTE3
KOTOPBIX B PACTEHHUSX B ONITUMAIILHEXYGIOBUSIX IIPOM3PACTAHMUS OOBIYHO
He HaOmonaercs. OJHAKO OHU eoﬁx I/ﬂVII:I COXpaHEHHs LIEIOCTHO-
CTH KJICTOYHBIX CTPYKTYp U %epmamm SHHOTO ITOTEHINAJIa pac-
TUTEJILHBIX OPTaHU3MOB B @p CCOBBIX _ Guy et al., 2008; Jiang
etal., 2010). BMeCTe C TEM IIpe z" Haﬁgk__ﬂ_oﬁ PETYISALMN DKC-
‘eH TKOB B.eBsi3H ¢ (hopmupo-

BaHHMEM yCTOHUYHMBOCTH pd HOCTH!
TemmeparypHbrii: ) si3aHHBIN, C BOOHBIM 0OMe-
HOM, OTHOCHTEA K tmcny_(bam’_ ePCHBTY MUY Iomnxipocn pas-

BUTHE U HpO,[[yKTI/IBHOCT P
B cuny cBoei npm(penn .
HYKJICHBI HpncnocaﬁJgHBaT bCs
B cBsi3u ¢ 3TUM HccnendBQHH
pacTeHuid K THIIOTEPMHU
BPEMEHHOH HAYKU O PACTCHU ;
MHorue BUbI pacTCHHH (I 6pe;8ﬁr CMOCOOHOCTh MEPEHOCUTH
3HAYUTEIBHOE IOHIKCHHE TeMnef?aiprI OKpYKaroIlel cpejibl, ecin
OHH TIPEIBAPUTEIBHO TPOXO/AT TTEPHOJ TaK HA3BIBAEMOTO 3aKaIMBaHUS,
BO BpeMsI KOTOPOTO B KJIETKAX PACTCHHN HAONIOMAIOTCS Pa3sHOOOpa3HbIC
OMOXUMUYECKHE TIePECTPOMKH, BBHI3BAHHBIC B TOM YHCIIC AKTHUBAIUCH
OOJIBIIIOrO YHCIIA XOJI0-UHAyIIpyeMbix TeHoB (Thomashow, 1999, 2010).
HccnenoBanus, HapaBIeHHbIC HA BBISICHCHHE U3MECHEHHUI B SKCIIPECCHU
XOJOJI-MHYIIUPYEMBIX TEHOB, OOYCIOBICHHBIX BO3JCHCTBUEM XOJIOJIO-
BOTO IIOKA, BBISIBHJIA CPEIM HHUX KaK CHEIM(DUUCCKH IKCIPECCHPYEMBbIE
Ha XOJIOJ{ TCHBI, TAK M TeHbI, KCIIPECCHS KOTOPBIX HHIYIUPYETCS HAPSITY
C XOJIOZIOM, TaKke M JPYTMMH CTPECCOBBIMHU BO3JICHCTBUSIMU, TAaKUMHU
Kak, HanpuMmep, aeruaparanus 1 conepoid crpece (Kurkela, Frank, 1990;
Yamaguchi-Shinozaki, Shinozaki, 1994; Dunn et al., 1994; Leung et al.,
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Beeoenue

1998; Thomashow, 1999; Xiong et al., 2002; Kaniuga, 2008). Anami3
YPOBHS KCIIPECCHH T'€HOB C HCIHOJBb30BAHUEM IIOJHOTCHOMHBIX ITaHE-
JIel TI0Ka3all, YTO XOJO0BAasl aKKJIMMAIIUs, B YACTHOCTH y apabuorcuca,
BKJIIOYAeT U3MCHEHUS B YPOBHE IKCIPECCHUH HECKOJIBKUX COTEH TCHOB, BBI-
3BIBAIOIIIE 3HAYUTEIILHBIC KOJICOaHUSI B COJICPIKAHUH MHOTHX KJIETOUHBIX
metabonuToB (Kaplan et al., 2004; Vogel et al., 2005; Kaplan et al., 2007).
B ¢opmupoBaHue 3aIIUTHBIX PEaKIUi Y pacTeHHIl BOBICKAIOTCS TAKKe
W HEKOTOpbIE KOHCTHTYTHBHO SKCIPECCUPYIOIIUECs: OCNKU, CHHTE3 U KO-
JIMYECTBO KOTOPBIX YBEIMUYMBaeTcs pu runorepmui (Shen et al., 1993).
K HacrosiieMy BpeMeHH B JUTEpaType HAKOIMMIOCh HEMAJIO JAHHBIX
0 BO3MOXHBIX (DYHKIHSIX OEIIKOB XQJIOZIOBOTO IIOK3, KOTOPBIE OTIHYAOTCS
GoTbIIM pasHooOpasrem. Hexorby }.)E W3 HUX yYacCTBYIOT B IpeoOpa3o-
BaHWH cbmnxo—xmmecmx,gmncﬁa TUTa3MaTHIeCKUX MEMOpaH, a Takke
B QochopunpoBaHnum MHJOXOH/IPHAITRHBIXOCIKOB (JIock, 2010); mpyrue
TIOBBIILIAIOT CTA0UILHOCTH MM&QaH g ocx{gﬂera (Pokorna et al., 2004).
; & GEJIKH, BBINOTHAIOIINE KPU-
1.2 )9; ]faﬁe_rsen etal., 2011).
z I/Idﬁﬁ},’l}l (ABK) B un-

OIIPOTEKTOPHBIE (1)- :
YCTaHOBneHa

oT z[eHaTypauI/IItg BbI3BAHHOM. Hapyl SMWBOIHOIQ PEKIMA paCTEHUIH
B YCTIOBHSIX 3aCyXif, 5acCONGHUsL H [UD _‘\T pMZIéI{;SiI%ﬁin etal., 2011). On-
HAaKO MEXaHU3MBbI per{fg 11 : JETHIPUHOB pacTeHUI
TIOKa N3Y4EHbI HeHOCTa‘@on.

Bmecre ¢ Tem BaxHASPoONL B p \x\nn YCTOMYMBOCTH pPaCTCHHUN
K HM3KHM TeMIIeparypaM IIp @zmex(g Oenkam pacTeHHH, (yHKIMOHHU-
PYIOIINM M IIPH ONTHMAJIBHBIX YCHOBHSX pocTa. K HUM MOXXHO OTHECTH
JICKTUHBI, B YaCTHOCTHU arrIFOTUHUH 3apojbiiia mimeHutibl (A3IT), otHOCs-
uiics k cemeirictBy Rab-6enxoB (I1lakuposa, 2001). Hecmotpst Ha eTaib-
HOE HCCIIEIOBaHUE eT0 (PU3MKO-XMMHYECKHX CBOMCTB, (PM3HONIOrHYECKas
posb A3I1 B pacTeHusIX IMIIEHUIIBI AUCKyTHpYeTcs B tuteparype (Rudiger,
Gabius, 2001; [axuposa, be3pykora, 2007).Yuactue ABK B koHTpO-
ne sxcnpeccun rera A3Il u perymsimun xomrdecTBeHHOTO ypoBHs A3
B PACTEHUSX MIIEHUIIBI IPH CTPECCOBBIX BO3ACHCTBHAX AacT OCHOBAHHE
npeanonarars BoBieueHue ero B ABK-unnympyemble Hecrienududeckre
PCaKIMK TIIICHUIIBI B OTBET Ha HEONArONPHSTHBIC BO3ICHCTBUS aOHOTHYE-
ckoii puponsl. [Ipu 5ToM Bce Oonblie JaHHBIX HAKAIUTMBACTCS B TOJIB3Y
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Bseoenue

BOBJICUCHHS U JPYTUX (PUTOTOPMOHOB B PETYIISINIO YCTOMYMBOCTH K a0HO-
TUYECKUM CTPEcCcaM, BBI3BIBAIOIINM 00e3BOkMBaHMe (Argueso et al., 2009;
Hayat et al., 2010), B uactHocTu OpaccunoctepousioB (Kagale et al., 2007).

[IpucriocoOnenne pacTeHHii K cTpeccaM TpeAroiaraeT Hajlndue
3P PEKTUBHOTO MEXaHU3Ma BOCTIPHUSTHS U MIEPe/Iaudl CUTHAIIOB M3 BHETII-
Heil cpenpl. [lokazaHo, UTO pa3BUTHE XOJOJOCTOMKOCTH — KOMIUIEKC-
HBII TIPU3HAK, MPOSBIISIONIMNACS TIPH CITAKEHHOM JIEHCTBUH Pa3IMIHBIX
cucreM pacturensHoro opranusma (Thomashow, 1999; Heidarvand,
Amiri, 2010). B HacTositiee BpeMst HHTEHCHUBHO MCCIIEAYIOTCS OTACIb-
HBIE ATAITbl Pa3BUTHS CTPECCOBOTO OTBETa (TPAHCIYKIIMS CHUTHAJA, aK-
THBAallUsl TPAHCKPHIIIMU TEHOB, MOCTTPAHCKPHUIIMOHHbBIE MPOLECCHI)
(Thomashow, 2010; Miura, Fumm’iﬂ,f) '2013). OpHako mocieroBaTeb-
HOCTb TIPOXOMK/ICHHS XOJIOZIOBQIO cn Hana MOJIEKYJISIpPHBIC MEXaHM3-
MBI 3TOTO TIpolecca M3yqungHe)100TaTqu -OJTHO.

OTO OTHOCHTCS TakkKe K.reHamad op@‘ Tpa"ckpuniyun CBF
(CRT-binding factor) m*fyan ' OITE B PETYIISLIN SKCTIPEC-

uc- 3J1eMeHTLI-(Thomashow G‘v 0), K

5 CHOB
CTBHIO a6I/IOTI/I‘ICCKI/I&';' ‘STpeecoBh To
Madlung, Comai, 2004 Q\Ca6 ’I@B n pr ig@j’, Ch01, Sano, 2007,
Gonzalez et al., 2011). Ta OM CTPECE-HPUBOAUT K YBEJITUUCHUIO
JIOJIA TETEPOXPOMATHHA U YM%GHI/IIO syxpomaruHa (Stepinski,
2012) u ob1memMy U3MEHEHHUIO C HU 1@ nmupoBanus JIHK pactenuii
(Steward et al., 2002). OnHako 0CcOOBIif MHTEPEC B CBS3H C Pa3BUTHEM
YCTOMUMBOCTH K THUIIOTEPMHUHU BBI3BIBAIOT HCCIIEIOBAHUS W3MEHEHUH
YPOBHS METHIINPOBAHHS KOHKPETHBIX UyBCTBUTEIBHBIX K XOJIOy TEHOB.
HecmoTtpst Ha GOMBIIIOM MacCWB JaHHBIX B ATOW OONAcTH, €Iie He
BITOJIHE SICHO, YTO JIEKUT B OCHOBE PA3JIUUMIl B YPOBHE XOJIOI0CTONKOCTH
Pa3NUYHBIX BUAOB PACTCHUH U YCUICHUH UX XOJIOAOCTOHKOCTH B XOJIE 3a-
KajuBaHus. PereHne STiX MPUHINITHAIBEHBIX BOIPOCOB MMEET HE TOJb-
KO ()yHIaMEHTAIbHOE 3HAYCHUE AJIsI COBPEMEHHON HayKH O pacTeHUSIX,
HO ¥ BOKHBIW MPHUKIIAIHON XapakTep Ui TOHUMaHHUs MEXaHU3MOB Pa3-
BUTHSI XOJIO0YyCTOWYNBOCTH KYJIBTYPHBIX PACTEHHH, YTO, B CBOIO OdYe-
penb, HeoOxoauMo 11 3H(HEKTUBHOTO YIPABICHUS 3TUM MIPOLIECCOM.



I'nasa 1. BO3AEMCTBUE T'NIIOTEPMHAA
HA PACTEHUA

Bo3znelicTBre HEOIAronpHUATHBIX (DAaKTOPOB OKPYIKAIOIICH CpPEIbI
Ha pacTeHHs CYIIECTBEHHBIM 00pa3oM M3MEHSIET MX METabONIU3M, BbI-
3pIBasi TOT UJIM MHOM CTPECCOBBIN OTBET. TeMrneparypa cpebl — OJUH U3
OCHOBHBIX 3KOJIOTHUECKUX (PaKTOPEB, OTIMYAIOIINXCS OYE€Hb BBICOKOMN
MOGHIBHOCTBIO. I/ Hee XapaKTepHbl CyTOUHEIE, CE30HHEIE, TOOBBIE
xoneOanus. Pactenus, Temfiepatypa’ kafOphIX, KaK IIPaBHIIO, COOTBET-
CTBYET TEMIIEPAType O aro HY/ICHBI IPUCIOCA0IH-
BaThCsl K TeMIIEpaTypHBIM %af;. TEIIOBOI PEXUM cpe-
Jibl OOUTAHUS OKa a3bIBACE, elicTBHe, Ha UX MeTaboIu3M,
POCT, pa3BUTHE U np Ol t 2010).

CHmxeHme
pacTeHus; B LeITOM,
Peakist TOPMOKeHMSS
HeCTIEIMPUIEEKH CHIKE ‘
BBIIIAETCS CTa0 nwoc '
TOB KJIETOYHOMH CpraK pB
cyberpara B (hepMeHT Hb

[Tokazano, uto pa3 e xono;loc OCTU SIBJISIETCSI KOMILIEKC-
HBIM TIPU3HAKOM, IPOSBISIIHIMC CTaKEHHOM JIEHCTBUHM pa3-
JIMYHBIX CUCTEM paCTI/ITeJILHOIO/ op%;?[mMa (Guy et al., 2008; Winfield
et al., 2010). AranTUBHBIN OTBET paCTEHUsI HA XOJIOJOBOW CTPECC MpPe/-
roJiaraeT Tepeady BHEITHETO CHTHATAa BHYTPh KIETKH W aKTHBAITUIO
COOTBETCTBYIOIIMX TCHOB MPH MOCPETHHYECTBE PA3THYHBIX KIETOYHBIX
WHTEepMeIMaToB. B HacTosiee BpeMsi WHTEHCHUBHO HCCIEIYIOTCS OT-
JICJIbHBIE 3TaIbl PA3BUTHS CTPECCOBOTO OTBETA (TPAHCAYKIIUS CUTHAJA,
AKTHBALUS TPAHCKPHUIILIMU T€HOB, IOCTTPAHCKPUIIIIMOHHBIC MTPOIIECCHI)
¥ HAKOTUIEHO JIOCTATOYHO MHOTO CBEJIEHHI O TOPMOHAJIFHOM M TPaHC-
KPHUIILMOHHOM KOHTPOJIE PEryJsiqUH AKTHBHOCTH T'€HOB XOJIOJOBO-
ro OTBeTa. BBIACHEHHE MEXaHW3MOB M3MEHEHUS] TEHHOH SKCIPECCHU
B PACTUTENLHBIX KJIETKAX MMPH IMOHKEHUH TEMIIEPaTypbl OKPYKaroIien
Cpebl UMEEeT MOTEHIMAIBHO OONBIION HHTEPEC, U ATOT acleKT MpodIie-
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MBI Pa3BUTHUS XOJ0JOCTOMKOCTH PACTE€HHUI, B HACTHOCTH, BO3MOKHOCTb
HOJTy4EHHs] YCTOMYMBBEIX K XOJIOAY COPTOB C IIOMOIIBIO TEXHOJOTHH
HepeHoca TeX MM MHBIX T€HOB, TAKXKe MOTy4YHJ CBOE Pa3BUTHE B HC-
CJIEJIOBAHMSAX TOCIIEAHHX JIET.

KasxoMy pacTeHHIO XapakTepeH OIpe/IeIeHHBIH TeMIepaTypHbIii
ONTHUMYM JJIsl pOCTa M pa3BuTHs. IIpn 5TOM OnaronpusTHBIE TEMIEpa-
TYpHBIE YCIIOBUS JUIsl OJHUX PACTEHHH MOTYT OKa3aThCs COBEPLICHHO
HENOAXOMAIMMH U1 ApyruX. COOTBETCTBEHHO PACTEHUs! MPOSBIISAIOT
Pa3IMYHYIO CTENEHb YCTOWYMBOCTH K IOBPEKIAIOLIEMY JIEHCTBUIO HU3-
kux Temrneparyp. Te, 4To He yCTOHYMBEI HE TOJBKO K OTPHLATEIBHBIM,
HO M K HU3KMM IOJIOXHUTEIBHBIM TEMIEPATypaM, OTHOCATCS K TEIIo-
JIIOOUBBIM PACTCHHSIM (Hershkowtz'e ag 2009; Saito et al., 2010; Chen
et al., 2011). Xononocroiikue &CTGHLH 'BRFOCIIMBBI K J'IIO6I>IM HU3KUM
HOJIOKUTENTLHBIM TeMnepaT@aM ecm
eTcsl B MepeoxaxaeH _
pacTeHusi, KOTopble _Bg% BAKO
nepatyp 1 00pa3oBaHus g
Kosova et al., 20 1'0)

EpY JTOM BOJA B TKaHIX OCTa-
/g_CTOI/IKI/IM OTHOCATCA
31151 OFPULATELHBIX TEM-
) Lz[ef;tl{pOSL[OB 1984,
\ Bﬂaa;Ha C ompene-
HHAYE 'BOpﬂ,rC 3aKalu-
3 06pa301\7f, JpeBec-
icthie. Pasznuyaror
eprmaan, BHE3AITHOE

HbIE PACTEHHs H-HEKOTOpHIE. 1
ele 3aM0p031<0yCT&ItIHBoc-'__ 54B
KpPaTKOBPEMEHHOE Bob'z}e/nc' '"Tpnﬁi%"ﬂeng,iﬂlbl)q ‘}‘eMHepaTyp 0e3 cy-
ILIECTBEHHOTO CHYWKEHHUSE. I H,_o'cm. \3T0My TIOBPEXKICHUS,
BBI3bIBAEMbIE HU3KHUMH TE TypamH, ME@XHO TOJPAa3/ICiInTh Ha JBa
Buza. B nepByto rpynmy cnen%mec OBPEXJICHUS B pE3yJbTaTe
OXJIQKJICHUS PACTCHUH, MPUMEPHO OT 2@°C 1o 0 °C. Ilpu sTOM TIpowcC-
XOJIAT HapyIIEHUs B IPOPACTaHUU, Pa3BUTHH 1[BETKOB U IJIOAOB, Majia-
€T MPOAYKTUBHOCTh. BTOpOH BHUJ MOBpEXAEHNH MPOUCXOAMT IPH 3a-
MEp3aHUM PACTEHU, KOra TeMIeparypa BHEIIHEH cpebl OIyCKaeTcs
HIKE TEMIIEPaTyphl 3aMep3aHusl BOJBI.

1.1. IloBpexeHus: pacTeHNii MPU THIOTEPMUH

[Ipobnema X05I010yCTOMYUBOCTH HamOoONee OCTPO CTOWT IS Te-
TUTOMFOOMBBIX KYNBTYPHBIX PACTEHUH, JTUTEIBHBIA POCT KOTOPBIX MPHU
HU3KOM TMOJIOKUTENIbHOW Temmeparype HeBo3MmoxeH. Hampumep, 310
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KacaeTcsi OBOLIHBIX KYJIBTYp (OTYpIIbI, TOMAThI), 36PHOBBIX (KyKypy3a),
3epHOOO0OBHIX (COSI) M HEKOTOPBIX JAPYTHX PACTCHHH TPOIMUYECKOTO
U CyOTPOITUYECKOTO IPOUCXOXKICHHSI, KOTOPbIE 0COOCHHO YYBCTBHTEIIb-
HBI K Temiieparypam Huke 10-15 °C. deHoTunmyeckre CUMITOMBI Ha
XOJIOZIOBOM CTpecc MPOSIBIISIIOTCS B BUJAE YBSAaHUS, XJIOPO30B, HEKPO-
30B, TIOZIABIICHUS PEIIPOAYKTUBHBIX BO3MOKHOCTEH paCTeHHH, yXy/IIIe-
Hus kadecTBa mionoB (Mahajan, Tuteja, 2005; Maul et al., 2008; Poire
et al., 2010). [Ipu gelicTBHMM NOHMKEHHBIX TEMIIEpaTyp Ha TETIONIO0H-
BbIE U XOJIOAOCTOMKHIE PACTEHUs HAOIIOAAIOTCS pa3InYHbIC HAPYILICHUS
pocTa: yMEHBIIAeTcs ChIpas Macca W HAKOIUIEHHWE CyXOTO BEIIecTBa,
CHIDKACTCS BBICOTA OXJIAKICHHBEX. PACTCHHH, TOPMOSHTCS POCT JIH-

CThEB, TOOETOB ¥ KOPHS (Equlzz a‘ 2001; Ercoli et al., 2004).
Oxnax/eHne B 30He KORHS CHIDKAGEIIOCTYILICHUE BOABI U3 KOPHEH
13-3a CHIKEHHUS TEMIIEPATYPbI* THTage LH‘B pacTBopa ¥ yMEHBIICHHS
THJIPaBINYECKON MPQB é 0CT /?_BaeT nrcOaaHe MeXTy
Bw%mn K BO3PACTaHHUIO

h O

[@IPUMED, 32 CUCT U3ME-

deT BOCCTaHOBICHHE
;r

ac’ CHEHUSAMU B yNbTPaA-

. Hﬂgﬁ pggpymeHHe XJIOpOILIa-
CTOB 1 MHTOXOHJIphﬁ yM 'eHI/Ie aBM‘CPOBfI/I)\KOHI/I‘IeCTBa KpaxMalib-
HBIX I'PaHyJl, pacTsK TV “' Hl:[OB u q_{)haz[ rpaH, popMupoBanue

MEJKHUX IMy3bIPHKOB U3 PaH XJIOPOIBIACTOB, CKATUIMBAHUE JTHITH/I-
HBIX KaIleJieK B xnoponnacvéég KOH.f alys XpoOMaTuHa B sIIpax, Je-
NOJIMMEPU3alKs aKTHHOBBIX (rnaMenToB u MUKpoTpybouek (Kratsch,
Wise, 2000; Pokorna et al., 2004; ITonioB u np., 2007; Garbero et al.,
2012; Skyba et al., 2012). YV Gosnee ycTOWYMBBIX K HU3KUM TeMIIEpa-
TypaMm COPTOB YIBTPACTPYKTYpa JIMCTHEB MPU XOJOMOBOH 00paboTKe
MEHSIETCS] 3HAYNTEIILHO MEHbIIIE, YeM Y UyBCTBUTEIBHBIX K XOJIO/Y pac-
tenuii (Xu et al., 2008; Garbero et al., 2012).

HawuGonee ys3BUMBI K MOBPEKIAIONIEMY JISHCTBUIO XOJIOAA XJIO-
POILIACTBI, TIPU 3TOM OCBEIICHHE BO BPEMsI OXJIAXKJICHUS TOJIBKO yBE-
JTUYUBACT MOBPEXKICHHS. MHTEHCUBHOCTh (OTOCHHTE3a MPH HUZKHX
TeMIeparypax 3Ha4YMTEIbHO MaJaeT, MPOUCXOAUT obparumoe GoTonH-
rubupoBanue Gporocuctemsl Il U cHMKEHHE €€ aKTUBHOCTH, COIPOBO-
Kparoueecs orpanudennem noctymienus CO, yepes ycThuIa U Najie-
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HueM BHyTpeHHel konuentpauun CO, (Liu et al., 2012). Cumxenune
WHTEHCUBHOCTHU (DOTOCHHTE3a PU MOHMKEHHBIX TEMIIEpaTypax MOKET
OBITH clleICTBUEM (OTOOKMCIUTENILHOTO MOBPEXKICHHUST (HOTOCUCTEM
B MeMOpaHax XJIOPOIUIACTOB, MPOSBIISIIOIIETOCS B YCHJICHHH Mepe-
KHCHOTO OKHCIICHHS JMIMHUIOB, ACTpagalud XJI0opoQuIIoB, KapOTHHA,
KCaHTO(QWIIIIOB, OCIKOB M CHU)KEHHH aHTHOKUCIIUTEILHOW aKTHBHOCTH
Tkanei (Bonnecarrere et al., 2011; Liu et al., 2012), a Takxe naaeHus
conepxkanusi porocuHreTrueckux nurmentos (Garbero et al., 2011).
PaBHOBecHe MeXIy CKOpOCTSIMH NOBpexaeHus dporocuctemsl 11 u ee
penapanuu Kak pa3 ¥ omnpezaesnseT pyHKINOHAIbHYI0 aKTUBHOCTD (O-
tocucremsl Il mpu crpeccoBbix BOSIISI/ICTBI/IHX OKpY’Karollel cpensl,
TaK KaK CUJIbHBIH CBET, KaK OJUH m CTpeCCOBBIX (akTOpOB, BHI3BIBACT
noBperxkeHne porocucrems M, TOF a Kalésl:II/ISKOTeMHepaTypHOS BO3-
JeficTBHE MPUBOIUT K noz[a{gleﬂmo TIpQ napanuy, HTHrHOupyst
de novo cunre3 D1- 6eJ1Ka(:l{e 0 ' ée#apam/m ¢dorocucre-
wmbl 11 (AJIJIaXBepz[He Ty

OrpomHoOe 3Haqei=m 1 umﬁmpOBaHnﬂ KJIeT-
KH MMeeT MeMGpanHas KpMHapTMeHTa—
LU0 BOJHBIX. paCTdeE: ‘p_ HOL( 'COCTaBa U TIpea-
CTaBJISAET co&m TIPOTIAE ﬂ':" OB

 da3, 0 KOTOpOit
_ sakuunu. Ilokasano,
_fgepBﬁquM Y4aCTKOM IIO-
(Ue taetal., 1995, 2006;

pakarowero neﬁcmyf@qm' J
Heidervand, Amiri, 2010} T1o- ' OMy, "OAHOII3 OCHOBHBIX IPUYUH
HOBPEKIAIOIIETO JeHCTB 3 Honomq%ﬂb}loﬁ TeMmIepaTypsl Ha
TEIUIONIOOMBbBIC PACTEHUS SIBJIETCS Hap ne QyHKLIHOHAIBHOM aK-
TUBHOCTH MeMOpaH H3-3a Iep a HACBIIICHHBIX JXUPHBIX KHUCIOT,
BXOJSIIIMX B MX COCTaB, M3 KUIKOKPUCTAIUINIECKOTO COCTOSIHUS B CO-
CTOSTHUE TBEPJOTO Telis pu Hu3Kor temneparype (Heidervand, Amiri,
2010). DTo TPUBOIUT K MOTEPE TEKYYECTH, MOBBIMICHUIO BA3KOCTH,
CHIDKCHHIO BJICKTPUYECKON MPOBOJMMOCTH MEMOpaH U YBEIMUYCHHIO
WX TPOTOHHOW MPOBOIUMOCTH, COOTBETCTBEHHO — K M3MEHEHHIO HOH-
Horo Oananca, pH 1 Kk HEOIArONPUATHBIM CABUTIaM B OOMEHE BEILECTB
u rubenu pactenus (Kapaces u np., 1995; Yoshida et al., 1999; Verlues
et al., 2005). B pesynbrare ociiabeBarOT JIUIIKHO-OCIKOBBIC B3aHMO-
NEHCTBUS M YCUITMBAIOTCS B3aUMOICHCTBHSI «OeTOK—BOIHAsS (ha3ay, YTo
MPUBOJIUT K BEPTUKAIBLHOM MUTpaluu 0enkoB. Takum 00pa3om, pH 1o-
BpEeXJIEHUH MEeMOpaH MHOTHE MEMOpPaHHO-CBSI3aHHBIE OEJIKU TEpSIOT

9



I'maBa 1

CBOIO (p)EpPMEHTATHBHYIO aKTUBHOCTb, YTO BBI3BIBACT JAE3MHTEIPALHIO
Pa3IMYHbIX OMOXMMHUYECKHUX CUTHAJIBHBIX U ()ePMEHTATUBHBIX IIyTEH.

Hapymenune 6apbepHoil GyHKIMH MeMOpaH He MO3BOJISIET B HEOO-
XOJMMOM Mepe OCYLIECTBISTh M30JISHUI0O THUAPOIUTUIECKUX (epMeH-
TOB M HUCKJIIOYMTH aBTO(Aruio KiIeTku. BenencTBue morepu moiynpo-
HHIIAEMOCTH MEMOpaH TEPSETCS CIIOCOOHOCTh MEMOpPaH 00eCITeYHBATh
HaIpaBJICHHBII TPAHCIIOPT BOABI U META0OIUTOB, a TakKe OOMEH paz-
JUYHBIMHU MPOAYKTAMH METa00IM3Ma MEXKy KOMIIAPTMEHTAMH KIIETKH.
dazoBble MEPexobl KIETOYHBIX MEMOpaH BBI3BIBAIOT KOH(OPMAaIOH-
HbIE TIEPECTPONKN MEMOpPAaHHO-CBA3aHHBIX (DEPMEHTOB U HapyLICHUS
B MX (YHKIMOHMPOBAaHMH. B KIETKAX HAKAIIMBAIOTCH METAOOJHTEL,
TOKCUYECKHUE COCAUHEHUS, cnoco I{(e MPUBECTH K JaJbHEUIINM Hapy-
LICHMSIM. AJJANTAlHsl K HU3KUM TeMIICPAFypaM Ha ypOBHE MeMOpaH Ha-
MpaBjicHa Ha TO, YTOOBI daxpaHI/ITL HOE COCTOSTHUE MeMOpaHbI
W HE JIONyCTUTHh (a o@ro é‘p@ X0, )e TIPU HU3KHUX TeMIiepa-
Typax, HaanMepxaai?: P, O@KETIETa, yMEHbIIEHHS
KOHLEHTPALUH, 6em< ; [HOTO COCTaBa MeM-
opan (Kimimos, 200 = A

Ipn, Bosz[eHCTBﬁI/r a3ylOTesl AKTHBHBIE
(hopmbl KHQJIOpO)Ia (Ad YOT -QKHCITHTE bHBIIA
crpecc, anBo;puan K Pas iy
nenus (Gill, Tute]a 2010):Epera ADI
OomHbIe paIII/IKaJIBI".H/ Her f'I/I Ké’mpﬁ;e pas'spﬁqa}OTc;{ 10 BpEMEHU
KU3HU. OCHOBHBIMU %a 06 a3OBanéAq)K B XJIOPOIUIACTAX SIB-
ns0TCs PoTocucTeMsl | a B MI/ITdXQ
II snexTpoHTpaHCIOPTHOM b1 ADK 00ycITOBIeHBI KaK UX
HEMOCPEICTBEHHBIM nencmn§vf HA KJICTOYHBIE CTPYKTYPBI, TaK U TEM,
YTO OHM MOTYT MHHMIIMUPOBATh PEAKIMU NEPEKUCHOTO OKHCIICHUS JIU-
nuoB. AOK mMoryT pearupoBarh ¢ HEHACBIIICHHBIMH YKUPHBIMU KHCIIO-
TaMH, BBI3bIBAs MIEPCOKUCICHUE MEMOPAHHBIX JIMITUIOB TUIa3MaJIEMMBbI
Y IPYTHX BHYTPUKIETOYHBIX MeMOpaH. OKHCIeHne HOCUT CBOOOAHOPA-
JMKaIbHBIHA 1ernHol xapakrep. ADK MoryT BbI3BaTh OKCHIICHHE OCIIKOB,
B pe3yJbTare Yero uX aKTUBHOCTb MOXKET OBbITh MHTMOWPOBaHa U yCHIIe-
Ha YyBCTBHUTEIBHOCTH K MpOoTeNuTHIecKuM Bo3aeicTBusM (Gill, Tuteja,
2010). UpesmepHasi aKTHUBAIlAS IPOIECCOB IEPEKUCHOTO OKHCIICHUS
BBI3BIBACT CEPhE3HBIC M3MEHEHHS MEeMOpPaH, IPUBOJIS K CYIIECTBEHHBIM
HapyLICHUSAM HX CTPYKTYpHI U pyHkunii. Ha nmia3manemMme n3MeHeHus,
BbI3BaHHBIE NEPEKUCHBIM OKHCICHHEM, OCOOCHHO 3HAUYUMBbI, ITOCKOJIb-
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Ky 9Ta MeMOpaHa SBJISICTCS MOIIHEHIIINM 3aIlUTHBIM OaphepoM, uepe3
KOTOPBII OCYIIECTBISETCS PETYJSIIHS B3aMMOCBS3H KJIETKH C OKPY-
xarorier cpefoi. [Ipu 3ToM B MEMOpPaHHBIX JIMIUAAX YMEHBILACTCS
KOJIMYCECTBO HCHACBIINICHHBIX JXUPHBIX KHCJIOT, YTO COIIPOBOXKAACTCA
CHI)KEHUEM TEKyYeCTH MeMOpaH, a TaK)Ke YCHUIIMBACTCS UX MIPOHUIIAe-
MOCTB JIJISl BEIIECTB, KOTOPhIE B HOPMAILHBIX YCJIOBHUAX MOTYTb ITepeMe-
IIaThCS TOJBKO Yepe3 Crenu(uyecKrue KaHajbl, TOBPEKIAIOTCS OCIIKH,
B pe3yJibTaTe Yero HMHaKTUBUPYIOTCSl PELENTOPhl, (PepPMEHTHI U HOHHBIE
kaHaibl (Alonso et al., 1997). IlepekncHoe OKUCIIEHNE CIIOCOOHO M3Me-
HUTH (PYHKIIMU XJIOPOIUIACTOB 32 CYET HAPYIICHHUS CTPYKTYPHI OEIKOB
U JJUIIU 0B TUIIAKOUIHBIX MeM6paH }IaHpHMep, II0AaBJICHHUE aKTHBHO-
CTH acKOpOaTOKCHU/Ia3bl B TnnaKopm @chreHme pacteHuii Tomara
C colep KaHUeM aHTHCEHC-KOTH{HM FeHa aa}@oro (dbepMeHnTa, IpUBOIUIIA

K YBEIHUYCHHIO conepmaHHQMaJ{@HOB 0 Lnemz{a MTOBBIIIICHHUTO
BBIXO/ZIa DJICKTPOJIUTOB, HQI‘{I(I O eCKOI/I 3¢ heKkTUBHO-
CEp eC@QBLIX (axTopoB,

ctu porocuctemsr 11 (
OGpasysce mpu’ "B032

CHaBCKUit u nip., 2012;

BOJIAIT K HpOFpaMMpreM ‘ o
.Gmpeé'cq%lx (hakTOpOB MH-

Zhou et al., 2012). 'Q,ILHaK
TEHCHBHOCTh 06pa301§aH/H51 A
pacraert. [Ipu noHu>xeHH D pax am @Q CUIAHTHBIEC CUCTEMBI
TEIUIONIOOUBBIX PACTCHUH PABISIOTCSE cfho3paCTa}omnM YPOBHEM
A®DK 1 BO3ZHUKAIOIMX HA UX 06 BE II rcel, NPUBOASIINX K LIEM-
HeIM peaknusm [10J], o6ycn013n AKQUIAX Pa3BUTHE CUMIITOMOB XOJIO-
JoBoro noBpexaeHus (JIykarkus, 2002a, CunbkeBud u ap., 2011).
IlocTenenHoe BO3AEMCTBHE HU3KHMX OTPHILATENBHBIX TEMIIEpaTyp
Ha pacTeHWUsI MPUBOANT K 00pa30BaHUIO JIbjIa B MexkKiIeTHHKaxX (Pearce,
1988). Jlem B MEXKJIETHUKAX 00pa3yeTCsl paHbIIe, YeM BHYTPH KIICTOK
BCJICZICTBUE TOTO, YTO MEKKIIETOYHAS )KUAKOCTh UMEET 00JIee BHICOKYIO
TOYKY 3aMep3aHusi, 4YeM BHYTPHUKIIETOUHAs >KUAKOCTh. Hakoruienue
JbJa B MEXKJIETOYHOM IPOCTPAHCTBE MOXKET MPHUBECTH K (PH3HUECKO-
My pa3pylIeHUIO KIETOK U TKaHEeH, BEI3HIBAEMOMY, B YaCTHOCTH, CIIHIIA-
HUEM MEXKJIETOYHOTO JIbJa, KIETOYHOW CTeHKH U MeMOpaHbl. OHAKO
OOJIBIIMHCTBO MOBPEKACHUN MPOUCXOAUT M3-32 JETUApPATAlUH KIETOK
BO Bpems 3amopaxkuBanus (Beck et al., 2004). IIpu remmeparype Hroke
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HYJIsl TPAJAyCOB XUMUYECKUH MOTEHIUAI JIbJla MEHbIIIE, YeM XUMHUYe-
CKUH TIOTEHIHAN KUAKON Bofbl. [losToMy mpu 0Opa3oBaHnN MEXKIIe-
TOYHOTO JIb/Ia XUMHYECKUH IMOTEHIMAN C BHEIIHEH CTOPOHBI CTaHO-
BUTCS MEHbIIIE, YeM BHYTPHU KJIETKH, YTO, B CBOIO O4Yepe/b, IPUBOIUT
K MEpPEMEIEHUIO )KUIKONH BOJBI 110 TPaJUEHTy BOJHOIO MOTEHIMAJA
C BHYTpEHHEH CTOPOHBI BO BHEMIHIO. TouKa paBHOBECHS B 9TOM IPO-
[ecce 3aBUCUT KaK OT HA4yaJbHOM KOHIIEHTPALWU BHYTPHUKJIETOYHOTO
pacTBOpa, Tak M OT TEMIEPATypbl, KOTOPas HAMPSIMYIO OIpPEeseT X1-
mudeckuii moreHiman Boabl (Thomashow, 1998). HMccymaromee aeii-
CTBHE JIbJIa, HAXOMAAIIETOCS B MEXKJIETOYHHKAX, OCOOCHHO TIpH -
TENBHOM JCHCTBHM HH3KHMX TEMIEPATYP, CXOAHO C 00e3BOKHBAHUEM,
IIPOUCXOAAIINM IIpU 3acyxe 3d cyeT mcnapenus. Munynupyemas Xo-
JIOZIOM IeTUApATalis MOKET HPUBECTY(K PA3IHIHBIM MOCICACTBUSM,
IPUBOAIIMM K paspyIueRiuro KIICTOK TaKﬁ , KaK JeHaTypamnus OeIIKOB
u ux ocaxnenue. CTeHeHp RO JICTOK OT BBICYIITMBAHUS,
BBI3BAHHOTO o6pa39';£a‘ ¢ :

YPOBEHB Moposoycro
BOSI[CI/ICTBI/IC

TeMHepaTyp Ha pac—
_,I/IHOJII/ITI/I‘IGCKOI/I aK-

STOMITPOUCXOIUT YMEHBILIEHUE
&qhimﬁQQMeHLmeH CTEIEHU —

i

q)oc@aTManaTaHorﬂ:ayH 'oc@é’rw}annunjépona a TaKKe yBEIH-
YeHue cofepkanus Gpo OBOI- KhCJ{\éX\BI 1 30 ocOIUITHI0B.
MyrtaHTHBIE QOpPMBI a o cuca fa HEJIOCTaTOYHOH aKTHBHO-

CTBIO JiecaTypas, OTBETCTBEHH IX 3a 30BAHHE MOJMHEHACHIIICHHBIX
JIUTIHUJIOB, B HOPMaJIbHBIX TEM é'pa %]{Hx YCJIOBUSAX HE OTIUYAIOTCS OT
pacTeHuil IUKOTO THIIA, OJHAKO CHJIBHO YTHETAIOTCS Ha XOJIOAY — MpHU
60C (Wallis, Browse, 2002).

Taxum 00pa3oM, HU3KHE TTOJIOKUTENBHBIE U OTPUIIATEIIFHBIE TEM-
reparypbl 4acTO OKa3blBAaIOT MOBPEKIAIOLIECE ICHCTBUE HA PACTUTENb-
HBIE KJIETKHU.

Bo3speiicTBue HU3KON TeMIiepaTypbl Ha PACTCHUS COMPOBOXKIACT-
Csl 3HAYUTEIHHBIMH HM3MEHEHUSMH B TPOTEKAaHWUU (PH3UOIOTHUECKUX
1 OMOXMMUYECKUX MPOIIECCOB B KieTKaxX. ClencTBueM NepBUYHBIX Ha-
PYIICHUH, BEI3BAHHBIX BO3/ICHCTBUEM HEOIATOMPHUATHBIX YCIOBUH OKPY-
YKAIOIIEW CPEeJIbl, SIBIISICTCS MHAYKIIUS CHHTE3a CTPECCOBBIX OSJIKOB U OT-
JIENIbHBIX MPUCYIUX HOpMe OeNKoB Ha (hOHE IOJABICHUS TOTaJIHHOTO
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cuHTe3a Oenka (Karimzadeh et al., 2000; Guy et al., 2008). MexaHu3mbl
PETYISAIUH aKTUBHOCTH T€HOB, WHAYIIUPYEMBIX XOJOIOM, U B TOW WIIN
HMHOM CTEICHH MEHSIOLIUX UX IKCIIPECCHIO MPU HU3KUX TeMIIeparypax,
WHTCHCUBHO HUCCIICYIOTCS B CBSI3U C B&YKHOCTBIO TIPOOJIEMBI aJianTaiuu
pactenuii k Bo3zaeiicteuto xonona (Chinnusamy et al., 2006; Guy et al.,
2008; Solanke, Sharma, 2008; Heidarvand, Amiri, 2010). BoasmmHCTBO
W3BECTHBIX HAa CErOMHAIIHNN IE€Hbh T'€HOB OBLIM BBLIAEIIEHBI U3 OMOIMO-
tex kJJHK ¢ momomrpio metona anddpepeHnaibHOro CKpUHUPOBAHHUS,
KOTJIa MCIIOJIb3YIOTCSI HOpMaJIbHAsI POCTOBasI TEMIIeparypa U HU3Kas 1o-
JIO)KUTEIbHAS TEMIIepaTypa s NoJydYeHus pa3nuuHbix mys1oB MPHK.
DTHUM METOIOM BBIAEIISIOTCS T€HEI, IKEHPECCHs KOTOPBIX HHYLHPYETCs
HU3KOU Temreparypoi, a MPHK Hcc @eme TE€HOB IMPUCYTCTBYET Ha
OTHOCHUTEIIBHO BBICOKOM ypoBHe. Takum Q§pa30M ObLTH OOHAPYKEHBI

1 0XapaKTePU30BAHEI B pasHﬁfx I/ICCJ]CI[O TeMeKuX TabopaToPHX MHO-
1 nayenusi: COR (cold

TOYMCJIICHHBIC I'CHBI, HO}%)‘l
ASC—-(cold acclimation-

regulated), LTI (low:t é:’
~(cold-inducible), ERD

specific), RD (resthEiv -t
h : . MHor '31:.1{5( [EHOB, Ha-
pAy ¢ XOmQAOM, I/IH)Z[YIﬁ/IpyI'O o5l RAOKOWT 1 DipaTaLIEn, - COJICBBIM
CTpeCCOM B OTBGT Ha JCUEIBIE,A0CIIN’ ' (Kurke’la Frank,
ruchi-S 0 ughes,  Dunn, 1996;
ki, 2@%

ca et al,,2010). It wc-
'JIOlIO?G&EOQ‘II/IBQ%'TB pacTeHuit mMeeT
MYJIBTUT€HHBIH xapaKTep,(%ry "Baﬁ AKKIHMALINS BKIIOYACT M3Me-
HEHUs B YPOBHE SKCIPECCHIFZHEC ONBKHX &BEEH renoB (Hannah et al.,
2006; Kaplan et al., 2007). /56 @\2\

Yamaguchl Shmozakl Shm_
CIICTIOBaHHS HOKa3BIBa'E®; e

<

1.2. IIpucnoco6/ieHne pacTeHUil K NOHMKEHUIO TeMIlepaTypbl
OKpYysKalouiei cpeabl

CrocoOHOCTh MPOTHBONCHCTBOBATh MOBPEIKAAIONIEMY  BO3JICH-
CTBHMIO HU3KHMX TEMIIEpaTyp XapaKTEpHA JJIsi MHOTUX BHJOB PACTCHHUU
YMEpPEHHOTr0 KJnMara. Pa3HOOOpa3HbIe MPHUCIIOCOONICHUSI Ha Pa3HBIX
YPOBHSX CTPYKTYPHOH OpraHU3aIUK — OT MOJICKYJISIPHOTO JIO OPTaHU3-
MEHHOTO — TO3BOJISIFOT PACTCHUSIM aJIalITUPOBATHCSI K TAKUM BO37ICH-
crBusiM (Kmmrmos, 2001). PacTenus moka3bIBaroT 0ojiee BBEICOKYIO MO-
pO3OYCTOI>'I‘IPIBOCTB IMOCJIC UX SKCITIO3MLIMHU ITPU HU3KUX MOJIOKUTCIIbHBIX
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TeMIieparypax. DTOT MPOIEeCcC Ha3bIBACTCs 3aKaluBaHWeM. Bo Bpems
3aKaJTMBaHUS MMPOUCXOMAT Pa3HOOOpa3HbIe OMOXUMHUIECKHES, MOPQOIIO-
rUYeCKre ¥ (HU3HOJIOTHYCCKUE M3MEHEHHUS B PACTUTEIBHBIX KIETKaX,
MOJI'OTABJIUBAIOIINE MX K IEPCHECCHUIO MOPO30B: U3MEHCHHSI B 3KC-
MIPECCHH OMPE/IEIIEHHBIX TeHOB, TPAH3UEHTHOE YBEIMUYEHHUE COIepIKa-
Hus ABK, m3MeHeHus B cocTaBe MEMOpaHHBIX JTUITUIOB, HAKOITUICHHE
COBMECTHUMBIX OCMOJINTHUKOB (TIPOJIMH, OCTawWH, IOJHMOJBI M PacTBO-
pUMBIe caxapa), yBeJIWdeHHe YpoBHs aHTHOkcuIaHToB (Kacmepcka-
[Tamay,1983; Thomashow, 1998; Hare et al., 1998; Xin, Browse, 2000;
Shinozaki, Yamaguchi-Shinozaki, 2000; Taji et al., 2002; Hekneby et
al., 2006; Guy et al., 2008; Millq__rie_t..al_., 2008; Bonnecarrere et al., 2011).

buoxumuueckue u Gpuznoor; YCCKUE MU3MEHEHUS, IPOUCXOASAIINE
Y PacTCHHI IPH CHWKCHHH, TEMIICPATYPbl OKPYKAIOIIEH CPebl, 00y-
CJIOBJIEHBI PA3IHYHON aKFHBHOETBIO CCHH TE€X WJIK UHBIX TEHOB.
UccnenoBanms 1o B 1hicke }0\8‘ Hé/ raHMU3ain ITOA00HBIX
T€HOB, MX peryngggﬁ;‘n €eCOBOTO OTBETA pacTe-
HUH TIPOBOAATCS OC iCH 3HAYUTEbHbIN 00beM
CBeJIeHHIH B 3TOH 00NacTH, i Shinozaki, Yamaguchi-
Shinozaki;, 2000; KomecHuIeHK "'3; B'é“’qulKOB u zp.,
2004; Guy'et al., 2008; Hiray , 2010):. Uccnenosanns
TpaHCKpHnuHOEﬂoﬁ MOJTYJIst ' MsT XOJIOZ0BOM aKKIMMa-
LUK C chonbsdﬁe;glgeM"' ‘.‘.

M pash tti'H};i.-: \Kﬁ@}gﬁﬁg}g&}XZ'TCXHOHOFI/II\/’I oKa-
3aJIH, 4TO aKTHBHo“cTLB'--gj 2 Jig 1;}?%-’F§HQB\épanggdecnca PETYIUPYIOTCS
xonosiom (Fowler, Thomashows2002; wgqgét al., 2005).
OO0pa3yromiuecs B ML XOJIO 0 ctpecca B kietke ADK
BBI3HIBAIOT OBPEKICHHE ‘A MOpaH:/B" pe3y/bTaTe MHHIMAPOBAHHS
MIPOIIECCOB TEPEKHCHOTO 0K§€'J’Ieynr;’ mumunioB (Skyba et al., 2012).
B ¢usnonoruyeckux ycnoBusx nponaykuusi AOK tonko cOamancu-
poBaHa MEXaHM3MaMH HX CBSI3bIBaHUS. M30BITOYHOMY HAKOIUICHHUIO
A®DK mpensaTcTByeT CyLIECTBOBAHHE B PACTHTENBHBIX KIETKAaX aHTHU-
OKCHJIAHTHOM 3allIUTHOM CUCTEMBbI, KOMIIOHEHTAMHU KOTOPOM SIBJISIIOTCS
(depMeHTaTHBHBIC U HeepMEeHTaTUBHBIE aHTHOKCHIAHTHL. K depmen-
TaTUBHBIM aHTHOKCHJIAHTaM OTHOCSTCS CYNEPOCHIANCMYTa3a, Karaja-
3a, ackopOaTnepokcuaasa, IBasKoINEPOKCHIa3a, [yTaTHOHPEAYKTa3a
u ap. (Gill, Tuteja, 2010; Skyba et al., 2012; Kpecnasckmii u ap., 2012).
[eHoTHMTIUECKUE pa3nuvsl B aKTHBHOCTH ()EPMEHTOB aHTHOKCHIAHT-
HOM 3alUTHI paCTEHUH MOTYT MPOSBIATHCSA B UX PA3IMYHON YCTONYH-
BoCTH K Xo0jioay (CuabkeBHY U 11p., 2011). Baxneimumu vedepmenTta-
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TUBHBIMH aHTHOKCHAHTAMH, IEPEXBATYMKAMH CBOOOTHBIX PAUKAIIOB,
SIBIISIFOTCSL aCKOPOMHOBAsI KUCIIOTA, MIYTATHOH, MPOJHH, 0~-TOKO(epot,
kapotuHonbl, ¢uaBoHoab! (Gill, Tuteja, 2010; Sun et al., 2011; Zhou
et al., 2012). Haj3emHas u nmoji3eMHast 4aCTH TEILIOIOOUBBIX PACTCHUN
M0-pa3HOMY pearupyroT Ha XOJIOJJ0BOE BO3CHCTBHE: JIUCThs CIIOCOOHBI
MOJICP’KMBATh AKTHBHOCTh AHTHOKCHIAHTHON CHCTEMbI Ha 00Jiee BbI-
COKOM ypPOBHE, Y€M KOPHH, YTO MMO3BOJIsIeT UM d(h(HEeKTUBHEE TPOTHBO-
crosath HakorieHHo ADK u cHu3uTh nHTEHCUBHOCTH TporeccoB [1OJ]
(IToroB m 1p., 2010). [ToaTomMy OfHOM M3 TPUYUH HECTIOCOOHOCTH KOP-
HEBOM CHUCTEMBbI TCILUIOIIOOMBBIX PACTEHUH K 3aKaIMBAHUIO U MX THOEIH
TP HU3KOTEMIIEPATYPHOM CTPECCe, BO3MOXKHO, ABISCTCS yBEIHICHHE
HACBIIEHHOCTHU U 101U C2072 4 JKUPHBIXKHUCIIOT B JIMIKJIAX KIETOK KOP-
us (ITomos u ap., 2012). A NLY &

JIns IPeOIoNeHUs MOBPEKICHHUS
JOTOBOM CTpecce, pacTelus BHIpas:
UX CTaOMIIN3AIMH. Ta@% I
JINIUI0B MeM6paHI:I ‘Hamp
pOJIOB U cepe6p031/m !
HBIX KHCJIOT B COCTABe M‘eMGp 1

BO3MOXKHOTO TIPH XO-
[€IIEHHBIE MEXAHU3MBI

fliax ‘MENMOpaHHBIX CTe-
cmﬂ}eHHHx JKUD-

- g 151 peakuus KIECTKH,

: pbir—q‘;a%]iﬁwx MIePEXO/I0B JIU-
'annyrfie‘ckqpo C|09T0$IHI/I$I B TBEpIOE.
1ax_oKd3b ]L%)T KOMIIJICKCHOE BO3-

Uemura, 2006) *‘{TO pacem:
06yCJ'IOBJ'II/IBaIOH_[a$I'-CHJ/DKeH_
MUI0B MeMOpaH M3 ﬁm;ucor
Ha ¢asosble mporecchl B,

JIEHCTBUE MHOXKECTBO (haK , TAKHX' K o;mme XapaKTEPUCTUKU
MeMOpaH, JIMOTPOITHOE U TEPM Hoe OBOE TTOBE/ICHUE CMECH JTH-
MMAI0B B MeMOpaHaxX, KpHBU3HA C CTaB x MoHocsioeB (Uemura et al.,

2006). HMccnemoBaHusi TMOKa3bIBAIOT, YTO yBequeHne COOTHOIICHUS
docdaTrIUIIXOTMHA IPH XOJIOA0BOH aKKJIMMAIIMH MO3BOJISIET H30eXKaTh
nepexosa JUMUAHOTO OUCIION B OTAEIBHBIX YYacTKax MeMOpaHbl B MH-
BEPTUPOBaHHYIO TekcaroHabHYT0 (hazy (Uemura et al., 20006). Jlaxe Ha-
OJroZIaeMoe TIpU MMOHMKEHUH TEeMITePaTypbl B MEMOpaHax yBeJIMYEeHHUE
conepxkanusi (GocaruIUIITAHOIAMUHA, CKJIOHHOTO K 00pa30BaHUIO
WHBEPTHPOBAHHOM reKcaroHajJbHOH (asbl, BCIEACTBHUE €ro B3auMOAeH-
CTBHSI C IPYTUMHU JIMITUAAMHU U OCIIKaMU MeMOpaHbI, He MTPUBOUT K TI0-
BBIIIICHUIO BO3MOXKHOCTH TEpeXojia OT JIAMEJUISIPHONW K TeKcaroHallb-
HoOU (aze. YBenmuueHue copepkanus (HOcOIMIHUIOB U YMEHBLICHHUE
cofepkaHus 1epeOpOo3nuI0B NMPUBOAUT K YBEIMUYEHHUIO OBOJHEHHOCTH
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MeMOpaH ¥ YMEHBLICHUIO UCTUHHOW KPUBU3HBI COCTABHBIX MOHOCIIO-
€B, YTO, B CBOIO O4Yepelb, YMEHBIIAET TEMIEpaTypy (pazoBoro mnepexo-
Jla TUTUAO0B TUTa3MaTHIECKON MeMOpaHbI TIPH XOJIOOBOM aKKJIMMAITHH
(Uemura et al., 2006). HexoTopbie O€IKU-TIEPEHOCYUKHU JIMITAIOB MO-
IYT TPAaHCIIOPTHPOBATh JKUPHBIC KUCIOTHI M JIMIHUIBI MEXIY BHYTpPHU-
KJIETOYHBIMH OPTaHeIIaMH, CIIOCOOCTBYS MOBBIIICHUIO YCTOMYMBOCTH
pactenuii k Mmopo3y (Guo et al., 2013). V apabuorncuca, Hanpumep,
YCT@HOBJICHO, YTO IUIa3MaTH4ecKue MeMOpaHbl He3aKaJIeHHBIX pacTe-
HUH 10J AEHCTBHEM XOJI0/1a TIOIBEPratoTCsl HHIYLIUPOBAHHOMY JIM3HCY
1 (OPMUPOBAHNIO UHBEPTHPOBAHHON T'€KCArOHAIBHON (ha3bl JINIH/IOB,
a MeMOpaHbI 3aKaJICHHBIX pacTeHgil — HeT (Webb et al., 1994). IToka-
3aHa 0ojiee BBICOKas TeKyuecThMeMOpaH KJIETOK JIMCThEB 3aKaleHHBIX
pacTeHuii MOpo30ycToitinBQro-copra Niuponosckas 808 mo cpasHe-
HUIO C MaJIOMOPO30CTOMKGH mmenuugi copra [ensamo 62 (Vigh et al.,
1979). Ananus usm K T&f‘ cocraBa MeMOpaHHBIX
JIUIIUJOB Y XOJIO)E[SY SIp of-é:i IIICHUIBI 1 NbIpeit-
HUKa CHOMPCKQIO“H 0Jioay “371aKa KyKypy3bl IPH
JEUCTBUU HUBKOM | ATy ). PASITIYHAs CIIOCOOHOCTh
STHX PACTEHHIL AMANTAPOBAT MHCHUEM Y XOTOMO-

yCTOWYUBBIX - BUJIOB . KaHMs 0-THHOJIECHOBOMH,
a He JII/IHOJIe'i?:éI};_KI/ICJI("),,‘ (1 : 010).:
Monn@nxziﬁ}@,ﬂﬁﬁ'[ I ._pp*(')ggngﬂﬂmaﬂ B Mporiecce
AKKJIMMaLK paCTéﬁ"@?I___ ! OJLY; O ,Ag'_:u‘etihggg*rkc;[ aKTHBAIlMEH HEKO-
TOPBIX ()EPMEHTOB, HALIPUM MuHODOC Sitviazrpanciokassl ALAL

TPAHCMEMOPAHHYIO ACHMMETPHIO IT Horo Oucnost (Gomus et al.,
2000). B cycrieH3HOHHBIX KY. ypa@KHeTOK BUHOTpAaJa U SA0I0OHH 3a-
KaJHMBaHUE NMPHUBOIUT K YMEHBUICHUIO TIOP B KJIETOYHOW cTeHke. [lpu
3aKaJMBaHUH HEKOTOPBIX BEYHO3EJICHBIX PACTCHUH B TKAHIX JIMCTHEB
YBEJIMUMBACTCS KJIETOYHOE HATSDKEHHME, CHOCOOCTBYyloIIee OOb-
el yCTOWYMBOCTH K W3MEHEHHWI0 00beMa KJIETOK NPH 3aMep3aHuu
(Rajashekar, Lafta, 1996).

Kpome Toro, KpHONpoTEeKTOpHOE ACHCTBHE Ha MEMOPaHHYIO CH-
CTeMy KJIETKM OKa3bIBalOT W BOJOpacTBOpUMbIe yrneBonsl (Bertrand
etal., 2011), Tak kak Oarogapst CBOeMy 3aIIUTHOMY JCHCTBHIO HA MEM-
OpaHHYIO CHCTEMY KIIETKH, METa00IMUYeCKOMY JICHCTBUIO, YMEHbBIIAIO-
[IeMy MHTEHCHBHOCTb BHEKJIETOUHOTO JIbJ000OPa30BaHUs, PE3CPBHOMY
JeiicTBUI0, 00eCTIeYNBAIOIIEMY BECEHHEE OTPACTAHUE JINCTHEB, ITOBBI-
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Bosoeticmeue eunomepmuu Ha pacmenust

MIAIOT YCTOMYMBOCTh PACTCHUH K HU3KUM Temiieparypam. Hampuwmep,
caxapo3a, CBSI3bIBasICh C MeMOpaHaMH, CTAOMIIM3UPYET UX TIPH CHIIBHOM
oxnaxaeHnu. Kpome Toro, caxaposa CIIy)KUT HCTOYHHKOM Ul CHHTE3a
JIPYTUX COEAUHEHMH, MOBBIIIAIOIINX YCTOHYUMBOCTh K JEHUCTBUIO MO-
po3a, Hanpumep, (GPYyKTaHOB, TaKKE CTAOWIM3UPYIOIIUX KICTOYHBIC
MeMOpaHbl ¥ HPEeIOTBPANIAIONINX MX MOBPEXICHUE NMPU 3aMep3aHuN
(Sandve et al., 2011; Bertrand, 2011; Pagter et al., 2011). Onpeneren-
HYIO POJIb B TOBBIIICHUN YCTOHYMBOCTH PACTUTEIBHBIX KIETOK K 00e-
3BOXKMBAHMIO UTPAIOT OJIMTOCAXapuabl cemercTBa padHUHO3BI, TaKkue
Kak padpuHO3a U CTaXM03a, KOTOPbIE MIUPOKO PacHpOCTPAHEHBI CPEIN
pacTenuii u Ciy’Kar KaKk TPAaHCIOPTHEIMU MeTabO0IUTaMH, TaK H 3aIac-
HeIMU yriieBogamu (Iftime et al. 26 1)}I g pa3BUTHS yCTOWYMBOCTH
K BBICYIIMBAHHUIO KPUTHYECKHM aantemﬂ@xopee COOTHOILICHUE pad-
(GUHO3BI U caxapo3bl, yeM oQiIl aHfie caxapos (Brenac et al.,
1997). B 3HaunTEeNHEHEL Pgé Y TajakTo3a B KJICT-
KaxX pacTeHMi HaKaﬂﬂ% NE»3aCYXH, BBICOKHX
KOHLICHTpaLII/II/I CO.l'IeI/I n T 1 ',-BOBJ'IC‘{CHHOCTB
1 Pecéa B PAaCTEHH-

BePXIKCHpPeCC] ia AtGoJS2, xonu-
pyromero ranaxTHHoncn ' a3,. aTanapyIOUIy IO  HepBbIil 3Tan 61o-
1 DP-ra ShL, Y I3bIBAJIO YBEITMUCHUE

a(bqgnﬂosbr HOBBIIIAOIIEE

9HJIOT€HHOTO conép}l(alinﬂ I ol1a, W pagy

YCTOHYMBOCTD PACTEHMH /K (;y(Tajruetal, 2@92). B TpaHCreHHBIX
pacTeHusx apabMIOICHCA. ¢ HHOU D €CCUell CMHTAa3bl CTa-
XHMO3bI IOKA3aHO, YTO HAKO € CTaxHO3BIB' LIUTOIIA3ME, TPAHCIOPT
KOTOPOW B TUTACTHJIBI 3anyz[ﬂé§ M3-33 s@FCYTCTBHUA CHEIU(HUICCKOrO
IEPEHOCYNKA, HE MPUBOAMIIO K YEUIICHHIO MOPO30YCTOHYMBOCTH, YTO
MOJITBEPKAACT TPEANOJIOKECHHE O TMPOTECKTUBHBIX CBOMCTBAX OJIMIO-
caxapuioB ceMeicTBa pad@UHO3BI B OTHOIICHUM THJIAKOUIOB, HO HE
ra3mMarudecknx mMemopan (Iftime et al., 2011). B oTBer Ha nmelicTBue
a0MOTHYIECKHUX CTPECCOBEIX (haKTOPOB (3acyxa, 3aCOJICHHUE, XOJIOT) MHO-
M€ PacTCHUs HAKaIUIMBAIOT B KJIETKAX CBOOOIHBIN MPOJIUH, KOTOPBIH
MOXET CTa0WJIM3UPOBATh BHYTPUKIETOUHBIC CTPYKTYphl (Nanjo et al.,
1999; Chen, Li, 2002; Laura et al., 2010; Hadi et al., 2011). ITonase-
HUE JeTpajaliiil MPOJIMHA B TPAHCTEHHBIX PACTEHUSIX apaduuorcuca,
coaepkammx kJIHK mponmuaerunporeHassl B oOpaTHOM MocienoBa-
TEJIBHOCTH, CITIOCOOCTBOBAJIO MOBBIIICHUIO YCTOMYUBOCTH TAKUX PaCcTe-
HUH K MOPO3Y H 3aCOJICHUIO TI0 CPAaBHEHUIO C PACTECHHUSIMH JHKOTO THTIA
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(Nanjo et al., 1999). Takum o6pa3om, IpoJIrH, 00pa3yIOMNUi COBMECTH-
MBbI€ PAacTBOPHI, YUaCTBYET B 3aIUTE KJIETOYHBIX MEMOpaH U JIPYTHX
MaKpOMOJIEKYJI OT BBI3BAHHOTO MOPO30M BBICYIIMBAHHS, U SIBISIETCS
YacThl0 MEXaHMW3Ma aJalTalul K HEKOTOPBIM a0MOTHYECKHM CTpec-
cam (Hadi et al., 2011). CnenoBarensHo, 4eM OOJIbIIe HAKATUIMBACTCS
COEIMHEHHH, CITOCOOHBIX CBS3BIBATH 3HAYMTEIHHBIE KOIMYECTBA BOPHI,
TeM 0oJIbIe CIOCOOHOCTh KJIIETKH K BEDKUBAHHIO B YCIIOBHSIX HU3KHX
temneparyp. OcoOeHHO OTUETIMBO ITO AOKA3aHO HA IPUMepe PacTeHUI
C U3MEHEHHBIM F€HOMOM. Hampumep, TpaHCTEHHBIE PAaCTEHUs KyKypy-
361, cofiepkamme TeH betd u3 E. coli, Komupyomuid XOIHHIETHIPOTe-
Ha3y, HAKAILTHBAIIM 3HAYUTENHHO OONbIIEe KOTUYECTBO MIHIHHOCTAH-
HA, YeM paCTEHUS UKOIO Tpma q,an et al., 2004). Takue pacreHHs
IOKa3bIBaIK 00JIee BBICOKYH) CHOCOOHQETH K POPACTAHHIO, 00Maay
TOBBIIICHHON YCTONYHBOETHIO K TIoBp IIIeMy BO3JICHCTBHIO XOJIO-
Jla Ha MeMOpaHbI, MH due 5. ‘

OKa3bIBaeT 3aHII/ITHI:§I’
BBIX YCIOBHSIX (Saka

' IPEATIONOKUTH, YTO
X paéTeme croco0-
MBHOGIH HTQ) _ Tpeccye, B TOM YHC-
e q)epMeHI’OB MeTab0; H3M AXAPOB ", AMUHOKHMCIOT;. 10 CPABHEHHIO
c paCTeHHﬁMmﬂﬂKoro’ ' 0.1 ! B
B KJICTKAX caxapDB u CBO_ [{bIX Al ﬁcﬂoT FJIaBHLIM obpaszom ana-
HUHA, [Ty TAMHHOBOX /KI/I' I rnﬂﬁm ee I;a, 1 COOTBETCTBECHHO —
K YJIy4lICHUIO OCMop?mH pu CTpC pIX ycnoBusix. Crnemyer
OTMETHUTh, YTO COBMEC € OCMOJIUT CI/IHTGBI/IpyIOTC}I MHOTHMH
OpraHM3MaMH, OT GaKTepHit-f mHBOT{h, U pacTeHHUH, B OTBET Ha BHI-
CYIIMBAHME, OCMOTHYECKHUI CTPECC, 3acCoNeHne U BO3ICHCTBUE HU3KUX
TEeMIeparyp W, MO-BHIUMOMY, YYacCTBYIOT B CTaOWJIM3al[MA YyBCTBH-
TEJIBHBIX KIIETOYHBIX KOMIIOHEHTOB B YCIIOBHSX cTpecca. OHHU MOBbINIA-
IOT OCMOTHYECKHI OTEHIIMAI U, YITydIlasi BOJHBINA CTAaTyC, COXPaHSIOT
KIICTOYHBIH 00bEeM INpH 3aMep3aHuH, CTAOWIM3UPYIOT CTPYKTYpY Ma-
KpPOMOJICKYJI, HalipuMep, OCIKOB, MPEUMYIIECTBEHHBIM HCKIIOUCHUEM
W3 X THAPATHBIX 000J104eK Apyrux Mosnekys oenkos (Timasheff, 1993),
CIIOCOOCTBYIOT BOCCTAQHABJIMBAHUIO CTPYKTYPHI JICHATypHUPOBAHHBIX
OenmkoB ¢ moMoteio TmareporoB (Diamant et al., 2001), crabumusupy-
10T MeMOpaHbl BO Bpems 3amep3anusi—orransanus (Crowe et al., 1990).

Cy1iecTBeHHasl pojib B aJaNTalMd PACTEHUH K HU3KHM TeMIlepa-
TypaMm NpHUHAUISKUT OenkaMm. B crabmnmzanmm MeMOpaH THIAKOWIOB
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JIUCTHER POIOACHPOHA MPH XOJOMOBON aKKIMMAIMU, COOTBETCTBEHHO
B 3aluTe OTOCHHTETHYECKOTO armapara OT XOJOJa U IMOBBIIICHHOTO
COJIHEYHOTO W3JYYEHUs] B 3MMHEE BPEMs, UTPAET CHHTE3 PaHHUX HH-
nyuupoBaHHbIX cBeToM OenkoB (ELIPs, Early Light-Induced Proteins)
(Peng et al., 2008). Iloka3aHo 3amMTHOE ACWCTBUE OEITKa KPUOIIPOTEK-
THHA JIUCTHEB KAIYCThl HA M30JIMPOBAHHBIC THUIIAKOWBI MPH 3aMOpa-
xuanur—orranBannu (Hincha et al., 2001). YBenuueHne akTHBHOCTH
CHUHTE3a aKTHH-CBSI3BIBAIOILETO OEJKa, y4acTBYIOLIETO B ACMOIMMEpPU-
32l MUKPOTPYOOYEK M aKTHHOBBIX (PMIIaMEHTOB, CIIOCOOCTBYET J0-
CTYDKCHHUIO OOJBIIECH TEKYYeCTH TUIa3MaTHIYeCKOd MeMOpaHbl BO BpeMsi
XOJI0/[0BO¥ aKKIMMALNH Y PACTCHUM JULICHHLIEI (Danyluk et al., 1996).
V MOpO30CTOMKHX pacTeHUH BaXHYHQ pOIb UTPAIOT aHTU(PU3HbIE Oel-
KU, HHIHOUPYIOLIUE POCT KPUETAIOB JIbJ 1 00CCIeUNBAIOIINE CHU-
JKEHHE TEMIIEPATYPhI 3aMep3aHHs BOJIbI, HEIIKH, AHATOTHYHBIE 110 (YHK-
AW ¥ MOJICKYJISIPHON M cé 16 XY ,?,Ka, Oenku cemericTBa
AeruapuHoB. B passucy WUACTBYIOT TaK Ha3bIBae-
mbie COR-Genku (6enkn JOUCBOE 3HAYEHHE IS
3aIycKa 1 KOOPAMHALH ol T'imynﬂum XOIT0-
JIOM 3KCTIPECCHH TSHOB, KOMHPY) PEHCTIIH 1 TPAHC-
JyKIMU CUTHAlla; a TaKiKe ek £

CnocoGHOCTE - TOPMO3HLS
CTaIIoB J1bJa NpH-TeMiepary
3aHHSA, TO €CTh B cdm"’(,),lj__y’
KJIETKAM PacTEeHUH Bmc%ﬁ
(Hacker et al., 2011). ‘

Jerunpararys ﬂBMeTCH’?%;/ITeHHJ@I\a\KOMHOHeHTOM HU3KOTEM-
neparypHoro crpecca. Jleiicteu HI).HO%BIHO [IOKa3aHO, YTO HEKOTO-
pble pacTeHUs YBEIUYMBAIOT CBOIO YCTOWYHBOCTH K BO3/ICHCTBHIO XO-
noja B oTBeT Ha aeruaparanuto (Guy et al., 1992; Thomashow, 1998;
Yamaguchi-Shinozaki, Shinozaki, 2006). MonekymspHas oCHOBa Tiepe-
KPECTHOM 3allUThl €lle He MOJHOCTHIO SICHA; TIO-BHIUMOMY, JIJIsI pas-
BUTHSI YCTOHYHMBOCTU K 0OOUM CTPECCOBBIM BO3JCHCTBUSAM PACTCHUSM
HEOOXOUMBI CXOIHBIC N3MEHEHUS B KJICTKAX, YTO BBI3bIBACT HA OIpE/ie-
JICHHBIX JTalax ajanTaiuy SKCIPECCHIO OJHUX M TEX K€ [CHOB U Ha-
KOTUICHHE HWACHTHYHBIX BemecTB (Yamaguchi-Shinozaki, Shinozaki,
2006; Janska, 2010).

[lokazano, 4To B pacTeHHAX apaOHIOICUCa CYLIECTBYET KOppes-
UST MEXLy cofiepykaHueM (IaBOHOHMIOB U MOpo3ocToiikocThio (Korn
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et al., 2008). ®yHkuuIo 3aKUTH (OTOCHUHTETUUECKOTO anmapara u Hell-
Tpaau3alyy CBOOOIHBIX PaJMKaIOB BBIIOIHSACT HHAYLUPYEMOE HU3KO-
TEMIIEPaTYpPHBIM BO3EHCTBUEM HAKOIIJIEHHE AHTOLIMAHA B IPOPOCTKAX
apabugoncuca (Zhang et al., 2011).

TakuM 00pa3zoM, pacTeHHss MOTYT MPHOOPETATh CBOMCTBA MOPO-
30CTOMKOCTH, MPOXO/sSI HECKOJIBKO ITAloB 3aKaJUBaHMS, BO BPEMs KO-
TOPBIX aKTUBU3UPYETCS BECh KOMILJIEKC 3aIIUTHBIX CPEJICTB PAaCTCHMS.
B memOpaHax Bo3pacTaer cojiep’kaHHe HEHACHIIIEHHBIX JKUPHBIX KHC-
JI0T, TIO3BOJIAIOIIEE MOAIEPKUBATH BEICOKYIO IPOHUIIAEMOCTh MeMOpaH
IPpU 3aMOpPAKUBAaHUM, IOBBIIIACTCS YCTONUMBOCTh ILIa3MaTHYECKUX
MeMOpaH K pa3pblBaM, CHIDKAETCSA TOUKA 3aMEP3aHUs LMTOMIA3MBL,
OTMEUAeTCsl HEKOTOpOe yMeHB;!ﬁ HH;G KOJIMYECTBA BHYTPHUKICTOUHOMN
BOJbI, YTO TOPMO3UT 06pasg§aﬁgc_=} BHYTRUKJICTOHOTO JIb/IA.




I'masa 2. PYHKIIUU BEJIKOB,
PEI'YJIMPYEMBIX XOJ10I0OM

N3BecTHO, 4TO HecHenU(PUUSCKUM CTPECCOBBIM OTBETOM pacTe-
HUH SBJISICTCS] CHMDKEHUE TOTAIBHON aKTHUBHOCTH CHHTETHYECKHX IMPO-
LIECCOB U Jierpajaius OCJIOKCHHTE3UPYIOIIETO anmnapara. DTH U3MEHe-
HUS B METa0OJIM3ME KJICTOK HAIPaBICHBI HA OCIIa0JCHUE TIOCICICTBUI
BO3/ICHCTBUS HEOMArONPUATHBIX BHEPHUX (AKTOPOB, B TOM 4HCIIE Ha
cunTe3 Geka. MHOTOYHCIIEHHbIE HCCIIEMOBAHMUS CBUIETELCTBYIOT, YTO
X0JIO/IOBOE 3aKaIMBAHHE BbI3bIBACT 3HAYNTENILHBIC N3MEHCHHUS B COCTa-
BE PACTBOPHMBIX OEIKOB @eHI/m (M aapafta et al., 1987; Robertson
et al., 1988; Perras, Sq%b anck, 1990; Nordin
et al., 1991; Gilmour Q:[ 1 Va,!f1_§992; Moreno et al.,
1994 KoneCHquHKO 1 1p a9 ot 4 06; Huang et al.,
2011; Hsu et al. 2011

] 'OBafiﬂg;} MHKpO-
1 M3MEHEHHOM DKC-
JIyquHa;I METOJIOM
) oﬂé C: '-{YBCTBI/ITGJII)HI)IMI/I
B :Fheaﬂsm Fqsguca pratensis, TIpo-

IPECCUY FeHOB npﬁxonozt )
BBIUUTAIOIIEH rH6pﬁzm3a' ’
K XOJIOLOBOMU aKKnnMa{mn

AITBHO DKCTIPECCHPYIOIIHECS T (Rudi , 2011). beuto mokasaso,
g10 nuddepeHnnanpHas 3Kcnpe§zhﬂ T@IBKO 7 TCHOB acCOIMHMpPOBaHA
C pa3auuUsIMU B YPOBHE MOpOSOCTOI/IKOCTI/I Cpenn aHrx QM-mmogo0HbIE
n TPT-mogoOHbIe TeHbl. QM-TeH BIiepBbIe OBLI OXapaKTePU30BaH Kak
TeH, MOJABJISIFOIINI POCT Omyxouel, (DyHKIIMOHAIBHOE 3HaYeHUE KOTO-
poro 3akirodaercsi B BO3MOKHOCTH cBs3biBarkesi ¢ JJHK u perymupo-
Bath TpaHckpunmuroo (Oh et al., 2002). QM-0e10k B pacTeHUsX, BO3-
MOYKHO, YYaCTBYET B PETYJISALUHN TPAHCKPHUIILIUU T€HOB CHHTE3a IIPOJINHA
(Rudi et al., 2011). TPT-nomoOHbBIC TeHBI KOAUPYIOT TpUo30hochar/
¢docdar TpaHCIOKaTOphl — OCNIKH, JOKAJTU30BAHHBIC HA XJIOPOILIACT-
HBIX MeMOpaHaxX ¥ OTBETCTBEHHBIEC 3a MIEPEHOC Caxapo3bl B IIUTOIIA3-
My. [IpOTEOMHBIMU HCCIIEIOBAHUSAMHU JBYX PazIHYArOIIUXCSl MO MO-
pO30yCTOMYMBOCTU JUHUN F. pratensis Tpu XOJIOAOBOW aKKJIMMalWA
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OBUIO TIOKA3aHO, YTO XOJIOJIOBAasi aKKJIMMAIWs BbI3Baja Y HUX H3MEHe-
HUs B conepykannn S1 6enka (Sandve et al., 2011). bonbiree konmrmdaecTBo
U3 9THX OEJKOB OTHOCHIIUCH K O€JKaM, HEIMOCPEICTBEHHO CBSI3aHHBIX
¢ oTocuHTE30M, UTO MOTUEPKHUBACT 3HAYCHUE (DYHKIHOHUPOBAHUS (o-
TOCHHTE3UPYIOILETO anIapara Ipy X0JI010BOM CTPECCe IS JOCTHKEHUS
HEOOXOIMMOTO YPOBHS MOPO30yCTOWYHBOCTH. Kpome Toro, n3MeHsII0Ch
coiepKaHue Takux 0enkoB, kak S0S pudbocomusrit 6emok L10 u 30S pu-
0ocomHbIii Oertok S10 u3 xnoporutactoB, ADP-irtoko3onupodocdarasa,
ADP-pubo3nnupyromuii pakrop 1, moOyaun 2. [lporeoMHbIe TOAXOBI
K M3YYEHHUIO XOJIOJOBOIO OTBETA ABYX JIMHUU Pisum sativum L., oTiau-
YAIOLUXCS  XOION0YCTOMYMBOCTRO, - TIO3BOIIIIA HneHTmbnunpOBaTL
68 GeIKOB, CB3AHHBIX C OTBETAM axonoa u 32 Genka nocne BO3aei-
creust Moposa (Dumont et4al., 2011). Epenu Genkos, MOKa3bIBAOLIMX
TTOBBIIIIEHHOE coz[epxcamﬁ TRV OX Tk CHJIY, 3HAYMTEIILHOE YUCIIO CO-
CTaBJsLTH OeJiKy, 3e, OCJNKH «IOMAIIHETO
XO3SICTBaY, a TaKK K%-épaHI/IJI repaHusl Hpo-
(ocdarcunrasa, yq " g HI/I FepaHuIl TUPOpoC-
(ara — mpexypcop:; am}Tz[eer[poreH%a
dHOMNA3a. o e
Bo3HMKHOBCHHUE Y«
LIECCOM U BXLH—HO pas
IeMy BpeMEHU Qupez[e
HOB GEJIKOB XOJIOAOBOIO M

16TCSL CITOKHBIM TIpO-
IYPMORY : ﬁ%ﬁ 0 passurue. K nacros-
Bi. I-fy COTY ;g:ﬁma oc{IeI[OBaTenLHOCTH re-
Mi?omx‘ @paCTeHHH (Guo et al.,
1992; Cattivelli, Bartels, U;"Neven ef, (;,31 1993; Laberge et al.,
1993; Kurkela, Frank, 1 ordin et a ‘b91 Lin, Tomashow, 1992;
Yamaguchi-Shinozaki, Shi ki, 1994+ White et al., 1994; Yamaguchi-
Shinozaki, Shinozaki, 2006; ﬁ'sk.a al., 2009; TamanoBa u ap., 2009).
B T0 ke Bpemst He TS BCeX M3 HUX ONpeeNieHbl HX (DYHKIWH in Vivo.

2.1. ®epmeHTHI

ITpn x01010BOM CTpecce aKTUBHOCTh (DEPMEHTOB MEHSIETCS B Pa3-
HON creneHu. IloHm:KeHHE TemIeparypbl OKpY:KAKOLIEH Cpelbl BbI-
3bIBAJIO YBEJIMYCHUE AKTHBHOCTU THOJIOBBIX NpOTEa3, 0OeCleueHHOE
WHAYKOUEH SKCIIPECCHU MPOTEa3HOro I'eHa, YTO HeoOXOAMMO s Je-
rpajaly MOJIUIENTHIOB, IeHATyPUPOBAHHBIX HU3KHMHU TEMIIEpaTypa-
mu (Schaffer, Fischer, 1988). V apaOuoricuca rnpu XoJI0l0BOM cTpecce
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HPOUCXOIUT MHAYKIMS T€HOB KHWHA3bl puOOcoMHOro Oemka S6. Bos-
MOXHO, (OCQOPIINPOBAHIE ATOTO PHOOCOMHOTO OellKa CTII0COOCTBY-
eT TMOoJIePKaHuI0 OEJIKOBOTO CHHTE3a B ycioBuUsx crpecca (Mizoguchi
et al., 1995). B npopocTkax MNIICHUIbI 3HAYUTEIILHOE YBEIIMYCHUEC aK-
TUBHOCTHU IIMCTEMHOBBIX MPOTEHHA3 IOKAa3aHO MPU MX JETUAPATaLUH,
B TO BpeMsI KaK XOJIOIOBasi aKKJIMMAIHs MOAABIsUIa (PepMEHTATUBHYIO
axktuBHOCTD (Grudkowska, Zagdanska, 2010). PeryssitopHast posb mpo-
TEOJM3MCa MHOTO3HA4YHA M BKIIIOYACT yAajieHne He(yHKIHOHAIBHBIX
0eJIKOB, MOJAEP)KAaHUE CTEXMOMETPHUYECKOTO KOJHUYECTBA CyObEANHUIL
(epMeHTOB, 0CBOOOKIEHHE aMUHOKHCIIOT /ISl PELUKIMHTA M aKTHBa-
MM HEKOTOPHIX OEJIKOB. llerpana__u.yyl.._ OC/IKOB B PACTCHHUSIX SIBIACTCS
CIOKHBIM U CTPOTO PETYIMPYEMBM JfJOLECCOM, BKIHOYAIOIMIMM MHO-
JKECTBEHHBIE MPOTEOIUTUYECKYE HyTH ‘B PRIMHBIX KOMHApTMEHTaX
knetku. OOHApykeHo, 4ToqIpH Xouozg BONYAKKITMMAIIMA HEKOTOPBIX
pacTeHU WHIYIHPYET &3 Reyes et al., 2001;
Gupta, Deswal, 2012% Hsic @'};-xonnqecmo U UH-
TEHCUBHOCTb OTAEIIbHbI SHTOB, KaK JIeHIMHAMU-
HOIIENTHA3a, 3CTepa dshet al.:" 2005)

AR HenacmmeH-
IECKY IO aflanranmio
i KPYKAIOLIEH CPE/IbI, B MEM-
T (b H‘T&;_ = 11eCaTYpashl KUPHEIX
997‘) "__S(Btagnqeﬁge KOJIMYECTBA JABOM-
HBIX CBSI3¢H B XKHPHBIX KACIOTA DKACT. Te Q%baTypy nepexoyia MeM-
OpaH u3 mHnKOKpHCTaJmH‘? a3bl B (ha3y'Tesis ¥ npuaaeT MeMOpa-
HaM HEOOXOJMMYIO CTETIeHb Tel(§r ecTH é{ ura et al., 2006). Hamuawne
B MeMOpaHax pacTeHHH TIOJNNHE dc’:m HBIX KHPHBIX KUCIIOT KOppe-
JUPYET C YCTOMYMBOCTBIO K HU3KUM TemIieparypam (Somerville, 1995;
Maali Amiri et al.,, 2010). Peakuust ¢epmeHTaTnBHOrO 00pa30BaHUs
JIBOIHOM CBSI3M B aI[MJIBHBIX IIETISIX KUPHBIX KUCIOT COCTOUT B CIIENTY-
IOIIEM: aKTHBHBIEC JeCaTypasbl CBA3BIBAIOT JIBA aTOMa TPEXBAJEHTHOTO
xKeJie3a, KOTopble (POPMUPYIOT aKTUBHBIH KOMILJIEKC C aTOMOM KHCIIO-
pona Fe—O—-Fe (Fox et al., 1993). OToT KOMILIEKC CITIOCOOEH pa3phIBaTh
HeakTuBHbIe —C—H— cBsi3u, nmpuBOIS K OOpa30BAHUIO JIBOMHBIX CBSI-
3¢t —C=C— B memsIx >KUPHBIX KHUCIOT. ClemoBaTeNbHO, IecaTyparus
JKUPHBIX KHACJIOT B NIMLEPOJUININIAX SIBISETCS BaKHEHUIIECH peakuuei,
HEOXOAMMOW AJIsl MOJACpKaHHusA (U3UUECKUX CBOWCTB MEMOpaHHBIX
aunuoB. Harmpumep, npyu HU3KUX TeMIlepaTypax YCHIMBACTCS CHHTE3
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Jiecarypasbl HaCBIIICHHBIX )KUPHBIX KUCIIOT U IpeanoiaraeMoro Oeka-
MEPEHOCUNKa JIUIH0B, KOTUPYEMBIX COOTBETCTBEHHO TeHoM FADS
y apabuorncuca (Gibson et al., 1994) u renom BLT4 stumens (Hughes,
Dunn, 1996). OHu, BepoSTHO, YBEIUYUBAIOT XOIOA0CTONKOCTh KICTOK,
W3MEHSIS COCTAB JIMIUI0B MeMOpaH. 3HaueHNE NOBBIILIEHHOTO COepIKa-
HUSl TTOJIMHEHACHIILIEHHBIX JKUPHBIX KHCJIOT B MeMOpaHax JINCTHEB IIO-
Ka3aHO Y Ha TPAHCTEHHBIX PACTEHUAX C BBEJICHHBIMHU I'€HAMH JIecaTypa3
(Acraxosa u jp., 2011).

Iospexnaromemy aelictBuro ADK, conep:kaHue KOTOpBIX TIpU
XOJIOOBOM CTpECCEe BO3PACTACT, HMPOTHBOCTOSAT AHTHOKHUCIIUTEIbHBIC
(bepMeHTEHI, B TIEPBYIO 04Yepe/ib, CYHCPOKCHUTUCMYTa3a (CON), xoropas
CHMKaeT KoHueHtpauuio O, , a’r MepoKcuaa3a 1 Karajaasa, ycrpa-
HslfoIpe n30bIToK nepexuceéii, oOpasosatibix COM u3 O, (Jlykarkus,
2002). PGI‘YJ'H/IpOBaHI/Ie d@pasOBaH @OF pocruraercst Takxke pazoo-
LIEHUEM OKHCIJICHHS (1)0 op 1 JIpY TIOMOLIM MMTOXOH-
JPUATBHBIX pa306u1 - ] eﬁinTaHOBHeHO YTO BBI-
JeTICHHBIA U Qxapa

; (byHKLH/H/I MHUTOXOH-
fe 1 BHIbIBAS TEPMO-
2000 3bIKOBA U [Ip.,

r.

u3 ,I[BYX aKTHBHocTﬁH CTPEgE f';orozﬁeﬂm 'E IJ;{B 0 — IPOOKCHIaHTHOM
Y aHTHOKCHJIAHTHOU S PUTCNEHOM KIT [&g\é npeobiagaeT aHTHOKCH-
JaHTHAS QYHKIMS (351 )1p 2002).Jaknm 00pa3oM, ¢ OHO# cTO-
POHBI, MUTOXOHIPUH SIBJIS OIHU OCHOBHBIX McTOUHHKOB ADK
BO BpeMs HI/I3KOTCMHepaTypHO$ CTpg@ca BBI3bIBAIOIINX OKUCIUTEIIBHOE
MOBPEXKICHUE MEMOpPaHHBIX JIMTIHJIOB, OCJNKOB, 8 TaKKe HYKJICHHOBBIX
KHCJIOT, C JIpyroi — B MUTOXOHJIPHUAX HUMEIOTCS MOIIHBIE aHTHOKHCIH-
TENIbHBIE CHCTEMBI, IO3BOJISIIOIIME KOHTPOJIMPOBATh HHTEHCHBHOCTH
niporieccoB [10JI (BoitrukoB u ap., 2004). BaxHyto poib B IETOKCHKA-
mmu ADK urpaer Takod MOIIHBIM aHTHOKCHIAHT KaK TIyTaTHOH, BOC-
CTaHOBJIEHHAs (hOpMa KOTOPOTO MOIACPKUBACTCS Ty TaTHOH PEAYKTa30M
(Shu et al., 2011). B noBbIeHnn yCTORYUBOCTH PaCTEHUM K CTpeccam,
PEryIMpPOBaHNN MX POCTAa BAXKHOE 3HAUYCHHE MMEET TaKkKe M Majarie-
THJpOTeHa3a — KITI0YeBOM (epMeHT B cHHTe3e Manara B kierke (Ding,
Ma, 2004). dns ynanenus ADK, oOpasyromuxcs pu cTpecce, pasiini-
HBIMH aHTHOKCHJAHTHBIMU (pepMEHTaMH TpeOyeTcs JOCTaTOYHO MHOTO
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SHEPIUH, a TIOBBIIICHNE aKTHBHOCTH MaJaT/IeruAPOreHa3bl 00eCIIeunBa-
€T BOBJICYCHHE B IMKJI TPUKAPOOHOBBIX KHCIOT OOJBIIEr0 KOJIMIECTBA
Masata Juis nojaepkku cuate3a ATD (Yao et al., 2011). B to e Bpemst
MOBBILIEHHE YHEPronoTPeOIeHUs] BeJeT K OTPaHHUYCHUIO JAaibHeWnIeh
reHepauun ADK. DuepreTndeckue pecypcebl, HEOOXOAUMBIE PACTUTEIb-
HOW KJIETKE B IPEOJIOJICHNH HEOIAarONPHUSITHRIX TEMITEPATYPHBIX yCIOBUH
obecrieurBaroTcst (hepMEeHTaMH, BOBJICUCHHBIMU B ITUKI TPUKAPOOHOBBIX
KHCJIOT (aKOHUTATTUIparasa), IMKOJK3 (3HOJa32a), y4acTBYIOIIMMH B Me-
Tabonm3Me yrieBonoB ((ocormoKkoHaTIeruIporenasa, Gpykrokutasa,
[UTOTIa3MaTHYeCKasl MaJlaTACTHIPOTeHas3a), B MPEAOTBPAIIEHHH OKCH-
JTATUBHOTO TIOBPEXKICHUS (OKcaJII/m-J(oA JeKkapOoKcHiIasa), JeTOKCH-
(uKaIMyu METHUIIIITHOKCAIIS (rnnoxcz) 4 1), KoTOpble TaKKe OKa3aJlUCh
Cpely perympyeMbIx XolnonoB&IM ‘crpeccoMOenkos (Lee et al., 2009).
TToBBIIIEHHAS SKCIIPECCHS TeHA METHOHNHS Mpri't' eNTHA3bl, OTIIETIISIO-
e TIepBhIi METHOHUH ,C “N-KO ua\c" [HOTO O€JIKa, COMPOBO-
HJAeTCs YCHIIEHHEM MOpOsg 1011 aéﬁgunoncnca B IpoO-

rKOHTpOJrﬁpysI JKC-

q ﬁﬁ{ Ha X010/ WM pe-

TYIupys AKTHBHOCT _,giem(o'_ B
K HU3KUM TeMHepaTypamig,gH ghes,

Hns pocra u pa3BiTY . ‘.:- 141713 : yq\ BUSX CTpecca BAXKHO
MoJ/iep’)KaHue CIIOCOOHOC eTOK K JeHSHUI0 B HEOMArompsiTHBIX
yenosusax. OgHAM n3 hepMeHTOR, yUacTBYIONMX B MPOLECCaX Jelle-
HUS KJIeTok, sBiusercss RAN (R {-li.ke(%t\uclear) I'T®-a3a, us cemeii-
ctBa Mabix ['Td-a3, kOTOphIN CIOCOOCTBYET (hOPMHUPOBAHUIO BEpPETE-
Ha JieJieHHs1 U cOOpKe siiepHoi MeMOpaHbl B KoHe mMuto3a (Chen et al.,
2011). Y puca sxcnpeccus [ ' Td-aze1 OsSRAN2 Ha xonmofy ycunmBaiacsk,
a CBEPXIKCIIPECCHS B TPAHCTEHHBIX PACTEHHUSX pHCa MOBBIIIANIA YCTOMN-
YMBOCTh PACTECHHI K TIOHIKCHHUIO TeMIIepaTypbl. Takue pacTeHus OTiu-
YaJich YCTOWYHMBBIM JICIICHHEM KIIETOK U (hopMHUpOBaHHEM HOPMaJIbHON
SIepHOIl MeMOpaHbl B YCJOBHSX XOJOZOBOro crpecca. Takxum obOpa-
30M, OCHOBOM JUIsl Pa3BUTHsI YCTOMUMBOCTH K XOJIOLy IPU SKCIPECCUU
OsRAN2 sBisieTcst moajep:kaHue JISJICHHsT KIETOK uepe3 obecrieyeHue
HOPMAJIBHOTO JKCIIOPTa BHYTPHSIEPHOTO TyOylIMHAa B KOHLIE MHUTO3a
1 popMHpOBaHUE MHTAKTHOU saepHoi MemOpansl (Chen et al., 2011).
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2.2. «KAHTH(PU3HBIE» 0eIKH

WutepecHbIM pakToM cTaso 0OHAPYKEHHE TOTO, YTO PACTEHHUS, KaK
HekoTopsle peiObI (DeVries et al., 1970; Lin et al., 1999) u nacekombie
(Duman and Horwath, 1983), cuHTe3upyroT «aHTUGPHU3HBIEY OEIKU
(ADB) B oTBeT Ha AeiicTBre HU3KUX TeMmmeparyp (Urrutia et al., 1992;
Meyer et al., 1999; Atici, Nalbantoglu, 2003; Middleton et al., 2009;
Lauersen et al., 2011; Gupta, Deswal, 2012). Ot npoTenHsl 00nazaoT
aKTUBHOCTBIO, BBI3BIBAIOIICH TEMIIEPATypHBIH T'MCTEPE3HC: CHIKAIOT
TEeMIIeparypy, MpH KOTOPOH 00pasyercs Jiea, HO HEe BIUSIOT Ha TOYKY
IUIABICHHS. JTO CBS3aHO TeM, YT0,ADD CBs3bIBAIOTCS C IOBEPXHOCTBIO
PacTyILEero KpUCTalia JbJa 1 TGp og;n ero nanbHeimmii poct (Pertaya
et al., 2008; Walter et al. AZOll)Y BosMexxHbIME (DyHKIUAME OeJIKOB

TeMIIepaTypHOIO FUCTe é%nca\ ABTOPRhCY I/IHFI/I6I/IpOBaHI/Ie peKpu-
{POCTAKPUCTAIIIOB U 3ALUTY KIIe-

CTaJuiM3anuu, yMCHb HEC
TOYHBIX MCM6paH ia UC TS o SOEB;HI/IH KpucTallsiIoB JIbJia
110 alacTCs BO3MOX-

B MEXKKIIETOYHOM Hpo

; nnaiwn mpaa (Walter
] _,CTepesuca KOTOPBIi
gqmenbﬁo HIKE 3Ha-
"haceKOMblx (3-6 °C).

A<I)B BIIMSIIOT Ha @DpMy_ IOB ¥ib1a.
CHIDKEHUH TCMHCp&‘P}/’pH S TOUKI eaMep:;a@m paCTBopa 1 SIBIISIOT-
Csl CUJIbHBIMU nHrHGI&}(gp "'pncTanJIg\L WM JIbJA, T.e. TOPMO3SIT
00beIMHEHNE MaJbIX K JoB B bonpinine. [Ipu aHamuse BBITSIKEK
13 crebuieil pacTeHuit naciefia, cod IX OCCHBIO U B JICTHUH IepH-
o1, 0OHapyKEHO, UTO HepBLIe"66;[a M CIIOCOOHOCTBIO K MHTHOMPO-
BaHUIO PEKPHCTAUIN3AlINK JIbJia, a BTopble — HeT (Urrutia et al., 1992).
HauGomnpmie 3HaueHUs TEMIIEPATypPHOTO TUCTEPE3HCa OMPEISIICHBI IS
pacTeHui oJOPOKHIKA, MATIINKA, Oapbapuca.

Okcnpeccust ADB pbIO MM HACEKOMBIX B PACTEHUSIX SIBJSIETCS OA-
HUM M3 BO3MOKHBIX ITyTeH MMOBBIILICHNS] YCTOWYNBOCTH YyBCTBUTEIBHBIX
K Xolony pacteHwid. Tak, y pacTeHHid TpaHCTEHHBIX JTMHHUNA apaOuIom-
cuca, B KOTOPBIX MPOUCXOAUT dKcnpeccus TeHoB ADD sxyka Dendroides
canadensis, aroruIacTHas JKUAKOCTh 3aMep3aiia P 3HAYUTENILHO Ooree
HU3KOW TeMIiepaType 1o CpaBHEHUIO ¢ pacTeHusiMu aukoro tumna (Huang
et al., 2002). Ananu3 ppaxiyy anoruIacTHRIX OETTKOB TPAHCTEHHBIX pac-
TeHui Tabaka, copepKammx cuHTeTnueckuii ren ADb menkonpsiaa xa-
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HAJICKOM €JIY, TI0Ka3aJl yBeIMYeHNEe HHTHOUPOBAHUS PEKPUCTAIUIA3AIIUT
JbIa ¥ YPOBHA aKTHBHOCTH TemrieparypHoro rucrepesnuca (Holmberg
et al., 2001). CnemoBarensHO, IPUMEHEHUE TPAHCTCHHBIX TEXHOJIOTHIN
B PAaCTEHHEBOJCTBE C MpuBieueHHeM reHoB ADB pa3nuuHbIX OpraHus-
MOB OTKPBIBAET HOBBIC IEPCIICKTHUBHI [UIs IIOJTyYCHHUS PACTCHUH C TIOBBI-
IIEHHOW yCTOWYMBOCTHIO K Xomoxny (Venketesh, Dayananda, 2008).

B psizie paboT ObLIO BBISBIICHO, YTO B XOJIC XOJIOIOBOM aKKIMMAIIUH
pacTeHui 03UMOM PKHU B MX ANOIUIACTHOM KUIKOCTH MPOUCXOJUT HAKO-
wienue ADB ¢ monekyssipHO# Maccoit ot 16 o 35 xJ1 (Yeh et al., 2000;
Yuetal.,2001). UaTepecHo, 94TO HapsiLy CO CITOCOOHOCTHIO MOAUMHUITIPO-
BaTh POCT KPHCTAJIIOB JIb/1a, STH OCIIGHL POSIBIISIOT TIIIOKAHA3HYIO 1 XH-
TUHA3HYIO aKTHBHOCTb, & 4acTb U3 }1 ABISIETCS TAYMATHH-TIONOOHBIMH
OelKaMHu, YTO MO3BOJIMIIO ABTOPAM CJIEMATh JKIMOEHHE O JIBOMCTBEHHOMN
poiu ADB, npomeammx aIﬁHMamza {10 PACTCHHI PXKH, YIaCTBYIO-
IIUX B CTAHOBJICHHH YCTOWHHBO o+ Iieparypam U narore-
Hesy. Onun u3 ADOb 6}{%1{ it o6nanaeT KaK 3H-
JIOXMUTUHA3HOM, TaK, 1 aHTHOPE K
(bopmy KpHCTaLIOB JIB
TEMIIEPaTyPHOro THETEPEsnCa:,
3a Tabaka, TeﬁJLOJIIoGHBo 0.pac
HOCTBIO, KaK 1 BH;E[OXI/ITI/IH 3a,
BBIJICJICHHBIE W3 KneTgHHo )
Taxum 00pazomM, aHTnﬁapysﬁ
CBOWCTBOM 3THX OEIKOB. . né,

B pactenusx apa61/1z[‘§> au paﬁ"ca @H oOHapykeHbI OeJKH,
oboramieHHbIe aNaHHHOM HIIHT, I/II_II/IGHrEﬁ\, MMEIOIINE (-CTTHPATHHYIO
ctpykrypy (Kurkela, Franck, 1 our et al., 1992; Orr et al.,
1992). Otu Genku UMEIOT onpeneicHnyto romooruio ¢ ADOb apkTu-
yeckux poi0 (Hew et al., 1985). KondopmanmonHoe cooTBeTCTBUE
naHHBIX Mosiekyn ADB kpuctanmorpaduveckoi pemieTke Jbaa To-
3BOJISIET UM JICOPOUPOBATHCS HA TIOBEPXHOCTH YMOPHUOHAILHBIX KPH-
CTaJIJIOB BJIOJIb OCH MX MPEUMYIIECTBEHHOTO POCTA ITyTeM KOHKYPEHT-
HOTro 00pa3oBaHUs BOIOPOJHBIX CBsizel. HapamuBaemasi moBEpXHOCTh
KpucTauioB ybna Onokupyercs ADB ot goctyna Monexkyn BOIbI HE
TOJIBKO HETIOCPEACTBEHHO B MECTaX BOJOPOIHOTO CBA3BIBAHHS AHTH-
¢puzoB; onarogaps oOwiIH0 ruApoGOOHBIX METHIBHBIX TPYII dKpa-
HUPYIOTCS TaKKe LEHTPbl KPUCTAJUIM3ALNY, HE IPUHUMAIOIINE y4a-
CTUSl B 00pa30BaHUM BOJOPOAHBIX cBsizel (ABaHOB, 1990). OueBnaHO,
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Takue HeOOJbIINE ATaHUH-O0raThie OSJKK BBIMOIHSIOT CHEIUATH3HPO-
BaHHYIO KPHOIPOTEKTOPHYIO (DYHKIIMIO, KOTOPAs MPOSIBISIETCS B CHUKE-
HUM TOYKH 3aMEp3aHusi, YTO IMPEISATCTBYET 0OPAa30BAHUIO KPHCTAILUIOB
JbJA MPU MEPeoXIaKACHUH. BOMBIIMHCTBO MOJOOHBIX OEIKOB MMEIOT
asb(a-COMpagbHyI0 CTPYKTYPY, BBICOKYIO THAPO(UIBHOCTH U TEPMO-
crabmisHOCTh (Hincha, Smitt, 1992; Boothe et al., 1997). Hampumep,
6emok COR15am u3 apadunoncuca — nponykr rera COR15a, perynu-
PYEMOTO XOJIOIOM C MOJICKYIsipHOU Maccoit 9,4 k]I, siBisieTcst BechbMma
rUAPO(UIBHBIM, OCTAETCSl PACTBOPUMBIM HOCIIE KHUIISTYCHHS, TaK KaK 00-
nee yem 60% cocTaBa aMHHOKHUCIIOT B HeM nipuxoauTcs Ha Ala, Lys, Glu
u Asp (Nakayama et al., 2007). TS

C noMoIIbI0 KOHCTPYUPOBEHUS TTPAHCTCHHBIX PACTEHUN OBLIO BbI-
SIBIICHO, YTO XIIOPOIUIACTHE, comepkamye COR15am B TpaHCTEHHBIX
pacTeHusX apabUIOTCHCA; Obum Ha Je2 °€ ycToiunBee K XON0J0BOMY
BO3JCUCTBHIO, UEM b
HKaBIlle Oenox CQ

HpOTOHHaCTOBfBLI‘{I/IC 17
(ryopectH I[I/IaLIeIaTO ,
BOM aKKJIMMAaIHH, ko'r,ppa 'quﬂﬁaﬂa ancyngaeMOCTL IPOTOILIACTOB
pU TeMIepaType oT 2. C, 5Kcn &Hﬂ COR15am moBsImIana
9TOT TOKa3arenb B Jua ¢ TeMmmepal T —4° 10 -8 °C. Bo3moxHO,
skcnpeccuss COR15am cnocd%glsyem}s JIOTBPAILIEHUIO HEKOTOPBIX BHU-
JIOB MEMODPaHHBIX [TOBPEXKICH 1O Fie BCEX. [lokazano, uto npeobia-
naroriei popMoit ToBpeKICHUS MeM6paH TIpH TeMIlepaTypax ot —2 ° 1o
-4 °C, BepOsITHO, SIBIISICTCS JIM3UC, BBI3BAHHBIN PACTSHKCHUEM, TOTIa Kak
B IpaHMLiax Temmneparyp ot —4 © 1o -8 °C nmporCcXOoauT Mepexos JUMUA0B
13 JIJaMEJUBSIPHOH (ha3bl B FeKCaroHajJbHYI0 HHBEPTHPOBAHHYIO (azy, Tak-
’Ke BBI3bIBatOMHiA pa3pbiB MeMOpansl (Uemura, Steponkus, 1989). Takum
o0pazom, skcrpeccuss COR15am orpannumBaeT paspymieHue MeMOpaHsbl,
BBI3BaHHOE (POPMHUPOBAHUEM TEKCATOHAILHOM MHBEPTHPOBAHHOH (ha3bl
JIMITUIOB TIPH HU3KUX TEMIIepaTrypax, HO He CIOCOOHa MpeJoTBPAaTHTh
JIM3UC MeMOpaHbl BCeACTBUE pacTsbkeHnsl. OJJHAKO MOJIEKYJISIPHBIC Me-
XaHU3MBI, TIPH TIOMOIIIN KOTOPBIX TMTOIOOHBIE OSITKM y4aCTBYIOT B CTAOMIIH-
3alU¥ MEMOPaHbI, TPETOTBPAIIAONICH HHIYITUPYEMbIH XOJI0I0M JI3HC,
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ewe He sicHbl. BepositHo, 6ok COR15am (yHKIMOHUPYET HE CTOIBKO
KaK KPHUOITPOTEKTAHT, & KAK MEINATOP BhI3bIBACMBIX HU3KUMH TeMIIepary-
paMu U3MEHEHUH TeHHOH KCIPECCHH, COCTABA JIMMUAOB U T.11., OKa3bIBasi
BIIMSTHHE HA MOPO30YCTOMYMBOCTH OPraHeUl M B LIEJIOM KIIETOK 32 CUET
OMOXMMHUYECKHX WK (PU3NOIOTHYeCKUX u3MeHeHul (Artus et al., 1996).

CXOIHBIMH CBOMCTBaMH, BEPOSITHO, 00Jaat0T M OCJIKH XOJIOJ0BO-
ro moka kamyctsl (baitmues u ap., 1999), mocinenoBaTenbHOCTE TCHOB
KOTOPBIX COOTBETCTBYET MOCIEOBATEIBHOCTH OXapaKTEePU30BaHHOTO
paHee reHa Oesika xoj1010Boro 1oka apadoumoncuca (Kurkela, Franck,
1990), 9To MoOKa3zaHO MPH CPAaBHEHWH KIOHHWPOBAHHHOTO (hparmMeHTa
JHK, komupytoriero red CSP5 BXHI _KartyCTbl, COCTOSIIETO 13 600 map
OCHOBaHHH, C COOTBCTCTByIOHlI/IM!I Fe!'IaMI/I apabumoncuca (Kurkela,
Franck, 1990) u parca (Orr, 19Q2) (p;lc 1)606Hapy>1<eHa BBICOKAs CTe-
TICHb TOMOJIOTHH, HOCTHram@aﬂ 70%

0,

A ATG GCA GAG ACG AAC AAG GCT AGC TTC CARA
T.. ... ..¢ ... ... AAR. GC.
il === ... ... CAG ...

GCC GGT CAA GCC GCT GGT CGT GCT GA 1

..g A.. ... ..cARA ... .. 2
{855 Soo coo doc oa &
B G GAG AAG TCT AAT GTG CTG ATG GAC AAG GTC AAG GAT GCT GCT
o T P (- E P S £
GG.

ACC TCT GCT GGA GCG TCT GCT CAA AC 1

G.TGG. ... ... ..t GGA ..a ... .. 2
(= N aE8a Baa Boe Soa ookl ess eg &
c G GCA GGA CAG AAG ATA TCG GAG ACC GCA GGG GGA GCT GTT
. ..g ... A.. .GTG.. ... ..t G.G L R )
(=] 5al: [ 080 800 606 Qoo os G.G .c

AAT GTT GTG AAG GAG AAG ACC GAC CTG CAG GCA 1
.eT.C... ... ..€C .v. ... .G. ... A.. AAG 2
c.C ... ... .. «vev +.. .G. A.. A.C AAMG 3

Puc. 1. CpaBHEHHE HYKJICOTHIHBIX OCIIEA0BATEIFHOCTEH KOMUPYIOIIUX Y4aCTKOB
I'€HOB OEJIKOB X0JI0ZI0BOTO IIOKA PACTCHHIT CEMEHCTBA KAIlyCTHBIX:
1 — Brassica oleracea; 2 — Arabidopsis thaliana; 3 — Brassica napus. A — IepBbIi 5K30H;
B — Bropoii sx30H; C — Tpernii 9k30H. CTpOUYHBIMU OyKBaMH YKa3aHBbI 3aMEHBI
HYKJICOTH/IOB, HE BBI3bIBAIOIIME U3MCHCHHUS B AMUHOKUCIIOTHOMN MOCJICIOBATEIIBHOCTI
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Briegennas amunoxkucnorHass BXIII kamycTel XapakTepusyer-
csl IOBOJIBHO BBICOKMM conepkaHueMm ajanuHa (no 20%), coueraeT
B cebe ruapoduibHbie U THAPOpOOHBIE CBOMCTBa W MMeeT anb(a-
CIHMPATBbHYIO CTPYKTYpYy (puc. 2). meromuecss 3aMeHbl OTACIBHBIX
AMUHOKHCJIOT CBOASITCS IMIaBHBIM 00pa3oM K He()yHKIIMOHAIBHBIM 3a-
MEeHaM Ha MoJ00HbIE AMHUHOKHUCIIOTHI, KaK, HAlpUMep, aJlaHWH Ha TIIU-
LUH, TPEOHHH, HJIU HA0OOPOT, 32 UCKIIOUCHHEM TPEX aMHHOKHCIIOT
B C-xoHueBo#l yactu Oenka. OCHOBBIBAsACH HA TOMOJIOTUM BBIBEIECH-
HBIX aMHUHOKHCIOTHBIX TocienoBarenbHocTelt bXII apadumoncuca,
KOTOPBIN TIPEATOIIOKUTEILHO OTHECEH K CEeMEWCTBY aHTH()PU3HBIX
aJaHUH-00TaThIX OCJIKOB (Kurkela Franck, 1990), ¢ TakoBeIM Kamy-
CTBI, MOXXHO, I0-BHIMMOMY, puccmTpHBaTL BXII kamycTel B Kaue-
CTBE MPECTABUTENS STOTOBAKHOTO /il TIOJIEPHKAHNS LIETOCTHOCTH
KIIETOYHBIX CTPYKTYpP HPA OTPHUATCIBHBIX TEMIEepaTypax ceMeicTsa

0eNKoB, 00eCeYnBACIINX \ y /fzopMomeHHe obpa3zoBa-
HUSI BHYTPUKICTOYHOTO Jib L

[IP-ananu3.;
COHOMI/IquKI/IM""r

XOSK  PasMUHbIM TaK-
[ cne);oBaTenLHOCTeH
GuiiGemelicTBa Ka-
{2, ropdlila, macty-
2001). IIpu sTOM CpaB-

aTeIFHOCTEH TTO3BOJIHII
%&I&CTCI/I y TmpejcTa-

1o 89%, Torga Kaxk B

BBISIBUTD BLICOKyR)_;;oNf 3
BUTEJIEH BUJIOB JaH

283 n.u. I“ll.ll. ] 120 n.H. [ 72 nn. I

a A
45 - m b
0 = B
-4,5
0 e € o E— e E— e p—— e =

Puc. 2. Ctpykrypa rena 6enka xonomosoro moka (CSP5) (a) u BeIBeneHHas
aMHHOKHCIIOTHAsI TIOCJIEIOBATEILHOCTH OeJIKa XOI00BOT0 IIoKa (0) KaIrycThl
(Brassica oleracea): A — o-cnupanbHble y4acTKH; b — P-cKilaguaTere yuacTKuy;

B — I'mapodunbabie yuacTky, [ — a-aMpunarnaeckue yaacTku
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_ HHK faCTeHI/II/I
M CXOJIHBIX C Tre-
BUIO " 0OHAPYKEHO

'@FBI/IG aHTU(PU3HBIX
03BOJISIET UM aJICOP-
OMpOBaTHCS HA MOBEPXHOC pHOHé‘ﬂL KPHCTAJJIOB BIOJb OCH
VX IPEUMYIIECTBEHHOTO POCTATyTeM KOHKYPEHTHOIO 0Gpa30BaHHs BO-
JIOpOJHBIX cBsizel (ABaHOB, 199 -‘Perta@a et al., 2008). HapamuBaemas
MOBEPXHOCTh KPHCTAILIA JIbJa 6JIOKI/IpyeTC$1 aHTH()PHU3HBIMH MOJICKYJIa-
MU OT JOCTyIa MOJIEKYJ BOJIbI HE TOJBKO HEMOCPEACTBEHHO B MECTax
BOJIOPOJIHOTO CBSI3BIBAHMS, HO W Onarogapst oOWmimio THIAPOPOOHBIX
METHJIBHBIX TPYIII 3KPAaHUPYIOTCS IEHTPbI KPUCTAIUIM3ALUK, HE TPHU-
HUMAIOIIHE y4acThsi B 00pa30BaHUH BOJIOPOIHBIX CBsi3eil. CBsA3bIBaHNE
KPHUCTAJJIOB JIbJa IIPOUCXOAUT C MOBEPXHOCTHIO O€NKa, KOTOpasi OTHO-
cuTenapHO Ooliee ITocKas U TuApodoOHasl, M TIOKA3bIBACT JIOCTATOTHO
BBICOKUI YPOBEHb CTPYKTYPHOU peryisipHocTU. Tak, 1 MHOTHX pac-
TUTETbHBIX aHTHU(PPHU3HBIX OCNKOB XapaKTEpHO HAJINYME JOCTAaTOYHO
YCTOMYHMBOTO NOBTOpa N3 7 aMHHOKUCIIOT: XXNXVXG, rae X — He KOH-
CepBaTUBHBIC OCTATKH.
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IToBbIIICHNIO KPUOYCTOWYMBOCTH PACTEHUH CIIOCOOCTBYET TAKKE Ha-
KOIUICHUE B aloIuIa3Me PAaCTCHUH OeNKa-nHrMOMTOpa peKpUCTaUIN3aluu
nbaa (IRIP), mMeromiero B cBoem cocTaBe JIOMEH ¢ B-CKiaq4aToi CTpyK-
TypOH, CBSI3BIBAOIIUICS C IIOBEPXHOCTHIO KPUCTAIIMYECKON PEILETKH
JIbJA ¥ TPEMATCTBYIOUINHI POCTY MEIKUX KPUCTAJUIOB B MOTEHIIUAIBHO
omacHbIe 0oJIBIIHE KpUCTAILTEI IbAa (John et al., 2009).

Takum o6pazoM, ADB MOKHO MOIpa3IeNATh Ha 2 TPYIIIIBI: BIHSIO-
[IMe HA TEeMIIEpaTypy 3aMep3aHusl BOAbI (TeMIIepaTypHBId THCTEPE3HC)
u uHruouTopsl pexkpucramnusaunu apaa (IRIP). Yame Bcero nMeHHO
HHTHOUTOPHI pekpucTamm3anun Jpaa (Griffith et al., 2005; John et al.,
2009) obecnieunBarOT 3aIIATy PACFUTEIBHBIX KJIETOK OT MTOBPEXKICHUH,
BbI3bIBAEMBIX q)opMHpOBaHHeM:I a",B arnoruIacre.

.-'(..~
R e

g, et al., 2009; Cao
0Ce-IIOTTUICTITHIOB,
; JINBaHNSI, B BOCCTAHOB-
1 I/H?I"*ﬁeﬂ OB, JICHATYPUPOBAHHBIX
i?BHBQg CBQ@STB OenKOB OT cTpec-
. 2010; ﬁsu et al., 2011). Hexoro-

CHHTe3Mp0BaHH:mx BO |
JICHUHU WA npeﬁOTBpa. '_'
npu cTpecce, 3auim‘/e e
COBBIX Bo3zeicTBui (Jans
pbic U3 anyunpOBaH‘? (
MPOSIBIISTIOT 3HaqHTenLHy10 TUBHYIO aKTUBHOCTH in Vitro
(Lopez-Matas et al., 2004). B ;fEHy}o 0JIb B aJalITAllMU K HU3KOTEMIIE-
parypHoMmy ctpeccy urpatoT PHK-mamnepons! — rumnua-60orarsie PHK-
CBsi3bIBarONME Oeliku, uMewinue B cBoem cocraBe PHK-y3Haromryro
MOCIICI0BATEIILHOCTh B N-KOHIIE U TIIHIIHH-00TaThIi y4acTok B C-KOHIIE
(Kim et al., 2005; Kim et al., 2006; Kim et al., 2010). Conep>xanue
9TUX OEJTKOB yBENWYHBACTCS MPH BO3ACHCTBUH HU3KOW TEeMIEpPaTyphl.
BeposiTHO, X yHKIIMOHAJIBHOE 3HAYCHUE 3aKIFOUACTCs B 00JIErueHUU
mpolecca TPAHCISIUKU MPU MOHWKEHHBIX Temreparypax. [lomoOHbie
CBOWCTBa XapaKTepHBI U OEIKaM C JOMEHOM XOJIOJIOBOTO IIOKa, HUMe-
OIMKUM B cBoel cTpykType motuBbl RNP1 m RNP2, ompenensromme
cnocobHocTh cBsi3biBaThesi ¢ PHK u ogHonenoueunoit JJHK (Chaikam,
Karlson, 2010; Tapanos u ap., 2010).
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2.4. leruapuHbl

BriBenneHHbIE aMUHOKHCIIOTHBIE TIOCIEAOBATEIFHOCTH HEKOTOPBIX
OEJIKOB TIOKa3bIBAIOT, YTO YACTh WHAYIUPYEMBIX XOJOJO0M I'€HOB KOJIH-
pyeT OeJKu, CXOIHbIE ¢ OelKaMH, HaKaITMBAaeMbIMHU BO BpPEMSI BOTHOTO
crpecca (Baker et al., 1988), a Takke Bo BpeMs BO3IEHCTBHsI aOCIIH30-
Boit kucnoroit (Skriver and Mundy, 1990; Giordani et al., 1999). Dto
TaK Ha3bIBa€MbIC JICTHIPUHBI — OCIIKH, CHHTE3UPYEeMbIe B OTBET Ha Jie-
runparamuio. [lokazano, 4To oHM 0OBIYHO HAKAIIIMBAIOTCS Y PACTEHUH
pyu JICHCTBUM HU3KOW HE3aMOpPaXKUBAKOIIECH TeMIepaTypbl U (akTo-
POB BHEIIHE CPE/ibl, KOTOPBIC NMEIQT 00C3BOXKHBAIOLIHI KOMIIOHCHT,
BKJIIOYAst 3aCyXy, 3aCOJICHUE, BHICYHTUBAHIE CO3PEBAIONINX CEMSH U 3a-
mopaxusanue (Whitsitt et al.,4997; Danylgk et al., 1998; Ismail et al.,
1999; Annarynosa u mp., 2@03 Bouc etyal. 2010 Kosova et al.,
2010; Hanin et al., 2011 OJIB ,?,Bcerﬂa sICHA, HO UM-
MYHOJIOKATH3aIHS I{I\Jq CTIAIPHHOB COMacyeTes
C MPE/IOJIOKEHUEM O Cra0uIu3auy pa3ind-
HBIX KOJUIOMJIOB U Mal ;mp’e. BepostHo,
aIOHII/HfI-.,_ B3aMMO-

JefcTBHIE aM(I)I/HIaTquc

BEPXHOCTBIO CT36HHI/ISI/Ip ; Ry | dbrwIbHbIX o0nacTei
C pacTBOpOM, TEM CaM_LIM P HOTEpa b x;af*perqgmo (Close, 1996;
Boucher et al., 2010). ﬂe;n f émegmyWﬂ ITMPOKUM JIHana-

30HOM 3HAYCHUI MOJICKY. Kone6n{gﬁhnMc;1 B mpejienax ot 9
1o 200 x/a (Close, 1996). o0amaroT 0CTaOMIBHOCTBIO U CO-
XPAHSIOT CBOKO IEIOCTHOCTD B BOIHBI BOpax MpHU TeMIeparypax
10 100 °C; B uemnom onu 6orarel OCT4rKaMy NIMLIUMHA U TM3MHA, OJHAKO
He cozepkar muctenH u Tpuntodan (Wisniewski et al., 1999; Ismail et
al., 1999). B LTI30 nermapune apadumoncuca ¢ MOJEKYIIPHONW Mac-
coif 21 x/la ma gomo Gly, His, Lys n Thr npuxoaurcs 56% ot Bcex
aMHHOKHCJIOT, Torna kak ocratku Cys, Trp, Arg u Val He oOHapyKeHBI
(Svensson et al., 2000).

OCOOCHHOCTH CTPOCHUS W (PU3NKO-XUMHUUYCCKHE CBOMCTBA JCTH-
JPUHOB, B TOM YHCIIE 00si3aTelbHOE Halu4due |5-aMUHOKHUCIOTHOTO
K-cermenra (EKKGIMDKIKEKLPG), ciocobnoro x popmMupoBaHuio
BTOPUYHOH amMPUOUIBHONW 0-CIHpaU, CBHUICTEIbCTBYIOT B TIOJIB3Y
WX YyYacTHsl B 3allUTe OHMOMOIUMEPOB OT JICHATYpAllMd, B COXpaHe-
HUM LEJIOCTHOCTH KJIETOYHBIX CTPYKTYp M CTaOMIM3alMd MeMOpaH
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B ycnoBusx obe3BoxmBanus (Dure et al., 1989). KonuuectBo moBTO-
poB K-cermMeHTOB B ieruJipuHax MOKET BapbupoBaTh oT 1 10 12 xonuii
(Close, 1996; 1997, Svensson et al., 2000). Takum 0Opa3oM, HECMOTPS
Ha TO, YTO IIEPBOHAYAIBHO JIETUJPUHAMU ObLTH 0003HAYCHBI UHTYIIUPY-
eMble 00e3BOKUBAaHUEM OEIIKY, B HACTOSIIIEE BpeMst K 3TOH rpymre Oel-
KOB OTHOCST TOJIBKO T€, KOTOpbIe 00naiatoT K-cerMeHToM, B TOM YHcIie
u peruapud menuibl, reH TADHN (NCBI, Accession No AY574032)
KOTOpPOTO 00J1a/IaeT HYKJICOTUIHOMN TOCIeIOBATEIbHOCTRIO Oojiee ueM
¢ 90%-Holi roMoJorueil ¢ TakoBOW dhn8 reHa neruapuHa SIIMEHS,
U BBICOKOTOMOJIOTMYHOH ¢ nocnenoBarenbHocTaMu MPHK Weord 10,
Wcor410b, Wcord10c ACTHPUHQB. MIICHULIBI, OTHOCAIIMMHCS K pa3-
PAAY XOJOA-4YBCTBUTEIBHBIX (D yl,uk et al., 1998; Annarynosa u ap.,
2007). BeposiTHO, BO MHOFOM "M GHHQS‘HaIII/I‘{I/Ie K-cermenToB, dop-
MuUpyromuX aMGupuILHYIO a—cnnp 1b, “0yCIIOBINBAET CTPYKTYPHBIC
OCOOCHHOCTH JCTHAPHHOB, S ,‘?_anonHeHmo UMHU 3a-
IIUTHBIX (byHKHI/II/L,\‘K oK M@HO OTHECTH CBSI3bIBa-

HHE C JTHITHIHBIMIK (Close, 1996; Danyluk
etal., 1998; Koag% TR

‘ 4~

Bo MHOIHIX nemﬁpHHa o OATIHIA M3 OCTATKOB
CepHHa, Ha3BAHHBIH S=C MEH . \ ﬁxocq)opﬁnnposamcsl
YTO MOKA3aHOy HanpH viep, s B8 RAB17 xyxypysst u TAS14
Tomara (Goday etal., 19 ¢

30day ettal, 994 Campbell et al., 1998).
[Ipenmomaraercs, *1170 mnpbna}q/re ST'C?TMCHTa TTO3BOJISIET JIe-

THpUHAM B3aI/IMO):[e OBaTh. €O, onéun\@quKHMH CUTHAJIbHBIMH
NENTUAAMH, TTOCPEACT IO OHH MOTYT TPAHCIIOPTHPOBATHCS B AP0
(Close 1996; 1997; Can’f)"% , 1997). B N-TtepMuHanpHOMI
o05acTh MHOTHX ,ZICI‘I/I,ZIpI/IHO CONEPKUTCS JIpyras KOHCEpBaTHBHAs
[OCIIEI0BAaTEIbHOCTh — Y-CerMeHT ¢ aMHHOKHCIOTHBIM COCTABOM
(Val/Thr)-Asp—Glu—Tyr-Gly—Asn—Pro, oGnagaromasi 3HAYUTEIBHOH
TOMOJIOTHEH ¢ HyKJICOTHACBSA3BIBAIOIINM CAaHTOM PaCTUTEIbHBIX U Oak-
TEPUABHBIX HIAIIEPOHOB, OJTHAKO YOS TUTEIBHBIX JOKA3aTEIbCTB CBA3bI-
BaHMsI Y-CEIrMEHTOB JETHIPUHOB C HYKJICOTHIAMHU MOKa HE MOIyYeHO
(Close, 1996; 1997).

ITomMuMO BbIIIEHA3BaHHBIX TPEX KOHCEPBATUBHBIX CETMEHTOB B JIe-
IUIpUHAX BHISIBJICHbI MEHEE KOHCEPBaTHBHBbIE 00JIACTH, OOrarble Id-
LUHOM U TIOJISIPHBIMU aMUHOKHCIIOTaMH, 0COOEHHO TPEOHUHOM, YCJIOB-
HO o0o3Ha4YeHHBbIE ¢-cerMeHTaMu. Tak, B N-TepMUHaIBHON 00IacTu
neruapuHa RAB17 Kykypy3bl ¢-CEerMEHTHI PacIONIOKEHBI TOMApHO
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mexay K-cermentamu (Close, 1997). CymiecTByIOT npuMepsl AeTHIpU-
HOB, II€ (-CErMEHTHI JIOKAJIM30BaHbl B BUIC COUHUYHBIX KOIMH MEX-
ny K-cermentamu u OoraTsl MPOJIMHOM M aJlaHMHOM, Kak, Harmpumep,
B Oenike COR47 Arabidopsis thaliana (Close, 1997). Takum oOpa3om,
coueranue U koinudectBo K-, S-, Y-, ¢p- cerMeHTOB ONpenensioT CTpykK-
TYpY U pa3Mep MOJIEKYJI IeTHAPUHOB U JIEXkKAaT B OCHOBE KacCu(pUKaLuu
neruapunoB (Close, 1996, 1997).

OObenuHeHUe NeTHAPUHOB B Pa3jInUHbIe KIIACChl B 3aBUCHMOCTHU
OT MX CTPYKTYpHOH OpraHuzanuu U OMOXMMHYECKHUX CBOMCTB OKaza-
JIOCh BIIOJIHE OIIPABAAHHBIM, YUUTHIBAsl YUACTHE ITUX OCJIKOB B OTBETE
pacTeHuii Ha yCloBHs Npou3pacTanys. Eciu CHHTE3 IeruApHHOB, OT-
HoCsIMXCs K Knaccy Y, SK, n xapdkTepu3yomuxcs MEeT0YHbIMA CBOM-
CTBAaMH, HHIYLUPYIOTCS 3acyx6ii i ABK, HgHe HU3KUMH Temiieparypa-
Mu, TO ernapus kiaccosX S SK, égnaﬂalomne KHCJIBIMU

CBOMCTBAMH, aKKyMYJIH )@Tcx\{ /‘}g_MyIueCTBeHHo B OT-

2

BET Ha TMIIOTEPMHIO.
JIerHaApUHBI 3IaKOB 4

: .
: BC CH@@IGOHHOPOHHOC
Tpy I AHaIN3 BbIs-
}1’11114655&;}( OTIIENb-
“Oe TpuialTe) PasHBIM KjIaccam
nerunpunos. Haifpumep, BikoMIakTiyio\BelEH 0C1e10BaTenbHOCTE
BXOJIAT 6nn3xopo;[é@1§§14H' 10C71C ERQCTH dhn rena neruapu-
Ha stuMens 1 MPHK W£9r4 Wcord}0c reHoB mernapu-
HOB TIIICHHIIBI. Om:;anoé? T GEJIKY, TIPUHAJLIE-
xkarue Kk SKn kmaccy nmer
Choi D.-W et al., 1999). A AN
3UMOCTOMKOCTh PAcTeHUH B M.H(r)’g)M 3aBUCUT OT ypOBHS 3arma-
caHMs KpaxMmalya, KOTOpPbIA, KaK W3BECTHO, CIY)KUT UCTOYHUKOM JIU-
¥ MOHOCaXapHJI0B, CIIOCOOCTBYIOLIMX COXPaHEHHIO KIJIETOK OT MOBPEXK-
JCHUH, BBI3BIBAEMBIX 00€3BOXHMBaHUEM. VIHTEpEeCHO, U4TO B APEBECHBIX
pacTeHMsX Jerpajanus Kpaxmaiaa IPOUCXOANT aXe IPU HU3KUX OTPH-
narenbHBIX Temneparypax (Rinne et al., 1994). B mpopocTtkax Gepesbl
NpY aKKIUMAaTH3alUK K XOJNOAY ObLJIO BBISIBICHO HAKOTUICHHE B aMu-
JonjacTax JerupuHa ¢ MOJEKyIsipHOM Maccoil 24 k/la, a ombITHI in
Vitro TIOKa3ajy, 4YTO MPUCYTCTBUE 3TOr0 OesKa CriocoOCTBOBAJIO COXpa-
HEHHMIO aKTUBHOCTHU (-aMUJIA3bl M YPOBHS THUAPOJIMTHYECKOTO paciiie-
TUIEHUS Kpaxmala IpH MoHwkeHnn Temneparypsl (Rinne et al., 1999).
3TO MO3BONMIIO MPEANON0KHUTh, YTO JACTHIAPUHBI, YIEPKHBAs BOLY
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B MECTax JOKaJIM3alUH O-aMUJIa3bl, CIIOCOOCTBYIOT (POPMHUPOBAHUIO
(hepMeHT-cyOCTpaTHOTO KOMILIEKCA U paclieruieHnto kpaxmana (Rinne
et al., 1999). B nosis3y BomoyaepKuBaroIeil CrioCOOHOCTH JICTUPUHOB
CBHUJICTEIILCTBYIOT TaKKe HaHHBIC, MOJy4YeHHbIE (Pa30BOKOHTPACTHOM
MHUKPOCKOIIMEH M aHAJIM30M TEPMAIbHOTO TUCTEpe3rca 00 U3MEHEHUH
(opMBI KPUCTAJUIOB JIbAA, CHUKEHUHU TEMIIEpaTypbl U CKOPOCTH UX 00-
pasoBaHuA B pucyTcTBUM AeruapuHa nepcuka PCA60 npu 3amopaxu-
BaHMM BOAHOTO pacTBopa OeikoB (Wisniewski et al., 1999). Dto mo3so-
JIUJIO TIPOBECTH aHAJIOTHIO MEXIy AeruapuHamMu U ADB apkTHyecKux
PBIO, UMEIOIIMMH O-CHMPAJIbHBIE YYAaCTKH B CTPYKTYpeE, UeM OIIpere-
JIACTCA MX CPOACTBO K MOBEPXHOCFU KPUCTAIUTHYECKON PEIICTKH JIbJia,
HPENSATCTBYIOLICE nanmemmem{y ogTy KpuctamoB Jpaa (Wisniewski
etal., 1999). A NLA &

TIpK BHICOKMX KOHIGHTparwst
JISIPHBIX) aHTUPPU3 )6
BIOMb @ OCH, B TO, BpCMSh C TaHOB FG)I IPENOYTUTEIbHBIM
HarpasJICHHUEM, pOCT

OMOJ'ISIpHLIX J0 MHUJIJIMMO-

et al., 1995 Wlsmews,,
2008) BBeecHHE I/IHI[YH_
B pacTeHus apa61/iﬂ0}1cn
U30JIUPOBAHHBIX PO

ravo. ’al 2003 Peng et al.,

) MT%HQ gemﬂana COR 1 5A

)BEI J‘LO‘“yCTO {HBOCTh K 3aMEpP3aHHIO
| -XHQﬁOILJ%L%}TOB (Artus et al., 1996;

Tomashow, 1996). I[1po BHas poJb XOJIOZOBOM CTpEcce MoKa-
3aHa U JJIs1 HEKOTOPBIX JAPYIHX 0€ITKO Horo cemelicTsa (Bravo et al.,
2003; Hara et al., 2003). Onro eMe@IaH AKCIIPECCUS MHOXKECTBA JICTH-

JIPUHOBBIX TC€HOB B PACTCHUSIX apaGHnoncnca MPUBOJMIIA K YCHIICHHIO
Mopo3ocroiikoctu (Puhakainen et al., 2004).

Bremonaenne permppuHamMu cnienuduyueckux  QyHKIMHA, TI0-
BUJMMOMY, 0OYCJIOBIICHO UX JIOKaIN3aIel B kieTkax. OHU JIOKaIu3y-
I0TCsI KaK B uTorniasme, tak u B sipe (Close, 1996, 1997). D10 ueTko mo-
kazaHo jiis aeruapuHoB RAB17 kykypy3ssl, TAS14 tomata 1 WCS120
nmenntbl (Goday et al., 1994; Godoy et al., 1994; Sarhan et al., 1997
PCAG60 mepcuka (Wisniewski et al., 1999), nerunpuna 6epessl ¢ Moie-
KyJsipHoit Mmaccoii 24 k/la (Rinne et al., 1999). SAnepHyto joKaIM3aIKi0
JICTUIPUHOB B PACTUTEIBHBIX KIETKAX CBSI3bIBAIOT C BHIMOJIHEHUEM ITH-
MU OeJIKaM¥ 3aIlUTHOW POJIM, HAIIPABIIEHHOW Ha CTa0MIIM3AIINAIO TPAHC-
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KPUIIMOHHOTO anrapara B HEONarompusiTHBIX YCIOBHUSX. Tak, Jeru-
JIpUH 3apojblieii ropoxa pl6 ¢ monexkysipHoit Mmaccoit 16 k/la Beraenen
u3 (¢pakuuu ructoHoB H3, 4To ykaszpiBaeT Ha BO3MOXKHOCThH BOBJICHE-
HUS 3TOTO JETUPUHA B MEXaHU3MBbI, IOJ/IEP/KHUBAIOLINE CTPYKTYPHYIO
LEJIOCTHOCTh XPOMAaTHHA NPU 00E3BOKMBAHUHU KIIETOK B Xozae (opMu-
poanus cemsH (Castilio et al., 2000). MexaHH3MBI IOCTYTIICHUS JIETH-
JIPUHOB B SIPO OKOHYATEJILHO HE BBISICHEHBI, OTHAKO MMEIOTCS DKCIIe-
pUMEHTaIIbHBIE JaHHbBIE, CBUACTEIBCTBYIOIINE 00 Y4aCTHH S-CerMeHTa
JIETUIPUHOB B 3TOM Ipouecce. Hanpumep, B nerugpune RAB17 kyky-
PY3bl HISHTUPUITIPOBAH YIACTOK € 66 TI0 96 aMHHOKHCIIOTHBIHN OCTaTOK,
B KOTOPOM PACIOJIOKEH S-CerMeHT CJIPUMBIKAIOUIMMHU K HEMY CaiiToM
y3HaBaHus MpoTenHKnHa3pl CK2 1/1:/1 efon1el CXOICTBO C CUTHAJIBHBIMU
nenrtunamu Bupycos — NLS (suckear localazation signal) nocnenosa-
tenbHOCTHIO (Jensen et al., 1998). HOCK ] Kﬁéggnn 10 IBYM aMHHO-

KHUCJIOTHBIM OCTAaTKaM B, [ AIrMCHTEC HCCKOJIBKO
CHIKAIU HOCTynﬂeHH.\:\i‘l‘el“ ] pOtHvMyTaHI/II/I 110 TpeM

OTEMHKUHA301
z[epﬁﬂpHHa U €ro
TO TpchnopT Je-
1euUBACTCA hocdo-
He_MCKIII0YEHO yYa-

PUIMPOBaHUEM ocTaTKOB a,
"B S%OM\, nporiecce (Jensen

ctue NLS- HO,I[OGHB'I—X HOCJI' TEl
et al., 1998). Bmecre c—;r‘9M I/I}I_BfOCMQHCT]’p’a:J\W(:Slzo TIICHHIBI
HE colepkKaT S-CerMEeHTA. FCTBYFOML x%rHaJH)HLIx nocruesno-
BaTeJIbHOCTEH, T03TOMY Ob €IIaHO MPEANOIIOKCHUE, YTO ITH JICTH-
JPUHBI IOCTYMAIOT B SIAPO TI0 CTBO OK-OEJIKOBBIX B3aUMOJIEHi-
cteuii (Danyluk et al., 1996, Sarfiah et aF, 1997).

BaxHO MOTYepKHYTH, YTO JTAJIEKO HE BCE JETHIPHHBI OOHAPYKH-
BaloTca B siupe. Tak, HampuMep, MHAYLUUPYEMBIH XOJOAOM ACTHIPUH
WCOR410 nieHu1Ibl TOKAINU3YETCS ¢ HAPYKHOU CTOPOHBI IJIa3MaTHye-
CKOM MeMOpaHbI ¥ B MEKKJICTOYHOM MPOCTPAHCTBE, HO HE BHYTPH KJIe-
TOK, TIPHUUYEM ITOT OCIIOK SIBIIsiCTCS Mepru(epHuecKuM, a He HHTErPab-
HBIM, OJTHAKO B CBSI3U C 9THM BCTAET BONPOC, KakuM oOpazom WCOR410
JIETHJIPUHBI MTOCTYMAIOT K MecTy Jokanu3anuu (Danyluk et al., 1998).
OmnperneneHne MOCIEIOBAaTEIbHOCTH 3TOTO JAETMIpPUHA I10KA3aJI0 3Ha-
YUTEIBHOE COACPIKAHNE KUCIIBIX aMHUHOKHCIOT U aMHHOKHUCIIOT, COJep-
JKaIlUX TUAPOKCUIIBHYIO TPYIILY, YTO MOXKET ONPENeIsiTh €ro Croco0-
HOCTB K B3aMMOJEHCTBUIO ¢ GochomunuaaMy u CTepouiaMu MeMOpaH
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(Danyluk et al., 1998). leruapunsl 00HapyKUBAIOTCS TAKXKE B XJIOPO-
miactax (Mueller et al., 2003) m mutoxouapusx (Borovskii et al., 2002),
MOTYT aCCOLIMMPOBAThCS HE TOJILKO C IIa3MaJIeMMOM, HO U ¢ BHYTpU-
KJICTOYHBIMH MEMOPaHHBIMU CTPYKTYPaMH, 4TO OBbUIO TIOKA3aHO IS Ma-
PEHXMMHBIX KJIETOK IIUTKa KyKypy3sl (Egerton Warburton et al., 1997)
1 oTAepMaNbHbIX KiIeTok Jiyka (Close, 1997). MemOpanHas okaim3a-
WS IETHIPHHOB MOXKET CBHJICTEIIBCTBOBATh 00 MX YYaCTHH B CTAOWIIN-
3alUM KJIETOYHBIX MEMOPaHHBIX CTPYKTYp, YTO OCOOCHHO Ba)KHO NP
Bo3zelictBun HeOmaronpusTHeIX (akTopos (Close, 1996, 1997; Koag
et al., 2003). IIpu 006e3BOKMBAHHUH IIEITOCTHOCTH THAPATHON 0OO0IOUKH
MaKpOMOJIEKYII MOXET ObITh HAPYJLCHA, YTO, B CBOKO 0YEPE/ib, MOKET
HPUBECTH K COKpAILEHUIO pacCTosHUs Mexay OuciossMu MeMOpaH u,
KaK CIIC[CTBHC, CMCIINBAHAIO UX| KOMUOHCHTOB, T.c. K HCOOPaTHMbIM
M3MEHEHHUSM B CTPYKTYPE 6I/IOMCM6 ar (Uemura et al., 1995). Jleru-
JPUHBI, B3aUMOJICHC Bé al TIaMY MeM6paH IIpH Hapylie-
HUH UX rmnpaTHorQ MO y%oxa%man, 3alIUTHOE
JieficTBHE Ha COCTOM I

e al, 1998 06 %

&, Te/ipko & MeMOPaHHBIMH CTPYK-
Typamu, HO H ¢ 'U;ﬂ:ron I/L 0 msépmg}MH oenkxamu (Rinne
etal., 1999; Castllio,ze) ,»_\. o

CprKTypHI)Ie ocfc) ] 'nemzfpyl{q\‘&_npennonara}m UX CIIO-
COOHOCTH K rm[pO(b U THAPOQUIBHBIM B3aUMOACHCTBHIM.
bnarogapst mamuunio K-c HTOB pPMUPYIOIINX aMPUPUIBHYIO
0-CIUpPaJIb, COYETANOIIYIO B d’e6e %ﬂpo¢)06HHe " TUAPOPUIBHBIE
CBOWCTBA, NETHIPUHBI MOTYT B3aUMOJICHCTBOBATH C JIUIUIHBIMHI KOM-
MoHeHTaMH OumomeOpaH M, MOJOOHO HIaNlepoHaM, ¢ THIPO(OOHBIMHU
y4acTKaMH 4acTHYHO JeHarypupoBaHHBEIX OenkoB (Close et al., 1996,
1997), a Takke ¢ BOIOPACTBOPUMBIMH HU3KOMOJIEKYISPHBIMHI KOMITO-
HEHTaMH IMTOIIa3Mbl U MoJspHeiMU Tpynnamu OenkoB (Close et al.,
1996, 1997). IlpumepoM CHOCOOHOCTH JETUIPHHOB K THUAPOPOO-
HBIM B3aUMOJICUCTBUSIM MOXET CHyXUTb Jaerufpud G50 KyKypys3sl
(Ceccardi et al., 1994). HyxHO OTMETHTH, YTO THAPOPUIHLHOCTE JIC-
THJIPUHAM MOTYT NpUJaBaTh Takxke O-cerMeHTsl B X cTpykrype. Ilo-
CKOJIbKY D-CerMeHTBI XapaKTepU3yIOTCs TOBBIILICHHBIM COACPKaHUEM
MOJISIPHBIX AMUHOKHCIIOT, OHM MOTYT BOBJIEKaTbCs B THAPOQUILHBIC
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B3aMMOCHCTBHSI IETUIPUHOB C MOJIIPHBIMU TPYIIIIaAMUA MaKPOMOJIEKYJ
Y C HU3KOMOJICKYJIIPHBIMA KOMITOHEHTAMH HYKJIEOIIJIa3Mbl M IIUTO30-
JIsl — caxapamu, aMUHOKUCIIOTaMH, a TAK)Ke ¢ MOJIeKylamMu Bojibl. biaro-
napst Hannuuio K- u @-cerMeHToB NernjpuHbl MOTYT CIIOCOOCTBOBATH
MIPEIOTBPAICHHUIO JTalbHEHIIIeH JeHaTypallui 1 arperaiuy 9acTUIHO
JIEHATYPUPOBAHHBIX MAaKpOMOJEKYJI B HeOJIarompusTHBIX YCIOBHSIX,
00pa3yst BOKPYI' HUX 3allUTHY 000JIOYKY M, TaKMM 00pa3oM, CTaOu-
JIM3aIMK KJIETOYHBIX CTPYKTYp Ha BceX ypoBHsx opranuzauuu (Close,
1996, 1997).
3amuTHasT GYHKIWS OETUIPUHOB MOAKPEIIISETCS JaHHBIMHA O 3a-
BHCHMOCTH YCTOMYMBOCTH DACTCHUE. K 00€3BOXKMBAHUIO OT YPOBHS
OKCIIPECCUU I'€HOB ACTUAPHUHOB, a‘r >1§e CBCACHUAMU O MOBBIIIICHHON
CTPEeCC-yCTOIYMBOCTH PACTCHAH, ‘TPAHC(EPMUPOBAHHBIX ICHAMH JIe-
runpunos (Peng et al., 20087 Hanln et al, 2011). Cunre3 nerupuHOB
B CTPECCOBBIX yCHOBI/D}%{“ p 160( ;f_l) MOAAEPKAaHUS BO-
JTHOro OamaHca Juist BCEX T Fpaﬂﬁ‘leHHI/I MoCTYyILIe-
HUS BOZBI B paCTeHmf wie OCAKN MO3BOJIAIOT
pacrenusm nepeHoc_‘ Koz‘epoe OITaCHO
e HOHHOM CHJTBI
APUHBI, CcBsI3aHHbIe
=  SHIHUX - BO3JEHCTBHSAX,
CyiL J/f?l{ eﬁ’mg\?npn CO3pEBaHMH,
"c*rmé H 31;0 c6,m§st<aeT UxX c Oesnkamu

c ,I[GFI/I,E[paTaLII/IeH KneTo \
HO U BO BpeMsd HopManLHo_
00J1a/1al0T BBICOKOM rh—;rpoq)
XO0JI0I0BOTO HIOKA. (S (¥

Heynopsinouennast (‘:?%ry a sui'na % o0mumM  OHOXUMHYE-
CKHUM CBOMCTBOM MOJICKYII ,HCI‘%{I/IHOB @1\ MOXHO OTHECTH K Oej-
kam ¢ IUPs (Intrinsically Unstru urecﬁ-’rotems) (Hara, 2010). Takas
HEYNOpS04YeHHAasT CTPYKTypa JOCTAaTOYHO CTAaOWMIbHA M HE 3aBHCUT
OT KOHIIEHTpaUH pacTBOPOB. OJHAKO BHICOKHE KOHICHTPALUN MOIY-
JSTOPOB BTOPUYHON CTPYKTYPHI, Takux Kak Tpudiayopostanon (TFE)
u SDS, MOTYT yMEHBIIUTH HEYTIOPSI0UEHHOCTh U YBEIIMYUTH CITUPAIIU-
3anuto. Muorue [UP-0enku nposiBisior ciennpuueckue QyHKIMA TpU
W3MEHEHUH UX BTOPUYHOW CTPYKTYPBHI OT HEYNOPSJOUYEHHOH K ymopsi-
Jo4eHHOH (hopMme BOJIM3M MOJIEKYJI-NIAPTHEPOB. Y NETHUAPUHOB TaKKE
HUMEIOTCSl MOJICKYJIbI-ITAPTHEPHI, KOTOPble MOI'YT U3MEHUTh UX BTOPHUY-
HYIO CTPYKTYypy. Hampumep, cBsi3biBaHHE JIeTHAPUHA KYKYpY3bl C aHU-
OHHOW (odonunazoll BHI3BIBACT YBEIUUEHHE CIUpanu3aluu Oelika,
a MOHBI LIMHKA, CBSI3bIBASICH C ACTMIPUHAMHU LIUTPYCOBBIX, YBEIIMUUBAIOT
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CHMPAJILHOCTD O€JIKa U €ro CrioCOOHOCTH CBSI3BIBATHCS C HYKJICMHOBBI-
mu kucinotamu (Hara, 2010).

Kak u B ciyuae ¢ BbICyIIMBaHHEM, SKCIPECCHUS ACTHIPUHOB MPH
xonoze peryaupyerca AbK-3aBucumbiM u ABK-He3aBUCHUMBIM Ty TSMU.
ABK-3aBucHMBIN MyTh PEryJsiiiud ACMOHCTPUPYETCS Pe3yJabTaTaMH,
MPUBEACHHBIMU Ha puc. 4, 0 uyBcTBUTEIbHOCTH reHa TADHN nerunpu-
Ha MieHuIbl K 00padorke ABK, uTo BIIOJIHE 0)KUIaeMO, TOCKOJIBKY B
MIPOMOTOPAx TeHOB JAETUAPUHOB NpUcyTcTBYIOT ABRE-perymnsaropusie
3JIEMEHTBI, CBS3BIBAIOIINECS C TPAHCKPHUITIIMOHHBIMU (hakTopamu bZIP
rpynnsl AREB win ABF (Kosova et al., 2010; Vornam et al., 2011).
OcnoBHbIM ABK-He3aBUCHMBIM IIyT€M CHTHAJIMHIA IIPH JEHCTBUH XO-
nona seasiercs CBF/DREBI myT ‘;‘?paHCKpI/IHHI/IOHHBII\;I daxrop CBF
BKJItOuaeT AP2 I[HK-CB%H@aIQ_L_vﬁ?_EL--u%(eH, (hmaHKMPOBAaHHBIN JBYMS
YHUKaJIbHBIME MOTHBAMI KOTQQBIP'I oy ObITh cBsizan ¢ CRT/DRE/

OB _{CHOB

LTRE snemeHTamMu NPOMOTO
TEHOB. A Q\\}\\

Tert TADHN 2érus
.1‘.‘\—
TaKXe U K (I)%;r_ld'ro D

Kax yxe ‘y
HMeeT BBICOKYIO

IOIMMH XO0JIQ/I<YyBCTB
-

au ap., 2007).
3(8:% TADHN rena
v MPHK, koupy-

(Danyluk et al., 1998).
T,
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Puc. 4. Bnusaue 3.7 MM ABK Ha yposens skcripeccun TADHN rena nerunpuna
B 4-CyTOYHBIX IPOPOCTKAX MIIECHUIIbI
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[TosTOMY MOXHO OBIJIO OXHMJAaTh BOBJICYCHUE 3TUX I'€HOB B OTBETHBIC
peaxknuu Ha XoJ0m0BoH crpecc. CpaBHUTEIBHBIA aHAIU3 COACPKAHUS
ABK u tpanckpunumonnas aktuBHocTb TADHN rena B mpopocTkax
MIIEHUIBI B XO/I€ TUIIOTEPMHUH B MPUCYTCTBUH d(P(PEKTUBHOTO HHTUOU-
Topa 6uocunte3a ABK ¢uypunona (Cammue et al., 1989) mokaszaio,
YTO PKCIIOHUPOBAHHUE MPOPOCTKOB IpH Temmeparype 6 °C yxe uepes
1 4 mpuBeso K IByKpaTHOMY MOBbIIeHHI0 kKoHLeHTpaunn ABK, mocne
4ero HaOJoIANIOCh MOCTENICHHOE YMEHBIICHUE COJICpKaHMsI TOPMOHA,
JI0 YPOBHSI KOHTPOJIBHBIX PACTEHUH, Tora Kak npenodpadoTka Gpuypu-
JIOHOM TIPEIOTBpaTHiIa BBEI3BIBAEMOE XOJIONIOM HOBOOOpazoBanue ABK
B pacteHusx (puc. 5). 910, B CBOIO. ) 04epe/lb, OTPasHIIOCh B TOPMOJKe-
HHUH, HO HE B MIPEAOTBPAILCHUN xon —'ﬂHz[yquyeMon TPAHCKPUIILIUH
TADHN rena nermnpuna. AN/ @

[ony4enusie pesynbTaphbl CBI/II[CT bCEBYIOT B TIOJIb3Y BAKHOM
pOIH  MHAYLHpYEeMOro XoJox M\n eH POBHSI 3HIOT€HHOU
ABK B TpaHckpunuu A HO 9ETKO MPOSIBISAIOLIEH-
csl B HauaJbHBIHA g_e’pﬁdo 4 CBpIoCHeIyroIumii epu-
on_ctpecca Beg .__-.v N\ I/IMprrHHo X0JI0710-
I BKaK-K ABK TaK
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Puc. 5. Biustnne unrn6uropa cuntesa ABK ¢umypumona (5 Mr/i) Ha tuHaMuKy
coaepkanus ABK B mpopocTkax MINEHUIIBI B YCIOBHAX X0010Boro ctpecca (6 °C) (a)
u Tparckpunuio TAJITHN rena geruapuna (0)
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ABK Ttpanckpunimonssie (aktopbl cemerictBa bZIP (basic leucine
zipper) AREB/ABFs (ABA-responsive element-binding/ABA-binding
factors) (Beck et al., 2004; Shinozaki, Yamaguchi-Shinozaki, 2000),
a taoke C-repeat/DRE mortuBoB, uyBcTBuTENnbHBIX K CBF (hakTopam
(Stockinger et al., 1997; Liu et al., 1998).

TakuM 00pa3oM, pa3InvHbIe B3aMMOJCHCTBYIOMINE APYT C APYTOM
KOMOWHAIIMY LUC-PETYIISTOPHBIX HJIEMEHTOB B IPOMOTOPAX T'€HOB JICTU-
JPUHOB U Pa3HOOOpa3ue TpaHC-aKTHBUPYIOMIUX (aKTopoB 00yCIOBIHU-
BaeT MX YyBCTBHTENBHOCTH K Xonony 1 ABK (Puhakainen et al., 2004;
Shinozaki, Yamaguchi-Shinozaki, 2000).

VHyipOBaHHOE XOJIOZOM JHAKOTUICHHE JETHAPHHOB POHCXOUT
TaKXe MPH BbIPAIIABAHUH pacreHHm B YCJIOBHSAX YMEPEHHOIO XOJIOAA
(9-15 °C). I'enotumsl (copyq) C.MJKCHMRIBLHBIM YPOBHEM MpUOOPETCH-
HOIM MOPO30yCTONYNBOCTR MOLYT ObIZb JughpepeHnpoBaHsl 1o cozep-
KQHUIO JICTHAPUHOBBIX Tpa GKRH 0 HE TOJIbKO B YCJIOBHSIX
XOJIOZIOBOM aKKJIH Qg€ BLICOKHX TEMIEpa-
Typax (9-20 °C)"-\ € PaTyphl BIpaIIMBa-
Hus ¢ 20 go.5 °C E ; aCTg.e_T MHOT'OKPaTHO.

ripening- mduced)-ﬁgﬂKW
(hepMeHTATHBHOM aKﬁ(fB WMOB BO BpEMSI I[IUKJIOB
3aMOpaKUBaHUsI- owan’éy 1). IlporekTrBHBIE CBOII-
ctBa ASR-0enkoB, kKak u BC ae IeTHAPHHOB, 00yCITOBICHBI HATHIHEM
B UX CTPYKTYPE BBICOKO mﬂpéﬁmm@ CETMEHTOB, MOIEPKUBAIOIINX
MOJIEKYIIBI BOJIBI BOKPYT MakpomOieKyn OenkoB, TeM CaMbIM MPEmoT-
Bpalasi uX arrperawnuio.

TakuM 00pa3oM, JETUAPHHBI OTHOCATCS K XapaKTEPHbBIM IS 031~
HEro OHTOTEHEe3a pacTeHHH OelikaM, UTPaloIUM Ba)KHYIO POJb MPHU
00€3BOKMBAHUH CEMSH B TIEPHOJ] CO3PEBAHUS, YTO MO3BOJIMIIO O0BEIHU-
HUTb 3TH OCJIKH B CAMOCTOSITENIBbHYIO IpyIiny. Bmecrte ¢ Tem oOHapyxe-
HUe (aKTa 3HAYUTEITHHOTO HAKOIUICHHS ACTHIPUHOB B BEr€THPYIOLINX
paCTCHUAX B OTBET HAa I'HIIOTCPMULIO, 3aCOJICHUC, I[e(i)I/IHI/IT BJIaru Impu-
BJIEKJIO K HUM 0c0o00€ BHUMaHHE HCCIIEIOBATENCH B CBSI3U C BEPOAT-
HOCTBIO BBITIOJIHEHHS MMM 3aIIUTHBIX (DYHKUWH NpU 00E3BOKUBAHUU
KJICTOK. Hpnqu Ba)XXHas pOJIb B PEryjsilivu SKCIPECCHU T'€HOB JCTH-
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JPUHOB U WX HakoruieHuH npuHaaiexut ABK, 4ro mo3sossier paccma-
TPHUBaTh 3TU OCJKM B KadecTBe KOMINOHEHTOB ABK-KOHTpommpyembix
AHTUCTPECCOBBIX MoAnporpamm. [leraabHoe m3ydeHne 0COOEHHOCTEH
CTPYKTYpHOH OpTaHU3alMu ACTHIPUHOB MOKAa3aJ0 HaJUYue TOBTOPS-
IOMKUXCS KOHCEPBATUBHBLIX OOMCHOB, O6CCHC‘II/IB3IOHII/IX ACruipuHam
CBOEOOPA3HYIO IPOCTPAHCTBEHHYIO KOH(DUTYPAIIHIO U BOBMOXKHOCTD HX
y4acTusl B peakuusix, MpeoTBPAIIAIONUX MOTepio Boibl. OHU MIMPOKO
MPECTABICHBI B pACTEHHSIX, BEChMa Pa3HOOOPa3HBI IO COCTAaBY U MOJIe-
KynsipHO# Macce, Bkimro4daroT oT 100 10 600 aMHHOKHCIIOTHBIX OCTATKOB.
AMWHOKHCIIOTHBIN COCTaB dTUX OCTKOB XapaKTEPU3YETCsI BEICOKUM CO-
ZIeprKaHIEM 3aPUKEHHEIX 1 NOJAPHEIX OCTATKOB, 4TO ONpENEIeT ouo-
XHUMHYECKHE CBOWCTBA ,I[GFI/I,I[pI/IHOB B mM YHCcIIe TePMOCTAOUIBHOCTD,

CIOCOOCTBYIOIIIHE BBITIOJTHCHIHIQ CTIC H@H@CKHX (hyHKIHIA, BEpOSATHO,

TIPEK/IE BCETO 3alIUTHBIX NP ﬂCFHﬂpaT VIHEIIETOK, B YACTHOCTH, MPE-

JIOTBpAIllEHUE KOaryJIsuui_Ma G HEHHE [EJIOCTHOCTH
KH3HEHHO BKHBIX C ‘ y MHOLUE HCCIIE/I0BATENH
CKJIOHHBI paCCMannfa‘er AT, KoBC?HaKannnBaeMHx
IIPH BOJHOM CTpecce - HEKHX POB; T2 arl epoyoB cTabunu-

JlekTHHBI — 3TO 0COObHIKIIA 6em<013 ygih [JIMKOIIPOTEHIOB, pa3-
HOOOpa3HBIX MO CTPYKTYpE ,@I/IOXHMI/I UM OCOOCHHOCTSIM, 00-
JTaJa0MUX CIOCOOHOCThIO CISUMDUEECKH U 0OpaTUMO CBS3BIBAThH
YIJICBOJIBI, HE BBI3bIBAsI X XUMHUYECROTO mpeBpamieHus. JIeKTHHbI 00-
Hapy’>KeHBI BO BCEX OpraHU3Max, OT BUPYCOB M OakTepuil 10 pacTeHUH
u xuBOTHBIX (Sharon, 2008). bruonornyeckne GyHKIMM 3TUX OCIKOB,
00yCIIOBJICHHBIE YTJICBO/ICBA3BIBAIONICH aKTHBHOCTHIO, PA3HOOOPA3HBEI.
OO01IMM CBOMCTBOM JIEKTUHOB SIBISIETCS UX CIIOCOOHOCTH arrIIOTHHU-
POBAaTh SPUTPOLIUTHI KPOBH, U3-3a UETO UX HA3BIBAIOT arTIIOTHHUHAMH,
MpHYEM arrIIOTHHAIMS TOJABIISETCS CICUPUICCKUMHE YTIIEBOJHBIMU
ranteHamMH. PacTuTesnbHble JIEKTUHBI SIBJISIIOTCSI OYEHb FE€TEPOTCHHOMN
IPYNIOH, TaK KaK OTJIMYAIOTCA APYr OT Apyra Mo OMOXMMHUYECKUM,
(U3MKO-XMMHYECKUM CBOMCTBAM, MOJIEKYJISIPHON CTPYKTYpe, CIIeLu-
(UYHOCTH CBSA3BIBAHUS C YIVIEBOJAMH M OMOJIOTHYECKOH aKTUBHOCTH
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(Rudiger, Gabius, 2001). Ograko, HECMOTpPS Ha JeTaJbHOE UCCIENO0-
BaHHE (DU3UKO-XUMHUYECKUX M OMOJIIOTHYECKUX CBOHCTB MHOTHX pac-
TUTEIBHBIX JICKTUHOB, UX (PU3HOIOTHYECKasi 3HAYMMOCTh JIJISl pacTe-
HUH BCE eIIIe HOCUT MPEANOIIOKUTEIBHBIN XapaKTep, XOTS PEIIAOITY 0
POJIb B BBITIOJTHEHUU IIPEAIOIAraeMbIX (PYHKIIMI OTBOAST HAIUYHUIO Y
HUX YIJICBOJCBS3BIBAIOIIUX JIOMEHOB, OJlarogapss KOTOPHIM JIEKTHHBI
MOTYT B3aMMOJICHCTBOBATh KaK CO CBOOOJHBIMH MOHO- M OJIMTOCaXa-
pUaMH, TaK U OCTaTKaMH YIJICBOJOB B COCTABE MOJUCAXaPU/IOB, TIIH-
konunuaoB u rukonporen1oB (Koposes, 1984; Chrispeels, Raikhel,
1991; Espinosa et al., 2000). HecmoTpst Ha Gosbiioe pazHoobpaszue
JIEKTHHOB  PaCTHTENBHOTO M JKUBOTHOTO MPOUCXOXICHUA, MEKIY
HUMH OOHAapy»XEHO onpez[eneﬂHoe' CXOJICTBO B YKJIAJKE MOJEKYI,
CTPOCHHH er'IeBO,Z[CBHSLIBEQleI/I caH@B YETBEPTHYHOU CTPYKType
(Loris, 2002). Q
JlexTrHBI 6LIBaK)I@e TQJII
YECKHUX OEIKOB, J'IO

a3MaTUYCeCKUX KOMIIapTMCH-
ané'eKHMH MeMOpaHaMu
1 001)‘,/I/IMCIOTC$I TaKxe
SKTHHEI, M -IICKTHHBL,
":cneum(bf/quOCTH HO
ArIIOTHHUPYIOT UX
GM,g.@aI/IMOHeI/ICTBI/II/I JIekKAIIEM
] HJ@?IMI/I -X ;reBaMI/I MPUHAIIEKUT
skcreHcrHaM (Leach eﬁai 1 2). 1] pqu(x:Bsg BIli C KJIETOYHBIMH CTEH-
KaMH SKCTCHCHH arrIiOTHHUDY 6OHBHJQ?\\KOJII/I‘IGCTBO ABUPYJICHTHBIX
mrammoB Pseudomonas solaiiacearum SITHO, TIOCPEICTBOM B3aHMO-
NEHCTBUS ¢ MEMOpPaHHBIMHU nﬁﬁnnoﬂf@: xapunamu 6akrepuit (JIIIC), HO
MPaKTUYECKH He CBA3bIBACT BUPYACHTHBIE TamMbl (Leach et al., 1982).
JIeKTHHBI y4acTBYIOT TaK)kK€ B OTBETHBIX PEaKIMAX PACTeHWH Ha
abuoTHUYeCKre CTPECChl. ATTITIOTHHHH 3apopiiia nireHuIs! (A3IT), sB-
JISFONTUICS THITMYHBIM MPEICTABUTENIEM JISKTHHOB 3J1aKOB, OTHOCHUTCS K
paspsily KOHCTUTYTUBHBIX OCITKOB, XapaKTEPHBIX JIJISl PACTCHUH IIIICHH-
LIl HA BCEX CTQJIUAX OHTOreHe3a. BMecTe ¢ TeM K HACTOsIIeMYy BpeMe-
HU HAKOIUJIOCh JOCTATOYHOE KOJIMYECTBO JIAHHBIX, YKa3bIBAIOIIMX Ha
BOBJICUCHUE ATOTO JICKTHHA MIICHUIIBI B Pa3BUTHE CTPECCOBOTO OTBETA
pactenuit (Illakuposa, be3pykosa, 2007). Tak, MHOTOKpaTHOE BO3pac-
tanue koiaudectsa A3II B kieTkax MIICHUIIBI HAOIOIACTCS B OTBET Ha
3acyxy u ocmorudecknii mok (Cammue et al., 1989), 3aconenue (1Lla-

e@;%f_ OIHBIX LATOILIA3MATH-

O4EHb cna60 Ba)RHaﬁ po b B

B OCHOBE y3HaBaHfiz§, na
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KHpoBa U ap., 1993), rernosoii mok (Shakirova et al., 1996), koTopomy
MPEIIECTBYET PE3KOE CTpecc-uHAypoBaHHOE HakorieHne ABK. OTo
HEYIUBHUTEJILHO, MOCKONIBbKY ABK sBisieTcss npu3HaHHBIM UHIYKTOPOM
skcnpeccun reHa A3I1 u HakoruteHust sToro nekruHa (bespykosa u ap.,
2001). B cBsA3u ¢ 3THUM OLIEHKa XapaKTepa KOJINUYeCTBEHHBIX U3MEHEHU I
B copepkannu ABK n A3I1 B pacTeHMsIX MIIIEHUIIBI B YCIOBUAX X000~
BOTO CTpecca MOXKET MO3BOJIUTH HE TOJIBKO MOJTYYHUTh HOBBIC CBEACHUS
00 yuactun A3I1 B ABK-koHTponmupyeMbIx HecrenupUIeCcKUX 3aIuT-
HeIx peaknuax (LLlakuposa, 2001), HO ¥ TPOIBUHYTHCA B MOHUMaHUHU
POJIH JIEKTHHA B 3allIUTE PACTCHUH OT TIOBPEKIAIOIIETO JICHCTBHSI THITO-
TEpPMHUH. Y4acTHE JEKTUHOB B OTBETHBIX PEaKLIAX pacteHuii Ha abuo-
THYECKHE CTPECCHI l'IOI[TBep)I(,Z[aC”['I/I ,z[mb(bepeHuHaanaﬂ JKCIIpeCCHUs
I€HOB JIEKTUHOB pUCa U apa6wgonc ca. TIpH. BO3IEHCTBUN HA 3TU pac-
TEHHS XO0JI0/12, 3aCYXH U 3aCGNICHHS (Jia -gl., 2010).
HuskoremmeparypHbiit) cTp ‘bQ( K2
HHUE BOIHOIO 0OMeHa B PacTeH
POCTH HPOTEKAHHS BASKH ML 101.0~0H0X m@qecxnx nporec-
C51 ByOHL “MBHOCTHIPO cTa,.lg_ueJIOM (Guy
HOI/I CiereHn Mo-
mem ABK (Aroca
2012) KOTOpOI/I

MIPY IETHPATAITHH, Bﬁlg,mga'

[HelicTBUTENBHO, U3 QM UPOBaHUE IIPOPOCT-
KoB TeHuIps! mpu 7 °C 1 e\ﬁtLé"M JIBYKpaTHOMY yBeIH-
geHuio ypoBHI ABK B KOPHSXyC MaKCHMYNOM, MPUXOIAIIAMCS HA 2
4. Komnuecteennas onenka A3ITIB KOPHSIX Tex jKe pacTEeHHI BHISBHIA
3HAUUTETbHOE HAKOIIJICHUE JIEKTHHA ¢ MAKCUMYMOM Ha 5 4 BO3JeiCcTBUS
crpecca (puc. 66). IloxydeHHbIe pe3yabTaThl yKa3bIBalOT HA BOBJICYE-
Hue A3Il B OTBETHBIE peakLMM PACTCHUI MILEHULBI HA HU3KYIO IO-
JIOKUTETBHYIO0 TEeMIIeparypy, OHAKO, Kak 1 B ciydae ABK, Gornee yem
TpeXKpaTHOe Bo3pacranue cogepxkanus A3I] B KOpHSX B OTBET Ha TUTIO-
TEPMHUIO ObLIIO 0OPATUMBIM.

JIeKTHH TIIEHUIIBI SBISETCS YKCKpeTupyeMbiM OenkoM (Cammue
et al., 1989, Kunpaubexosa u nip., 2004). [leiicTBUTENBHO, CONCPKaHUE
3TOro Oelika B cpelle MHKYOAllMu MPOPOCTKOB B XOJIE HU3KOTEMIIEpa-
TYpPHOTO CTPECCa BO3PacTalio MOYTH BTPOE B CPABHCHHU C KOHTPOJICM,
MpH TIEPEHECEHUH ITUX KE MPOPOCTKOB HA CBEXKYIO CPEAY B YCIOBUSIX
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TIIICHHUIIBI B XO/Ie Bo3z[eI/ICTBﬁg HU3KOH HOﬂ@snTenLHOH temmepatypsl (7 °C)
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: 2
8250 | 0
8 ~
E h (!
2 L C
Z200 ' .7_. CoggpzlcaHne A3IT
2 MHKyOaikiu 4-CyTOUHBIX
> 150 pop OCTKOB. [IIEHUIIBI TP
E b4, BUmOTCpMMH uepe3 7 uacos (1),
< % qac%(Z) BO3JICiCTBUS cTpecca
%
100 % U >3 24 yaca nocJie yjaneHus
LY
1 ) 3 ‘ crpecc-thakropa (3)
7 °C nabrogaics I[aJ'IBHeI/I Bmxp%:?\ I1 u3 pacteHuid, XOTs €ro KOH-
[EHTpaIus OblIa yxe 3Ha‘II/IT€5’IBHO €HBIIIe; BO3BpAIICHNE PacTEHUH

K HOPMaJIbHOMY TEMIICPAaTypHOMY PEKUMY Ha OIHH CYTKH IIPHUBEIIO
K HE3HAUNTEJIbHON 3KCKpeluu JekTuHa B cpeay. ComocraBieHue au-
Hamuku cozepkanus A3l B KOpHSIX IPOPOCTKOB, MMOJBEPIHYTHIX BO3-
JEWCTBUIO TUIOTEPMUU (pHC. 6) U B Cpeie MHKYOUpOBaHMS PAaCTCHUHN
(puc. 7), moxkasano, 4yTo MaccupoBaHHBIH Bbixon A3Il B HapyXHYIO
cpeny HaOmromasncs Ha (POHE CHMKEHUS CTpecC-MHAYLIHPOBaHHOTO Ha-
rorieHust A3II B kopusx (bespykoa u ap., 2012).

MecToM npeuMyIecTBEeHHOTO cuHTe3a U akkymyssiiun A3I1 sBis-
10TCsl MepucTtemaruueckue Tkanu kopHed (Raikhel et al., 1984), Gonee
TOTO, MOJTYYEHBI JI0Ka3aTeIbCTBA €ro YUacThsl B CUTHAIILHOW PeryIIsiuu
JieTIeHUsI KJIETOK almKallbHOM MeprcTeMbl KopHeit (Shakirova et al., 2004).
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OKontponb WXonoa

EXonog+A3N B XonognuaguH

5 6 7
Bo3pacT mpopocTKoB, %
i K ar%ubﬂoﬁ MEpPHUCTEMBI
T1oABEPTaHt 24-gacoBomMy
CPEHEGHIIH HA Cperty

uiiifie ConepKaryio
,:..Peﬂﬁjﬁf;g 6esKoB

Puc. 8. Jlunamuka Mmowecm“ }qn
KOpHEH MPOpOCTKOB HWI/IHLI
XOJI0JI0BOMY CTPEGECY, 110

B HOPMAIILHBIC YCIIOBHUS T

s

1 mr/im A3I1 Wi 1Mo/t
) :

Tak, yCTaHbm;fJ_{o, 9
HOCIIE BO3JICHCTBU 1}1«131(

MHUTOTHYECCKOI'O I/IH,I[CK‘B)é

% oB fmiternib A3IT
“bg BaBHIETO TOPMOXKEHHE

oK __big\kq (KOpHEH, IPAKTUYECKU
B [IOJIHOM Mepe BOCCTaHO TETOK K 1 y’Ke 32 OHH CYTKH,
a crycTs 1Boe cytok MU B-arom BapI/IéH{%)\ TIBITa MIPEBOCXOMIT 3HA-
YeHue KOHTpois (puc. 8). Hpﬁ%M BLTHHHIX a¢exT xapakTepeH
uMeHHO Jutst A3I1, mOCKONbKY rnnaf[nn, MacHOU OCJIOK 36pPHOBOK ITIIIC-
HHIIBI, B3SITHIA B KaueCTBE Oelika He JICKTUHA, He OKasall BIusHus Ha MU
KJIETOK KOHYMKOB KopHeii (be3pyxkoBa u ap., 2012).

CrnenoBareinbHO, HHIYIIMPYEMOE XOJIOIOM 00paTuMOe HaKOTUIEHUE
A3II B KOpHAX MPOPOCTKOB M MHTEHCHBHAS DKCKPEIUS 3TOTO JIEKTHHA
B pu30c(epy MOXKET UIpaTh BaXXKHYIO POJIb B YCKOPEHUH BOCCTaHOBIIE-
HUS JIeJICHNs] KJIIETOK KOHYMKOB KOPHEH MIIEHUIBI B OCT-CTPECCOBBII
HEPHUOA.

Takum 00pa3om, NOJTyYEHHBIE PE3YIBTaThl CBUICTEIBCTBYIOT O BO-
BieueHnu A3Il B popmMupoBaHue 3aUTHBIX pPeaKUuii MPOPOCTKOB M-
HUIIBI, Pa3BUBAEMBIX B OTBET HA I'MIIOTEPMHIO, @ UMEHHO €r0 y4acTUHU
B YMEHBIUIEHUH YpPOBHS IMOBPEXKJAIOILET0 AEHCTBHS CTpecca Ha poOCT
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KJIICTOK KOpPHEH JIeTICHNEM U YCKOPEHUH BOCCTAHOBIICHHSI HHTCHCHBHOCTH
POCTOBBIX MPOLIECCOB B IIOCT-CTPECCOBBIN NEPHO.

Ha cymiecTBeHHYIO pOJib JEKTHHOB B (DYHKIIHSIX MEMOpaH, UX y4a-
CTHE B OTBETHOW peaKIUH KICTKH Ha Pa3UYHbIC BO3JCHCTBUS, B TOM
YHUCJIE U BO3IEUCTBUE U HU3KOU TEMIIEPATyphbl, YKa3bIBA€T IIPUCYTCTBHUE
ATUX COCIMHCHHI B IJIa3MaTUYCCKON MeMOpaHe, a Takke B MeMOpa-
Hax opraHei1 (Anekcuuse, BoickpeOenuieBa, 1986; BrickpeOeHiieBa,
Bopucosa, 1996). B mpopocTkax 03uMON MIIIEHUIBI MMOKA3aHO, YTO
HHU3Kas 3aKaJlMBarolas TeéMIiiceparypa nNpuBOAUT K USMEHCHUIO reMar-
I‘IIIOTI/IHI/IPYIOIIICI‘/’I AKTHBHOCTHU JIeKTI/IHOHOIIO6HBIX KOMIIOHCHTOB KJIC-
TOYHBIX CTEHOK M BHEIIHMX MEMOpaH sjep, IUIACTU]I, MUTOXOHIPHM
M MHKPOCOMAIBHEIX MeMOpaH? §Tn W3MEHEHUS MMEIOT Pa3InIHyIo
HaIpaBIeHHOCTD! Y KIETOUHBIX C eHOI&\;{uep W TUIaCTHJ OHa BO3pac-
TaeT, a y MUTOXOHJPHH) 1 MHKPOCOMMALHBIX MEMOpaH CHIKaeTCs
(Komaposa u 1p., 2003). B \ou{o AHUS NPU TOPMOKEHUU
poCTa remMarriroT MAL \éts ’%:gHonoz[06HHx OenkoB
BHEIITHUX MeM6patro I BAIPHCY TCTBHH KOMIIO-

1 J'If:ll“‘h,a‘HZ[aMI/I) 4ero He
npbPOCTKOB AB-
MI/IpOBa}i"I/II/I MOPO30-

TOpaMu BHCKa3aH0
yCTOH‘II/IBOCT,IfI IPUHHN
KO TepudepuHeckoro : %
KOMITaPTMEHTOB (ﬁ;}em : MO \a‘ngp,l aCTUJI, MUTOXOHIPUI
U MHUKPOCOMaJIbHBIX (\M TeMaFrmp@églpy}omas{ AKTUBHOCTH
OEITKOB KJIETOYHBIX CT%( a'TaKxe. BHC\!iI‘HI/IX MeMOpaH sifiep W Iuia-
CTH ], BO3pacTaBIIas OCIE3aKaIuBaHKs; TIOJIOKUTEIEHO KOPPEIUPYET
C MOPO30yCTOHYHUBOCTEIO, O”Ié}luaTé’ihbHO — ¢ poctoMm. B To e Bpems
reMarnIiOTHHUPYIONIAs aKTHBHOCT OEJIKOB BHEIIHUX MeMOpaH MHTO-
XOHAPUH ¥ MHKPOCOM, HAIIPOTHB, MOJIOKHTEIBHO KOPPETUPYET C PO-
CTOM M OTPHULATEIBHO — C MOPO30yCTOWYMBOCTBIO. TakuMm o0paszom,
BO3MOXKHO, JICKTHHOTIOZ0OHBIE KOMITOHEHTHI BHEIIHUX MEMOpaH opra-
HEJIJT MOTYT Y4acTBOBATh B PETYISIIUU UX (PyHKIMOHATBHONH aKTHBHO-
cTH B nepuoj xononoBoil aganrauuu (Komaposa u ap., 2003). Cpas-
HUTENbHBIN aHanu3 aByx kJIHK Oubnmorexk u3 pactenmii pairpacca,
MPOLIEIINX U HE MPOLIEANINX X0JIOJ0BYIO aKKIMMAIIUIO B YCIOBHUSAX
KOPOTKOTO JHSI M HU3KOM OCBEIIEHHOCTH, ITOKa3al y 3aKaJeHHBIX pac-
TEHUH 3HAYUTENbHOE CHI)KEHNE YPOBHS JIEKTHHA, HHIYLIPYEMOTO IpU
BBICOKO# ocBemeHHocTH (Zhang et al., 2009).
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2.6. beaikn memOpan

N3MeHeHus, POUCXOSIINE B COCTABE JTUIHJIOB M1a3MaTHYeCKUX
MEMOpaH IpU XOJIOJIOBOW aKKJIMMAI[UHU, a TAKXKE UX POJIb B Pa3BUTUU
YCTOMUMBOCTH K XOJIOAY MCCIEAYIOTCS TOCTATOYHO akTHBHO. OHAKO
3HAYUTENILHO MEHbIIIE UCCIIEJOBAHU, KACAIOIIMXCS COCTOSTHUST OCITKOB
MeMOpaH P XOJIOA0BOH aKKJIMMAIMU. B CBSA3M ¢ 3TUM HYXKHO yIIO-
MSHYTH paboTHl, B KOTOPBIX TIOKa3aHo ycuieHue cuaTe3a MPHK mmH-
KEpPHOTO OeJKa, CBA3BIBAIOIIETO KIETOYHYIO CTEHKY M TUTa3MaTHIEeCKYTO
MemOpany, y Brassica napus (Goodwin et al., 1996) u moBsIieHNE CO-
JIep>KAHMS aHHEKCUHA Y MILEHULIBI (Breton et al , 2000) mpu x01010BOM
axkmmMarmi. C HCIOTb30BAHHEM  MACC-CIIEKTPOMETPHUIECKOTO aHa-
JIU3a BBISABIIEHA TPYTIIIa 6enK0&nna3ﬁaTn‘%§CK0H MeMOpaHbI U3 pacTe-
HUH apabuorcuca, M3MEHAROIINE CBOK, OKEfPDECCUIO NIPH alaNTalluy
k xomony (Kawamura, Uemura ‘YQO ' &6 0 uaeHTuGUIupo-
BaHO 36 OeNKOB, U3 3 KL{ﬁ:ﬂ.OKaBaJII/ICL 26 TH-
IPOQHUIBHBIX 6em<01§‘ ocTa y
HEPACTBOPUMBIX HHTE
CTPYKTYpBI C.OeiKaM
HECTH K 6eﬁKa,

CKHM CTpeCCOM, "
YCTaHOBJICHBI. 3 \

UccnenoBanue npo% chr‘eHHb@\BaCTeHHH apabuion-
cuca CO CBEpPXIKCIpeccre JIKOB nnasMaﬁz}tIeCKOH MeMOpaHBI TIO-
3BOJIHIIO MJICHTHU(HUIIMPOBATH KITHA OpBIX U3 HUX B Pa3BUTHH
MOPO030yCTOHYHUBOCTH paCTeHHm{B 4adTHOCTH, MOBBINIEHHAs SKCIIPEC-
CHs JIUTIOKAJIMH-TION00HOTO Oelika BHEIHEH MeMOpaHbl IPHIAET TPaHC-
TeHHBIM PAaCTEHUSIM 00JIee BBICOKYIO MOPO30CTOWKOCTh IO CPAaBHEHHIO
¢ pacrerusimu qukoro tumna (Uemura et al., 2006). s numokannHOB
MOKAa3aHa TaKXKe 3aIIUTHAS POJIb OT MEPEKUCHOTO OKUCICHUS JTUMUA0B
MemOpan npu TemmneparypaoMm crpecce (Chi et al., 2009). dpyroii Oe-
nok — ERD14, MoxxeT MUHUMH3UPOBATh pa3pylialoliee MPOHUKHOBE-
HUE JbJa B MIPOTOIUIACTHI U3 BHEKJIETOYHOTO MTPOCTPAHCTBA 3a CUET U3-
MEHCHHUS XapaKTePUCTHK IJIA3MaTHIECKOM MEMOPAHBI BO BpeMs MOP03a
(Uemura et al., 2006).

OnarM U3 2JIEMEHTOB IIPOIECCa XOJIOIOBON AKKIMMAIIUH MOXKET
OBITh TIAJICHUE AKTUBHOCTH aKBAaIIOPHHOB, TPAHCMEMOpPAHHBIX OEIKOB,
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KOHTPOJTUPYFOIINX BBIXOJ] BOJBI U3 KJIETOK, MPUBOJIAIICE K YMEHBIIICHUIO
WHIyIMPOBaHHON MOPO30M KJleTouHOH aeruapartanun (Peng et al., 2008).

Hapsany c Oenkamu, BKIIOYEHHBIMH B CTPYKTYpy MEMOpaH, B UX
CTaOMIM3alMK 3HAYUTENBHYIO POJIb MIPAIOT U LUTOIIa3MaTHYECKHUE
0eJKH, HaKaIUIMBAIOIIMECS BO BPEMsI XOJI0I0BOT0 CTpecca BOJIU3U MEM-
Opan wmu B3aumozaeicTpyone ¢ HuMu. Jlerunpunast ERD10 u ERD14,
KOTOpBIE CHHTE3UPYIOTCSl B HAYaJbHBIA MEPHO]] XOJOMO0BON aKKIMMa-
LIMU, CXOAHBI 1Mo cTpykType ¢ Oenkamu COR47 u neruapunamu SK-
tuna (Nylander et al., 2001), u, mono6Ho Genky COR15am, siisitorcst
AKCTpEMaTBHO THAPOPIITBHBIMU. M3BecTHO, uT0 Oemok COR15am ycu-
JTUBAET yCTOMYUBOCTD MpPOTOMIACTOB apabujoncuca K MOpo3y 3a CYeT
YMEHBITICHUS (DOPMHUPOBAHUS FG(C&I’OHEU‘IBHOI/I (ha3wl TUTIHIOB MeMOpaH
(Steponkus et al., 1998). Taa@ce 0 IJ'IO NQKA3aHO, 4YTO AETMAPHH MILEHNU-
sl WCOR410, I/IMeIOIm/IQ 60m>moe ozf@;rBo ¢ 6enmkom COR47 apabu-
JIOTICHCA, HaKannHBael@l B Q TTUMAaIAA BOU3M T1I1a3-
MaTHYeCKOU MeM6p A deit (Danyluk et al., 1998),
' na}.‘féIOT COCOBHOCTEIO
" (Ko,ag et al., 2003).

ERDI10 u- ERD14 (511 (2
BarOT (bOpMHpOBaHI/Ie T

AHbI TaIGRe 3aCpKU-
aaﬁ&i‘iﬁh X03I0/10B0M cTpecce

onb‘noM 6%@01( — MEePeHOCUHK JIH-

nuo EARLII apa6égo cr "@ubler S’ch@bpl 2004).

Taxum o0pazom, r« OejkoB \iﬁkcnpeccm KOTOPBIX MEHS-
eTcsl TIPH XOJIOJIOBOM CTP BeCBM 3HOO6p8.3HLI Yacth U3 HUX
TIPEICTABIIACT COOOM (1)epM JYACTBYIONME B TPeOOpa3OBaHUH

(M3UKO-XMMUYECKUX CBOWCTB H’IaSMaTI/I‘IeCKI/IX MeMOpaH, a Takxke
B (ochopunupoBaHnr MHUTOXOHIPHANBHBIX OenkoB. YacTh OenkoB
MOBBIIIAET CTAOMIBHOCTh MEMOpaH M IUTOCKenera. Hekotopele aHTH-
(bpu3HbIe OCITKH, OTIPEIEIISIOIINE MOPO30yCTONYNBOCTb, BIHSIOT TAKKE
Ha yCTOWYMBOCTH K maroreresy. Ho camyro Gomnplyro rpymiy perynu-
PYEMBIX XOJIOAOM OEJIKOB COCTaBJISIIOT THAPO(QMIbHBIE OENIKH, UMEIO-
LIMEe O-CIHUPABHYIO CTPYKTYPY H BBINOIHSIOIINE KPHOIPOTEKTOPHYIO
¢yukumro. Boza, cBsa3piBacMasi B BUIE TUAPATHBIX 000I0YEK STHMHU MO-
JIeKyIaMH, He 3aMep3aeT U He TPAaHCHOPTHPYETCs, OCTaBasICh B KIIETKE.
Takum 00pa3om, ¢ UX TOMOIIBIO KJIETKH 3aIIUIIAI0TCS OT 00pa30BaHUs
BHYTPHKIIETOUHOTO JIbJIa 1 YPE3MEPHOTO 00E3BOKUBAHUSI.
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I'masa 3. BOCIIPUATHE XOJI0OAOBOI'O CUI'HAJIA
PACTUTEJIbHBIMU KIIETKAMU

Kakum 00pa3om pacTeHus BOCIPHHUMAIOT IOHMKEHUE TEMIIe-
parypbl, KOTOpO€ HHIYLHUPYET IMPOLECCH XOJIOJOBOW aKKIMMALHMH,
1 KakK OCYIIECTBIISCTCS] CUTHAIIMHT, BBI3bIBAIOLINN CIIOKHBIA HAaOOp U3-
MEHEHHUH sl TOCTHIKECHUSI TIOBBIIIEHHON XOJO0I0yCTOWYMBOCTH — 3TH
LEHTPAIbHBIE BOMPOCHl (DYHKIMOHPROBAHHS PACTUTENBLHON KIETKH
B HM3MCHSIOIINXCS yCIIOBHUSIX np(fn a"g;TaHm UMEIOT HECOMHEHHBIN
MPAKTUYECKUI acIIeKT. A, S

s nmoHumanus npouQJCOB ---;pa
B KJIETKH OCHOBHBIM SIB
patypHBbIil ceHCop Y p\qc%
WJIH MX JIOJKHO OBITH He
BOCIIPUHUMAIOT MHOT
POB, PACTIONOKEHHEIS
1ye co00! HHFCrpalbHb] "
KOTOPBIX TPOHH3BIBACT T
Paznoobpasnble MoﬁexynLI;'
Jlaqy CHUTHAJIOB, aKTHBY upy OT

XOJIOOBOTO CHTHAIA
CYKaK JKe yCTPOCH TeMIIe-
¥ OIEﬁ;eFO THIIa CEHCOPOB

< U np‘egggTaBnﬂ}o—
[enTUAHAS LElb

1CM . KAK. "M 'HHMyM OJIMH pas3s.
HHHPY I«i_:c“a" cMgM6paHHyfo nepe-
1L HT(??H\ genc;r%‘ysl Ha HHMX OOBIYHO
B OYEHb HU3KUX KOHLIEH ; psijia 10 ”@I n Hwke (Oumunmnos,
1998). AKTI/IBI/IPOB&HHLI%TPH pdcn FOT CUTHAJI ¥ TIPUBOASAT
B JIeiiCTBHE BHYTPHK/ICTOUHBIEHYTH MepgXoia HHOPMAIIHH, KOTOPhIE
B KOHEYHOM CUETe BEIYT K peryn 1K METabonm3Ma.

3.1. U3mMeHeHHus B COCTOSTHHMM IJIA3MaTHYECKOH MeMOpaHbI
U IUTOCKeJIeTa

[IpsiMBIM 1, BEpOSITHO, HaNOOJIEe PAHHUM CJICACTBUEM BIIUSIHHS KO-
nebaHui TeMIepaTypbl Ha KJICTKH SBIISIETCS M3MEHEHUE TEKYYeCTH MEM-
opan (Uemura et al., 2006). [Tonmkenue Temmneparypsl yMEHbIIAET, a TI0-
BBILIICHUE TEMIIEPaTypbl, HAOOOPOT, YBEIMUNBACT TEKYUECTh KICTOYHBIX
MemOpas (Alonso et al., 1997). Dtu HaOIr0IEHHS TTO3BOIMIN TIPE/IIONO-
JKUTh, UTO IJIa3MaTHIeCKasi MeMOpaHa IeHCTBYET KaK IIEPBUIHBIN CEHCOP
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TEMIIepaTypHbIX KoJeOaHUH BCIEICTBHE AMHAMHYECKIX U3MCHEHHH ee
¢usnueckux xapakrepuctuk (Murata, Los, 1997; Los et al., 2013). Bos-
MOYHO, 3T U3MEHEHUS IPUBOIAT K OTKPBITUIO aKTHBHPYEMBIX pacTsi-
JKeHHEM MexaHouyBCTBUTENbHBIX Ca’’-kananos (Ding, Pickard, 1993),
XOTSl B HAcTOsIIIEee BPEMs HE BIIOJHE SICHO, KaK TEKy4eCTh MEMOpaHbI
MOJYJIUPYET aKTUBHOCTh MOHHBIX KaHaloB. OMBITHI ¢ XMMHUYECKHUMHU
areHTaMH, YBEJIMYHMBAIOIIMMHI ¥ YMEHBIIAIOUIMMHU TEKY4YeCTh IIa3Ma-
TUYECKONH MeMOpaHbl, BCJIEACTBUE YEr0 IIPOUCXOIUIO U3MEHEHUE IKC-
Ipeccuy reHa Oejka XOJIOAOBOIO ILIOKA KaIlyCThl, TAKXKE YKa3blBaIOT
Ha BO3MOXKHOE y4acTHe TeKy4eCTH MeMOpaHbl B BOCHPUATHH CUIHAJIa
0 TIOHIKEHUH TEMIIEPaTyPhI (FHMaJIOB u z1p., 2004) (puc. 9).

B paGore Opsapa u ap. (@rvaltet al., 2000) npuBoznsTCS AaHHBIE
0 TOM, YTO 3KcnepHMeHTa@,Hoe TIOHJPKCHHE TEKy4CCTH KJICTOYHOH
MeMOpaHbl BbI3BIBACT m@yxu a HB@CTI/I cneunq)nqecxoro reHa
XOJIOIOBO# aKKJIMMAITHH (
MOPO30CTOMKOCTH
B T0 xe Bpems

BEJIMUCHUU TEKY-
4eCcTH nnasMafnq ’Jé OeH3UI0BOro
crmpra nipu 4 °CH ) I/ITG?JKGJ‘ICT& CBA3a-
HBI C TIA3MaTHIECk eMOpan I kananami (Trewavas,
Malho, 1998’9’,@ npq '-' 1S\ C ' acrm Tabaka CTUMY-
JIMPOBATIOCH PAIPYLICE MY ( CTMHOBBIX MHKpO(H-
JIAMEHTOB (Mazar HBHUTEIBFHO, YTO JKa-
crutakuHONU] (jaspla Wi MUKPO(HIAMEHTHI,

o .. N
T 3004 3004
A 2~
= o 2
g &
2 2 2004 £ £ 2004
o3 = B
N 32
58
z 104 S 1004
=
5 S5
o
5 Eq
2 04 @) 04
E K 0 5 10 K 0 1 2 3
o a 0

Puc. 9. Bnusinue Ha skcrpeccHio reHa Oenka xononosoro moka CSPS Brassica oleracea
B TpoToruiacTax: a) 6ensmnosoro crupra (k — 6e3 BC, 23 °C; 0 — 6e3 BC, 5 °C; 5 — [BC]
5MM, 5 °C; 10 — [BC] 10 MM, 5 °C); 6) AMCO (x — 6e3 AMCO; 1 — [AMCO] 1%;

2 —[AMCO] 2%; 3 — [AMCO] 3%) npu HopmanbHo# Temmneparype 23 °C
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npenorBpamaer u skcnpeccuro rea CAS30, u nponukHoBeHune Ca’*
B KieTky npu 4 °C, a nutoxanasu /| (cytochalasin D), nectabununzu-
PYIOIIMH MUKPOQHUIAMEHTBI, HA00OPOT, BBI3BIBAET HKCIPECCHUIO I'€HA
CAS30 u mponukaoBenne Ca*" B kietky mpu 25 °C. OmHako dKcmpec-
cust rena CAS30 nipu 25 °C, Bei3BaHHas uHaykropom Ca?* kaHana, X0Ts
Y 4yBCTBUTEJbHA K JICCTBUIO XenaTopa Ca’’, HO He HHTHOUpYyeTCs XKa-
CIUIAKMHOJIUIOM. DTO YKa3bIBACT HA TO, YTO PEOPTaHU3AIMS AKTHHOBBIX
MUKPO(DHUIAMEHTOB MPH TIOHIKEHUH TEMITEPATYPhl IPOUCXOMT MOCIIEe
YMEHBILCHUS TeKy4eCTH MEeMOpaHbl, HO /10 IpoHUKHOBeHus Ca’" B 1u-
TOIUIa3MYy.

VYyactue W3MEHEHHS TeKy4ecTH IU1a3MaTH4eckoil MeMOpaHbI
B TPAHCIYKIHH XOJOJOBOTO curualia I'!!OKaSaHO TaKKe C MCIOJIb30Ba-
HUEM CYCTIECH3UH KIIETOK Ambkdopsz; thal@na MYTaHTHBIX TI0 aKTHB-
Hoctu necarypas (Vaultier e€al., 2006)

Takum 06pa3zoM, yCHASHHBLIT10TE
U3 aroriacTa, Ipouc
JIEMMBI, HpI/IBOL[I/Ilj 'K'-\i:rH 7

LIS B [IUTOIIA3MY
MH/TEKYUECTH TIa3Ma-
OB @FBETHON peakiuu

; Hr';ﬂ”%chpecc B To

Hamamu (Ding, Plckafd?, 199 Ha peopraHmauHH
IUTOCKENETa /sl XOMOMGROIO I/IHFaMHQK: Ha NIPU HCCIIEI0BA-
HUW Pa3BUTHS HU3KOTEMIT ro orBetaly momepHs! (Orvar et al.,
2000), parica (Sangvan et al-72001). Bbpiie™ycTaHoOBII€HO, YTO Bellle-
CTBa, CTAOMJIM3UPYIONINE MUKPORPYOOTKN U MHUKPO(DUIAMEHTHI, CIIO-
CcOOCTBOBAIM MHTHOMPOBAHUIO AKTHBAIMK HHIYIUPYEMBIX XOJIOJOM
renoB CAS30 u BN115 mpu Bo3znelcTBHM HHU3KOH TemMmeparypsl, B TO
BpeMs Kak BELIECTBA, JICCTAOMIN3UPYIOMINE AIIEMEHTHI IIUTOCKENeTa,
Ha000pOT, BhI3bIBANIN X akTuBaluio npu 25 °C. [Ipu nelictBuu Ha npo-
TOIUIACTBI KAITyCThl KOJIXMUIIMHA, MHTHOUPYIOLIETO MOJTUMEPH3ALHUIO TY-
OyJIMHOBBIX OCJIKOB W Pa3pylIAOIIEro MUKPOTPYOOUKH, HAOIIONACTCS
3HAYMTENbHOE YBennueHue skcnpeccuu rera CSP5 naxe nmpu komHar-
Hoit Temneparype (I'mmanoB u ap., 2004). O6paboTKa MPOTOIJIACTOB
OAHOBPEMCHHO KOJIXUIIMHOM U OEH3UIOBBIM CIIMPTOM, BBI3bIBAIOIIUM
TOBBINICHUE TCKYYECTHU ma3MaTH4YeCKOU MeM6paHBI, IIPUBOIUT JIUMIIb
K HE3HAYUTEILHOMY, 110 CPABHEHHIO C JICHCTBHEM OJHOTO KOJXHUIIMHA,
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ymenblieHuto skcnpeccun rena CSPS5. Ilpu oO6pabotke mpoTtoruiactoB
KalyCTbl TaKCOJIOM, CTa0MJIM3UPYIOUIMM TYOYJTHHOBBIA LIHUTOCKEIET,
skcnpeccust rena CSP5 mpu 5 °C 3ameTHO MHTHOMpYETCsl, OCTaBasCh
MPaKTUYECKH Ha YPOBHE IKCIPECCHH 3TOTO I'eHa NMPH KOMHATHOW TEeM-
neparype (puc. 10). B To sxe Bpems cTumMyssinust skcnpeccun rena CSP5S
HaOmoaeTcs U 0e3 HU3KOTEMIIEPaTypHOIo CTpecca MpH BO3AEHCTBUU
Ha TIPOTOIUIACTHI KarycThl numetwicyibhokcuaom (DMSO), ymeHs-
MIAIOIIUM TEKy4YeCTh IUIa3MaTH4YeCKOll MeMOpaHbl M MMHUTUPYIOLIINM
XOJIOOBOH cTpecc. B 3THX ycnoBusx crabumusanust TyOyJIHHOBOTO IIH-
TOCKeJIeTa ¢ TIOMOIIBIO TAKCOJIA 3HAYUTEIHHO YMEHBIIAET SKCIPECCUIO
rera CSPS, cHmkas em cambiv abdexr DMSO.

CrenoBaremnbHO, peopraHp@a U1 IUTOCKEIIETa MOXKET PaccMaTpH-
BaThCS KAK STAIl XOJIOJOBOKQ CHIHAJMHEA, MMEIOLIHH CBOE OTPE/IesIeH-
HOE MECTO B 3TOM IIporecee. 3

[Mony4eHHbIC HaM@Iaﬂg
et al. (2000), uto Il

OpraHW3alUy I . '
Ty
IJIa3MaTHYECKOM
¥ TIJ1a3MaTH4EC 1
mzma3a]j; KTUBHOCT
BUCHT OT KOHIEHT]E

et al., 2003). ﬁfjgpc

yJactue u 3KCTCI—@§B,
A
600 -

;1?)@0 npennonoxenue Orvar
1 X0 ongpro CHTHaJa JTall pe-
ICHEMIEHNEM TEKYYECTH
pOTpyOOUKaMu
b (pepmeHT pocdo-
) ngi%TpeccaHm-
*al.,12003; Dhonukshe
WCPaTypP, MOTYT HPHHHMATH
TUHOOTaThIE TITHKO-

N

(=

(=]
1

(% K KOHTPOJIIO)
)
S
T

OTtHOcuTenbHbIH ypoBeHb MPHK

04
1 2 3 4 5 6

Puc. 10. Bausiaue cocTostHms UTOCKeeTa Ha Kenpeccuto rena CSP5:
1 — koHTpOIB, 20 °C; 2 — KOHTpOIB, 5 °C; 3 — Takcom, 5 °C; 4 — Takcon + AMCO,
20 °C; 5 - AMCO, 20 °C; 6 — xonxunua+bC, 20 °C
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npoTenHsbl U apabuHoranakrancoaepxamue oenku (AGP). AGP sBins-
IOTCSl IPOTEOIIMKAaHAMM KJIETOYHOW CTEHKH M YYaCTBYIOT B CBSI3bIBa-
HUH KJIETOYHOM CTEHKH, TJIa3MaTHYECKOH MeMOpaHbl 1 MUKPOTPyOOUeK
(Nguema-Ona et al., 2007).

Peopranusanust nuutockenera, No-BUIMMOMY, IPUBOJUT K aKTHBa-
UM KaJIbIIMEBbIX KaHAJIOB, YTO, B CBOIO O4Yepellb, 00eCIeunBacT MOTOK
WOHOB KaJIbIIMsI B UTOIIIA3MY H JajbHEHIIee IPOXOXKICHHE XOJI00BOTO
CUTHaJIa, 3aBEpIIAIONIEecs a/IeKBaTHBIM CTPECCOBBIM OTBeTOM. Mccie-
JIOBAaHHME PEOpraHu3aluy UTOCKeNeTa B KieTKax Iriticum aestivum L.
MPY 3aKAJMBAHUN PACTEHHI MSTKOHM IMIIEHHIIBI OKa3ajo, YTo Ha mep-
BOM DTalle XOJ0J0BOTO 3aKaINBAHNL (3 °C, 2-3 cyT) B KJIETKaX 30HBI
nuddepeHnranul  TPOUCXOIST ymeHBmeHHe MacChl HECTaOWMIBHBIX
MHKPOTPYOOYEK M JCHONMMEPU3aIS . MggcpocppmaMeHTOB a Takxe
TOPMOKEHHE POCTa LIEJIOTO QaCTeHI/Iﬂ ( oxiepa, Onmuuesny, 2003). Ha
OoJee MO3IHEM dTare 3aKaHBa
JISHHE TIOTMMEpH3aIlk aMGHTOB I TaKoro pozxa peopramu-
3aIus I.II/ITOCKCJ'IGI?. "M TAHOBJIGHNE POCTOBBIX U
M x'f-y"ga103n$[x (Xox-

TIPOIIECCOB. '“C;,:--.__l

CrenoBarebHO, OHHAKEH] aHbI U JIecTadniia3a-
IusT KOMIIOHCHTOB HHTO;?&}H b L-..BaI_H/IIO KaJIBIIMCBBIX Ka-
HAJIOB M IIOTOK MOHOB KaJIBIVSE [IMTOIUIasMY: ECTh 1aHHBIE, YTO Bellle-

CTBa THTIA CTEPOJIOB, MEHSIOIINE é_e'x(yqé@r MeMOpaH, U3MEHSIOT TaKXkKe
CBS3BIBAHME JIMT'AHOB K KalblueBbIM KaHaiaMm (Mason et al., 1992).
CBs13b U3MEHEHUH B OpTaHU3AINH ITUTOCKENETa C YCTOMYMBOCTHIO
K HU3KHAM TeMIIepaTypaM UCCIe0BaHa Ha IIeJIOM psifie 00beKToB. Tak,
Yy 03UMOI MIIIEHUIIBI 00JIee BHICOKAs CTAOMIBHOCTE TYOYIMHOBOTO IIH-
TOCKeJIeTa ONpeelisieT MOBBIEHHYI0 Mopo3ocToikocTh (Olinevich,
2000). IIpu x010A0BOM AKKIUMALMK MIICHULIBI MPOUCXOAUT UHIYK-
WS TEHA, KOIUPYIOIIEro MPEANOI0KUTEIIBHO aKTHHCBSI3BIBAIOLIUI
Oenok ¢ mosekyasipHor maccou 15,8 k/la (Danyluk et al., 1996). I1o-
CJIEIOBATEIILHOCTH O€JIKa, COOTBETCTBYIOLIETO JaHHOMY TeHY, Cofep-
YKUT YYACTKU BHICOKOW FOMOJIOTHUHU C aKTUH- U (hochHaThIUITMHO3UTOII-
CBSI3BIBAIOIIMMM CaWTaMU JIPYTHX aKTHHCBS3BIBAIOIIUX OCJIKOB.
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BeicTpast MHAYKIHMS TPAHCKPUIITOB BO BPEMs XOJOMOBOM aKKIMMAIUU
YKa3bIBaeT Ha BO3MOXKHOE y4acTHE COOTBETCTBYIOIIETO O€lKa B IWHA-
MHUYECKOH peopraHu3alyy aKTHHOBOTO IIMTOCKEJETa, CIIOCOOCTBYIO-
1iell MpeoIoICHNIO OBPEKAAIOLIETo ISHCTBUS cTpecca.

B HacTosiiee BpeMsi B pacTUTENBHBIX KIIETKaX, KaK U B KJIETKax
JKUBOTHBIX, OOHAPYKEHbI OCIIKH, CBSI3bIBAIOIINE KaNbIUNA U Pocdou-
MUJIBL, TAaK Ha3bIBACGMbIC AHHEKCHHBI. DTO CEMEHCTBO OEIIKOB, MMEIOLITHX
OOIIYI0 CTPYKTYPY, BKJIFOUYAIOIIYIO OT 4 /10 8 MOBTOPSIFOIIUXCS MOCIIC-
JIOBATEILHOCTEH, COIEPIKAIIUX KaTbIIUK- ¥ (OCOIUTIHICBI3BIBAIOIINE
y4acTKH. N-KOHIIEBBIC y4acTKH OSITKOB HMEIOT HECKOIIBKO PETYIIS TOPHBIX
MTOCJIeOBaTeIIbHOCTEH JIJIst q)occpoPHJIHpOBaHm 1 CBSI3BIBAHUS C OeIka-
MU. AHHEKCHHBI )KHBOTHBIX (bynKumHpr}OT KaK KaJbIUCBbIC KAHAJIBI
1 WHTHOWTOPHI nporenHkuKassl ¢ n @&c@onmna%l A, (Gerke, Moss,
1997). O6HapyKeHO, YTODHHU ABIISIOLCS ey6CTpaTOM (bOCd)opHJIHpOBa—
HUS JJISE MHOTHX MeM6®Ho ?rgj{m g C POB, BOCTIPHHUMAOLIIHX
BHEKJIETOUYHBIC CHL _‘
bpaxuun KneTpK--\)&ﬂ Kol

'paCTeHI/II/I (Breton et
neKynﬂpHon Maccoi

al., 2000): :‘..ABTopLI noara_ . 2
39 kJla MOKeET. GI)ITL"CQ), }m
TPEOHUHOBOM KHHA30M ( ).
HETBIM PAIOM BHGI.I;HI/IX“ 303]

M“G{Qnon BBIC}’IHI/IBaHI/Ie abcuu-
30Bas KUCJIOTa U 3a 'é 'iffpaHC'HSHyIQOBaH B IUIa3MaTUYECKYIO
MeMOpaHy B KaJbIIWH- BHOHMOM: non@%kemm B sToMm monoxeHuu
aHHeKcuH p39, HO,I[OGHO aBeKCuHaM ‘%QEBOTHHX, MOXET JCHCTBOBATH
KaK KaJbI[UeBBIA KaHa. )y 3

W3 npuBeICHHBIX BBINIEC AAHABIX CIEAYET, YTO, O KpaliHel Mepe,
B HEKOTOPBIX CIy4yasX, M3MEHEHUS B TEKy4eCTH MeMOpaH MOryT
CIIy’)KUTh OCHOBOW I OpPraHW3allii OWOJIOTUYECKOTO TEpMOMETpa
(Monroy, Dhindsa, 1995; Orvar et al., 2000; Sangwan, 2001). ITo 3Toit
MOACIN CTCIICHb TeKy‘{eCTI/I MCM6paHI:I qepe3 U3MCHCHUS B OpFaHI/I-
3allM ITUTOCKEJICTa OINpPENE/sieT Pa3BUTHE XOJIOJIOBOM aKKIMMAIIWU.
Ha nepBoM 3Tarie X0i010BOr0 BO3ACHCTBHSI TPOUCXOAUT YMEHBIIICHUE
TeKy‘IeCTI/I MeM6paHLI, YTO BBI3BIBACT AKTUBAITUIO KAJIBIIUCBbHIX KaHAJIOB
Ha IUIa3MaTHYeCcKkoil MeMOpaHe. B pesyibsrare 3HaYMTEILHO BO3pacTaeT
HpOHI/IKHOBeHI/Ie B HI/ITOHHaSMy KaJIbIIU U3 arroruiacra. 3aTeM HpOI/IC-
XOJINUT aKTHBAIHS OCJIKOB, MTePEIAIONINX CUTHAI KaCKaIHBIM CIIOCOOOM,
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(dbochopunrpoBanre OEITKOB U YCUIIEHHE CUTHANA, edocPOopHInpoBa-
HHUe OEJIKOB M BO3BpAIICHUE K UCXOIHON CUTYAIHH.

To, 4TO M3MEHEHNE TEKyYECTH MEMOpaH MpH Pa3IHYHBIX BO3CH-
CTBHSIX UTPaeT BXKHYIO POJb HE TOJIBKO B (POPMHPOBAHUH YCTOHUUBO-
CTH pacTeHui Kk HeOnaronpuatHeiM (aktopam (Kmumos, 2008), Ho u B
BOCTIPHSITUHU CTPECCOBBIX CUTHAJIOB OMOJIOTMYECKIMHU CUCTEMaMH, TTO]I-
KpEIIsieTCsl MOJICIBIO TEMITEPaTypHOTO CEHCOpa, pearupyroiero Ha da-
30BBIC MTEPEXOBI U3 )KUAKOKPUCTAIUINYECKOTO B TejieByro ¢a3zy. B pado-
te Suzuki et al. (2000) y unano6akrepuii Synechocystis PCC6803 n ux
MYTaHTHBIX (DOPM MPHU Pa3INIHBIX TEMIIEPATYPHBIX YCIOBUSIX UCCIE0-
BaJIaCh SKCIPECCHUs TEHOB Jiecarypas (IDesA B, Cu D)— depmenTos, Ko-
TOpBIE MEHSIOT CTEICHb HeHaCLImiEHHmTI/I JUNUAOB IUIA3MaTHYECKUX
MeMOpaH 1 TEM CaMbIM BITUAOT Ha MX TEKYHECTD (cm. pazmen 1.3). [pu
MOHM)KEHUH TEMIIEPaTypbl I@oncxoz[m HIEYKIUs TEHOB JIeCarypas u
BCJIE/ICTBHE DTOTO yBEelH4UBac 3
HBIX KHCJIOT B COCTAaBE Mem@pa
K JTaHHOMY TeMnepaTyp
XOJIOIOBOM MHJLyKIH
OpaHHOU ﬂOKanH3auHH' ]
HBIi TOMeH Ha KapOOKe
N-KOHIIEBOM yYa¢TKe, TIX '
dopmupyromme ninviep, a
aHanu3 Habopa MYTaﬁI'}{I)IX" i 11 'CHI/ISI JPYTHX KOM-
MOHEHTOB ITyTH Bocnplfg% € pa' ..pHI)I)FQ: MEHEHUI TTO3BOJIHII
BBIIEIINTD TeH Rre (responsee tor); Hpe,@i’enomHTenLHo KOJIUPYIO-
muii OeJIoK ¢ IOMEHaMH, TUIIMYHBIMU AJI3MIEMEHTa OTBETa BYXKOM-
MMOHEHTHOU PETYJISITOPHOMN cncnﬁﬁm. [Tpi MOHMKEHUH TEMIIEPATYPHI U
MOCIIETYIONIEM TTOBBIMICHUH BI3KOCTH M YIUIOTHEHUH MEMOpaHbI Ipo-
WCXOIWT COMmKeHue TpaHcMeMOpaHHbIX nomeHoB Hik 33, m3menenue
koH(popmaruu ructuaHKuHa3bl Hik 33 B paiione nuHKepa, BeaencTue
KOTOPOTO TPOUCXOANUT JUMEPH3aLMs U aKTUBanus (epMeHTa, MposiB-
nstromasicst B camoocopunuposannn. Pocdartnas rpynna nepenaet-
cs perynsitopy orBera Rre 26, cocrasmstomemy napy ¢ Hik 33 B aByx-
KOMIIOHEHTHOH CUCTEME PEryISLUN BOCIIPUATHUS U MPepeiadyl CUTHAA.
Perymnsitop oTBeTa CBS3BIBACTCS C MPOMOTOPHBIMH OOJIACTSAMHU TEHOB,
WHAYLIUPYS UX TpaHckpunuuio (3opuHa u ap., 2011). Ananus ¢ npu-
MEHEHHEM MHKPOYHMIIOB TTOKa3all, YTo Y LMaHoOakTepuu Synechocystis
aKkcrpeccus 65% u3 45 WHAYIUPYEMBIX XOJOJOM T€HOB 3aBHCENIa OT
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mytanuid B Hik 33 (Mikami et al., 2002). JIByXKOMIOHEHTHBIE CUCTEMBI
BOCHPUATHS U TIEPEIaYd CTPECCOBBIX CUTHAJIOB, COCTOSIIINE M3 TUCTH-
nuakuHaszel (Hik) u cooTBercTByIOmIEero perynstopa orsera (Rre), onu-
CaHbI JIJIS XOJIOIOBOTO, OCMOTHYECKOTO U colieBoro crpeccoB (Mikami
et al., 2002; HoBukoga u jp., 2007).

l'uctunuakunaszueii ren AtHK1, skenipeccus koToporo Bo3pacraia
B OTBET HA OCMOTUYCCKUE U3MCHEHUS IIPU XOJIOJIOBOM, COJICBOM CTpPeC-
Ce M BBICYIIMBaHUM, ObUI BbIeideH U u3 apabumorncuca (Urao et al.,
1999). [lepemavya curnama 00 ITHX MU3MEHEHHUSIX OCYIIECTBIISUIACH TI0-
CpencTBOM Kackana GochOopHIUPYIOMUX PEeaKITHii.

3.2 ancTne,qTo'.pﬁq_;lbgL MeCCeHI’KepoB
Bdlepeqaye CMIHAJIOB

rp @}BeHHoﬁ U BpEMEHHOMN
0J1C }-}IIQ?_HHKHCTKG. ITomumo
13 BO MH%:[/IX Cily4asx BO-
B, CITy7KAIME BTOPUY-
_ , KOTOpBIE OCYILECT-
JIOB | Pb KJICTOK, yCUIIUBas
ROHANPHBIM \CHCTEMAM  KIICTKH.
OIHECTH IMKITMIECKHE HyKIIEO-
THITBI 3,5—uHKn0az[e}{q§' _ c_qyaﬁ*{‘uA ), 3,5-LUKJIOryaHO3KH-
MoHopochar (il MD), €CKY10 "Aw—ppﬁosy (WAJIDP), a Tax-
K€ HMOHBI KaJIbLMs, AUALIIMLIEPOT \}HOM/ITOHTpHQ)OCq)aT (I/IT<I)3),
2,5-onuroaaenuiar, okuch azora (NO), aktuBHbIe (HOPMBI KHCIOPOIA
u T.j1. Haubosee xapaktepubie (Bo¥cTBa BTOPHYHOTO MECCEHKEPA,
3TO, BO-TIEPBBIX, €0 OTHOCUTEIILHO HEOOJIbIIAs 110 CPABHEHUIO C OHO-
MOJIUMEPaMHU MOJICKYJIIpHasl Macca, BO-BTOPBIX, CIIOCOOHOCTh OBICTPO
(TIpu COTIOCTABJICHUHU CO BPEMEHEM Iepe/laud CUTHAA) PacleIUIAThCS,
a B ciayuae Ca?" oTkaumBarhCs. B MPOTHBHOM Cillydae CHTHalbHas CH-
CTeMa, BEPOSTHO, OCTaBajgach Obl BO BKJIIFOYCHHOM COCTOSIHHH M IIOCIIC
MPEKpaICHHs JCHCTBHS BHEIIIHETO CUTHAIA.

Haubosee yacTo posib BTOPHYHOIO MECCEHKEPA B Iepeaue CUr-
HaJIa OKPYIKAIOIIEH Cpelibl Y Pa3InuHbIX OPTaHU3MOB, BKIIFOYAs pacTe-
HUSI, BBIMOJHSIOT JIBYXBAJCHTHBIC HOHBI KAJbBIIUS, TAK KaK yCTAaHOBJIE-
HO, YTO MHOTHE OMOTHYECKUE U A0MOTHYECKHE BO3IEHCTBUSA BBI3BIBAIOT

KOOPJIMHALIMU P3N
OCITKOBBIX TTOCPET

UX W TIepeNaBas - pasiuHy
K BrOopruHBIM TIOCPEHMNK
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HEME/JICHHOE U BPEMEHHOE YBEIMYCHUE KOHIICHTPAI[A HOHOB KaJIbITUs
B riuroriazme (Knight et al., 1992; Knight et al., 1996; White, Broadley,
2003; D’ Angeli et al., 2003; Conde et al., 2011). [Ipx 3TOM IOTOK HOHOB
KaJbLus 00eCTieYnBaeTCs aKTUBAMEH TOTEeHIUAI-3aBUCUMBIX, JTUTaHI-
3aBUCHUMBIX M MEXaHOUYBCTBUTEIBbHBIX KaHAJOB, PACIOIOKEHHBIX Ha
IIa3MajieMMe WM Ha BHYTpHKIETOuHBIX MeMmOpaHax (Krol, Trebacz,
2000). Macmrrabnoe Bo3pacraHue ypoBHs HOHOB Ca’ B HUTOIIIa3Me
B popme Ca-ocrmursiiuii 1 Ca-BOJTH BBI3BIBACT aKTHBAIMIO TIIOOAITh-
HBIX KJIETOYHBIX MporeccoB (Mensenes, 2010). CreniuduaHOCTE B KO-
JTUPOBAHUM KAIIBIIEBBIX CUTHAJIOB JOCTHIACTCS TEM, YTO Pa3IHUHBIC
BHEIIHUE CTUMYJIbl BBI3BIBAIOT OTIMYAIOLIMECS APYr OT JApyra Koje-
0aHNs MOHOB KaJbIHS B umonna:’_ﬁé '(ﬁvans et al., 2001). OcHoBHBIE
KOMIOHCHTBI CHCTEMbI MEPEAQIN. CHTHAA. C YIaCTHEM HOHOB Ca?
(KaIbIUEBbIE MEPEHOCYMKIEKATBMOYIHH,~RajIbMOYJIMH-3aBUCHMbIE
(epMeHTHI, KalblMi-3aBHCH i‘e\H OTEHHK bl) TIEPBOHAYAIBLHO
ObUTH OOHApY>KEHBI B 'KaX _
et al., 1983; Hanson, S¢hulni _paCTeHuii 16TeKTHPOBAHbI 13-
MEHEHHS B KaTbHUEBOM TYHBIX !

nnbunupoBannu (Xu, He
B nepenaue KanbHHeBoro
(baKkTopoB cpembl y pé:g;reH i
KaJIbLHICB3bIBAIOIIE QeIIK
Sopory, 2008). = :

Boree noioBuHBI Kanbum'l%onepnca SroCs B TKAHSIX PACTEHUH, JI0-
KaJIM30BaHO B aIloriacTe, U Mpu Oofbiliast ero 4acTh CBA3aHa C Kiie-
TouHoi creHkoi (Rincon, Boss, 1987; Graciana et al., 1988). Buytpu-
KJICTOYHBIM JICTIO Kaiblus sBJsFoTcs Bakyonu (Trewavas, Gilroy, 1991;
Bush, 1993; Jian et al., 1999). Uccnenosanus conepxanus Ca?* B Kier-
K€, OCYIICCTBJISIEMbIC C HCIOJNBb30BAaHUEM Pa3IMYHBIX METOMOB ((iyo-
pecueHTHBIX Kpacutenel, Ca?'-uyBCTBUTENBHBIX MHKPODIEKTPOIOB,
¢doronporenroB (Bush, 1993)), mokazanm, 4To B KJIETKaX KOHIICHTPAITUS
HMOHOB Kamibus coctasimsieT oT 30 mo 200 HM Ca?*. IIpu 5ToM BHE KIETKH
koHueHTpanus kanbius B 1000—-10000 pa3 Beiie. To eCTh KOHIIEHTpa-
[MOHHBINA TPAJMEHT NOHU3UPOBAHHOTO KaIBIIWS MEXKITY BHYTPHKICTOY-
HBIM ¥ BHEKJIETOUHBIM COJIEPYKUMBIM UPE3BBIYaiHO BEJIMK U MPEBHIIACT
TPaJMEHTHI ISl IPYTUX HOHOB. VIMEHHO MO3TOMY yBEIMYEHHUE YPOBHS

Cojieniy(Jang et al., 1998).
303 /ie ffému‘lg[j “a0MOTHYECKUX
ke BHAMHTENEHOS MECTO 3aHMMATOT

""@d’jcim‘jﬁnqqé smonymua (Tuteja,

g e
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KaJIBIIMS B KOHKPETHOM y4acTKe KJIETKH BCETO Ha HECKOJIBKO HOHOB SIB-
JSIETCS MOIITHBIM M OY€Hb HH(POPMATHBHBIM CHT'HAJIOM.

BoBnedenue KaipLysi B CHCTEMY Nepeayd HU3KOTEMIIepaTypHOTO
CHT'HAJIa BO BPEMsl XOJIOJJOBOTO 3aKaJIMBaHHs PACTCHHIA ITPENONAranoch
13 HAOMIONCHUIT O BPEMEHHBIX NU3MEHCHUSIX COACPIKAHUS [IUTOILIA3Ma-
TUYECKOTO KaJblMs B OTBET Ha XojozoBoi mok (Knight et al., 1996;
Polisensky, Braam, 1996) u snextpodhopeTHuecKiX UCCIIeI0BaHUN MO-
JYJSIIAM aKTUBHOCTH KaJIBIIMEBBIX KaHAIOB HU3KHMHU TEMIIEpaTypaMu
(Ding, Pickard, 1993).

CrenoBaresbHO, poHHKHOBEHHE Ca’’ B UTOIIIa3My MOXKET OBITH
HHIyMPOBAHO IIMPOKIM CIEKTPOM KaK SHAOTEHHBIX, TAK M JK30TeH-
HBIX CTUMYJIOB, TaKHX Kak rogMom,I CBET, TEIIO, COJH, SIIUCUTOPHI
M MCXaHHYECKHE BO3JCHCIBUA, OTOpBIe BIMSIOT HA HOJAPH3ALHIO
MeMOpaHbL, aKTHBHOCTE ¢fochosmma nnm;ryprop OTH U3MEHEHHUS, BbI-
3BAHHBIC Pa3IHYHBIMHIBO3 ’b:QBI/I YHHE ¥ TIPOIOJKUTEIb-
HOCTH OTIHYAIOTCH OHCHE 2;%6 iL991) Kakum obpazom
pacTeHus pasTudaroT Cul Q)IHOI/I CHJIBI, OCTa-
it 0if cg:&neHM npobiema

TOpPMOHANBHBIE T (DUSHEECK! K gmﬂn HOCPIT BPEMEHHBIN Xa-

pakrep (Trewavas~Q ; -Nﬂ [eriBenien, 2000; Nordin
Henriksson, Trewavar”s;\ nppnvrep, p&:&l‘.‘e SIIOJSIX TPAHCTEHHOTO
Tabaka, KOHCTUTYTHBH xoqibro KaJIbII-PETIOPTEPHBII
0enoK PKBOPHUH, CONEpKafANe KalblHs B TIUTOINIA3ME TIPU XOJIOIOBOM

IIOKE YBEJINYNBACTCS 3a HEC KO ‘CBKYH[I, @ YMEHBIIIACTCSI B TCUCHUE
2-3 muH (Knight et al., 1991; Wobd et al., 2000). B TpancrennsIx pac-
TEHUSX TIICHUIIBI ¢ KOHCTHTYTHBHOW JKCIPECCUel YKBOPUHA TOKa3a-
HO, 4TO OBICTPOE OXJIaXKIECHHE MPUBOIAHUT K MOBBILICHHIO COACPKAHUS
MOHOB KaJbLIUSl B IIMTOIUIA3ME, [IPU TOM OOJbllee 3HAYCHHE HMela
JMHAMHUKA M3MEHEHHS TeMIepaTypbl, 4YeM ee aOCONIOTHOE 3HayeHHe
(Nagel-Volkmann et al., 2009). i npoTomiacToB JONEpHBI TOKa3a-
HO, 4TO B mepBble 15-20 mun oxnaxaenus (4 °C) mepeHoc u30ToIa
#Ca* B xietku 0611 TOuTH B 20 pas Gosnekiire, yem mpu 25 °C (Monroy,
Dhindsa, 1995). Takoro yBenndeHHus colep)KaHUS KalbIUs JOCTATOY-
HO JUISl aKTHBUPOBAHMS KaJbLUI-3aBUCUMON MYIbTH(OYHKIIMOHATEHON
NPOTEHHKUHA3BI, KOTOPasi YCHIMBAET KaJbIIUEBBIH CHI'HAIL.
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OTH pe3ynbTaThl MOKA3bIBAIOT, YTO HHAYLMPOBAHHBIH HU3KOW TeM-
neparypoii MOTOK MOHOB KaJbLHs B UTOMJIA3MY SIBJISETCS MHTErpallb-
HBIM KOMITOHEHTOM HM3KOTEMIIEpaTypHOTO CHTHAJIBHOIO Kackala BO
BpeMsI X0JI010BOH akkiuManuu. OHaKo MPUPOAa U BpEMEHHas IocIe-
JIOBaTEIbHOCTH COOBITHH, MPUBO/SIINX K TAKOMY ITOTOKY HOHOB Kajb-
LIUS1, OCTAIOTC el He JOCTATOYHO M3yUCHHBIMH.

W3MeHeHUsT B TEKy4eCTH IJIa3MaTHYeCKOH MEMOpPaHbI, MPOUCXO-
JSIIIME TIPU TIOHMKEHHU TEMIIEPaTyphl, 10 BCel BUIAMMOCTH, MEHSIOT
CWJIbI HATSDKEHHSI B MEMOpaHe U CIIOCOOCTBYIOT OTKPBIBAHHIO aKTHBU-
PYEMBIX XOJIOJOM KAJIBIIHEBBIX KaHAJIOB, OTHOCSIIUXCS K MEXaHOUYB-
CTBUTCIIbHBIM MOHHBIM KaHajaM (D:I}%, Pickard, 1993). CnenoBaremns-
HO, YMCHBILICHHE TEKY4CCTH ILUIA3MATAYCCKOH MEMOpaHBI IIPUBOMMT,
TaKUM 00pa3soM, K yBEIHYCHHIQ [IOTOKA MOHOB KaJIbLs B KIICTKH pacTe-
HUH, ITIaBHBIM 00pa3oM 13 BEEKIETOUHOKO MippcrpancTsa (Knight et al.,
1996). Ha npopocTtkax parica .{gx{\éi?. 0, MTO YJIUPOBAHUE HMHTECH-
CHBHOCTH 5TOTO TOTO) ] il OTPAKATIOCH HA yPOBHE
OKCIPECCHHU TCHOB, PETY. nozoM(San gwdn, 2001). Ouenxa
BITMSIHHS XEJ1aTOPa HOHG i G TA i Ca-nOHopopaA23187, cru-
MYJHPYIOIIEro NPUTOK BHIMTOR Ty, MOHOB KasIBLIWsL, aécGLr[yH/IpOBaH—
HBIX C KHGT()I‘-fi‘I;Qﬁ CTEHKOIi, Ha:yPOB rerna CSP5 B mpo-
TOTIACTAX KayeThl TIPH PAsHbD n;\q
470 00paboTKa HPOTOILTACTOB: KAIly
EGTA CyIHeCTBeHH(S.(_:’jg,QpM 1a o
curo CSP5, noiepuBag-rpaHEKpUL
Ha YpPOBHE KOHTPOJIS npn’ﬁpM g
2004) (puc. 11), xoTs HOHHOF&sO aBJICHH, oriecca IpHu 3TOM He Ha-
Omromanock. Bo3mMokHO, Takoi [évynbﬁj obycioieH teM, uto EGTA
CBSI3BIBACT BHEKJIETOUHBIC MOHBI Kaifblus, a oOInee MOBHINICHHE KOH-
LEHTPaLXU HOHOB KaJIbIMA B LIUTOILIA3ME IIPH CTPECCE JOCTUraeTcs U3
Pa3INYHBIX €0 KaJbLHHi-HOHOB.

B 10 e Bpems Bo3ueiicTBue Ha mpotomiactel Ca-MoHO(pOpOM
A23187, cTUMynHMpYIOUMM NPUTOK B LUTOIUIA3My HOHOB KaJbLHf,
CBSI3aHHBIX Ha KJICTOYHBIX CTEHKAX, BBI3BIBAJIO MOYTH ABYKpaTHOE MO-
BBIIIIEHUE AKCIPECCHOHHON akTuBHOCTH TeHa CSP5 (puc. 11). Otu pe-
3ylbTaThl JIEMOHCTPHPYIOT YETKYIO 3aBUCHMOCTH YPOBHS JKCIPECCUU
resa BXII kanmycTbl OT M3MEHEHHS KOHLIEHTPALMU HOHOB KaJbIUS
B [IUTOIIa3ME U B HOPME, U IPU BO3ICHCTBUH HU3KOH TEMIICPaTyphl.
OO0 TOM CBHUJICTEIBCTBYET M XapaKTep BIUSHHS Ha YPOBEHb IKCIIPECCUH

o

] a’ [ 4 D .

K\{ JIATOPOM MOHOB KaJIbLIHs
W BT AN/

314&@?11'14 OBAaHHYIO HKCIIPEC-

IHOHHYIQ@KTHBHOCTB 9TOTO TeHa
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600

B Kowrpone W EGTA W Ca™- vowothop

400 +

(% K KOHTPOITIO)

200 +

OtHOcuTenbHbIH ypoBeHs MPHK

u Ca>*-uéHodop
L .L[I/IT_O §) , -
% B '
CSP5 6noxka (@%B TBLUEBHIX : @Hmma 1 [IMHHApU3HUHA
(puc. 12). 7~ SR !
Hudenunum, G)O Uil Ka \ anH I1a3MaTHYECKOH

MeMOpaHbl, OKa3bIBaJI ¢ skcnpeccun CSP5, B TO
BpeMsl KaK LIUHHAPH3UH _ngKaTop K OB BHYTPHKJICTOUHBIX Kalb-
LUEBBIX JIETIO — CYILIECTBEH Bﬂﬂ,:g@m Ha skcnpeccuto CSP5 e oka-
3piBasl.  ClieoBaTeNibHO, M3MEHEHHE” KOHIEHTPALMUA HOHOB KaJbIIUs
B LUTOIUIa3Me MPSIMO OTPAKACTCS HA YPOBHE DKCIIPECCHUU TeHa Oelka
XOJIOJIOBOTO II0Ka KAaIyCThI. XOTsI ITOKa OKOHYATEIILHO HE BBISICHEHBI Me-
XaHU3MBI ITePEKOIMPOBAHUS HF3MEHEHUI KOHIICHTPAITMH HOHOB KaJIbIIUs
B OTBET, CIeIM(DUYHBINA 10 OTHONICHUIO K BhI3BABIIEMY 3TH H3MCHECHUS
BO3JICHCTBHIO, OYCBH/IHO, BaXKHASI POJIb B ATOM MPUHAJICIKUT OCIUILIS-
IUSIM KOHIICHTPAIUKM WOHOB KAJBIHsI B IIUTOILIA3ME M MHTEpME/IHAaTaM,
BOBJICUEHHBIM B KaJbIeBbIil curHanuar (Ng, McAinsh, 2003).

B psine pabot nokasaHo, 4TO B X0JIOJOBOW CUTHAJIMHT TaK)KE BOBJIE-
gyeH okcuz azora NO, KOTOpBIH MOXKET ()yHKIMOHHPOBATh B KaueCTBE
BTOPUYHOTO MECCEH/PKepa U MeIMaTopa aJanTHBHBIX OTBETOB Ha XOJIO-
noBoii crpecc (Qiao, Fan, 2008; Zhao et al., 2009; Liu et al., 2010). Ha-
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400 =

B Kowrpone B Hucegwnwd B2 LpHHapvamd

300

100 <

OtHOcHuTenbHbIH ypoBeHs MPHK
(% K KOHTPOITIO)
[\
(=)
(=)
L

0 -
Puc. 12. Dxcnpeccust reH‘gk:S ' OOTaHHBIX HU(ETUTHHOM
u uI/IHHapH:;HH(?M-np 1 1oH0B KaJIBI.II/I}I

6%

R
KOILJICHHE NO xono;[ K c NO'?(CI/IHTaSa
oKcHuia a30Ta) -:; i ammrHa;I poss NO
OT OKHCJIUTEIILHOT! YMEHbBIIICHHEM

conepxanust ADK (Li
3Ha4YeHUE IePEKUCU 0 MECCECH/KEPA BBISB-
JICHO BO MHOTHX CHCTEMaX, XOTsl CHTHAIb KackaJ1 Tpu 9TOM OTIHCaH
HE OYCHB IOJTHO. YCTaHOBJ'ICHO/%‘O u3 HUE COACPKAHUS MTEPEKUCH

BOZIOPOJA IIPU CTpeccax BI:I3I>IBaeT/ MQIYTISIHIO KCIIPECCUH HEKOTOPBIX
PETYISTOPHBIX M CTPYKTYPHBIX T€HOB, BOBJICYCHHBIX B CTPECCOBBIN OT-
BCT, B TOM 4HCJIC CBA3aHHBIX C CUHTE30M aHTUOKCHIAAHTOB, HAIIpUMEP,
rrytarioHa (Zhou et al., 2012).

3.3. Poab dochopuiimpoBanns 0e1K0B B pa3BUTHH
X0J1010CTOHKOCTH PACTCHHU I

DochopunupoBanue OEIKOB MrpaeT OOJBIIYIO POJIb B PETYIs-
LIUU KCIIPECCUU TeHOB y pacteHuil (Sarokin, Chua, 1992; Shin et al.,
2001). KoBanentHas moaudukamus OCIKOB, OCYLIECTBIsieMas IpU

63



T'maBa 3

dochopunpoBaHuK, TPHBOIUT K CYIIECTBEHHBIM HM3MEHECHUSM HX
(U3NKO-XUMHUYECKUX CBOWCTB U ()YHKIMOHAIBHON aKTUBHOCTH, aKTH-
BUPYsI WM MOAABIISISl X KaTaJIUTUYECKYIO0 aKTUBHOCTD, BIMSSL Ha CyO-
CTPaTHYIO CHEUU(UIHOCT, MEHSS CTPYKTYPHBIE CBOWCTBA, BBI3bIBAS
acCcOMAaLHI0 UX cyObeqUHHL U T.I. bonbias rpynmna gepMeHToB, 00b-
CIIMHEHHAs 110l HA3BaHUEM (IIPOTEMHKHHA3BI, KATATH3HPYET MEPEHOC
KoHIIeBOro octarka gocdara ATD Ha paznuuHble IPYMITBI B CTPYKTY-
pe Oenka. Haubosee moapoOHO MCCiIEIOBAHBI MPOTEHHKUHA3BI, (POC-
(dboprIMpyroIre CIUPTOBBIC TPYIIBI CEPUHA, TPEOHWHA U TUPO3WHA
6enkoB. B 3aBucumoctn ot hochopumupyemMoidl aMHHOKHCIOTHI, OHU
KIaCCU(PUIPYIOTCS KaK CepI/IH/TPeOHI/IHOBHe TUPO3UHOBbIE KHUHA3bl
1 TIPOTEUHKHUHA3HI C JBOWHON C!ICI_II/KQI)I/I‘IHOCTBIO (cepuH/TpeOHUHOBEBIC
U THPO3WHOBBIC). 3(1)(1)CKT,Q:Ip0Te HKHJA3 YPaBHOBEIINBACTCS MpOTE-
nHdocdarazamu c Coox@eTCTBy}o IMACIICMPUIHOCTAME:  CEPUH/
TpeoHHHOBBIE (ochaTazpl [ : ocaraszbl, (docdarazbr
C ZIBOIHOM crienu )HUHOBbIE U THPO3MHOBBIE).
Takum 06pa30M 'ﬁ}ao eul ;

TOYHBIX KOMnap'fo:HTa)E
Verhey et al., 1993 Yoo
Busconi, 2000) BHyT‘é\E OHJIPHIA (Strughcs etal.,
1999), B miuToIIIIaZMe H 30M, B MEKXPOMaTHHOBOM
obmactu (Prestamo et al., 9 Wan ., 2010).

VYV pacreHnii (bOC(bopI/m BaHWE OCITKOB OTMEUEHO IMPU OTBETE
Ha MHOTHE CHUTHAJIbI, TAKWE Kak CBeT, rOPMOHBI, OCMOTHYECKHI CTpecc
(Urao et al., 1999; Hoyos, Zhang, 2000), TemmeparypHBIii cTpecc
(Jonak et al., 1996; Saijo et al., 2000; Ichimura et al., 2000; Deswal
et al., 2004), Bo3ACHCTBUE TATOTCHOB, CATHUIIMIIOBON KHUCIOTHI, 030HA,
stunena (Czernic et al., 1999; Katou et al., 1999; Romeis et al., 2000;
Hoyos, Zhang, 2000; Du, Chen, 2000; Samuel et al., 2000; Gu et al.,
2000; Xu et al., 2009; Wang et al., 2010). U3BecTHO, 4TO BCE 3TH BO3-
JICHCTBHS TEPBOHAYAIBHO BBI3BIBAIOT (PIYKTyallud B KOHIEHTPAIUU
Ca?" B nuroruiazme. CBSI3BIBAIOIINM 3BEHOM MEXTy KOJIeOaHUSIMHU KOH-
nentpanuu Ca’’ ¥ U3MEHEHHUSIMHU B META00IN3ME U SKCITPECCHH TEHOB,
0 BCEW BUIMMOCTH, SBISETCS aKTHBHOCThH KaJIbIIUH-3aBUCUMBIX IIPO-

1s\et al., 2000; Martm
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TenHKrHa3. Kanbiuii-3aBUCHMBIE TPOTEHMHKHHA3Bl OTHOCATCS K Ce-
MEHCTBY CEpPHUH-TPEOHHHOBBIX TNPOTCHHKWHA3. BONBIIMHCTBO 3THX
(EpMEHTOB COACPKUT KaJIbMOAYIMH-IOAOOHBIA PEryasSTOpHBIA J0-
MmeH, Ca*’-cBsi3bIBaronMii y4acTok Ha C-KOHIlE M CIIOCOOHBI aKTHBH-
3MPOBAThCS NIPU CBS3BIBAHUM ¢ MOHaMHM Kanblms (Sanders et al., 1999;
Trewavas, Malho, 1997; Ludwig et al., 2004), wiu e ¢ KaJblIMHEBPUH
B-niomoousiMu Ca* -cpsi3piBaromumu 6ekamu (Shi et al., 1999).

[IpoTenHKMHA3bl YYaCTBYIOT B Iepefadye KalblUEBBIX CUTHAJIOB,
HCIIONB3ysl obparmmoe (pochopuampoBanne cyoCcTpaTHbIX OenkoB. Ta-
KM€ TPOTEMHKWHA3bl IIMPOKO PACIPOCTPAHEHBI y PACTeHH, HAIpH-
Mep, TOIBKO y apabujoricuca HzerTJ/I(bHquOBaHLI oko10 40 U30TCHOB
(Harmon et al., 2000). KI/IHCTI/I‘ICCKI/II/P aHaM3 TOoKa3aj, YTO pa3HbIe
130(OPMBI KaJIbIIHii-3aBHCHMEIX np TePIH&IdHaZB MMEIOT Pa3Hylo Ccyo-
CTPATHYIO CHEIU(PUIHOCTD IQpasﬂbm nopor-akTuBanuy Kanbiuem (Lee
et al., 1998). Ot oco6e@OCT apsi YUSMH B KIIETOYHOU
JIOKATU3ALIMH, BEPOST & BO3SM@KHOCTh TOTO, 4TO
J@HHBIC (PCPMEHTBI oné KaJﬁ*LmeBme MOTOKH,
YCTPEMIIAIOIIHEEs B L MYAITDY SCOBBIXICHTYAUNSX, B OIIpE-
JeNIeHHBIE (bnmonorﬂtreclcne *npl, pacrervif,. Mcc
CKOJIBKO HOTC’HIII/IEUIBHBIX cy6ca]
et al., 1999; Harmon ot aliy
ercs KaHLMOIIyJII/IH-F II/IMy_'
(bopurpoBaHue Komip ro 1
LIMOHUPOBAHUE (Hwang/{et a 0 (UTHOTO paCTCHHS
Mesembryanthemum crys un cy6CTpaTqu\ CTpecC-UHAYIINPYEMOi
KaJbIMI{-3aBUCUMOI  TIPOTEHHKNHA3BI ercsi OeloK, BXOIIIINN
B COCTaB JBYXKOMIIOHEHTHOTO épemdﬁ]: yasitopa otBera (Patharkar,
Cushman, 2000). .

Baxxnoe 3nauenue ¢pochoprmpoBaHue OSITKOB UMEET B PETYIISIIAN
BaXHEHIINX (pusznonornyeckux QyHKUUH KIETOK — TPAHCIIOPTa HOHOB
u Bojbl (Kapumosa, XKyxkos, 1991; Kapumosa u ap., 1996).

OnHUM UX XOPOIIO YCTAHOBJICHHBIX MyTel TPAaHCIYKIMU BHEITHUX
CUTHAJIOB BO BHYTPHUKJIETOUHBIE CTPECCOBBIC OTBETHI BO BCEX IYKapHO-
THYECKHUX KJIETKaX SIBISIETCS MUTOT€H-aKTUBUPYEMBIH MPOTEHHKHHA3-
ueiii (MAPK) xackap (Tena et al., 2001; Jonak et al., 2002). MAPK u ee
aktuBaropsl —kuHaza MAPK (MAPKK) u kunaza MAPKK, cocrasistor
(YHKIIMOHAILHO B3aUMOCBsI3aHHbI MAP-knHa3HbIi Kackaa. AKTHBa-
st MAPK npuBomut x hocoprinupoBaHHio pa3inyHbIX CyOCTpaToB,

mlpyeT ero (byHK-
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BKITFOYAsI TPAHCKPHUIIIHOHHBIE (DaKTOPBL, IPyTHE TPOTCHHKUHA3BI, OSITKH,
accoruupoBaHHble ¢ nutockeneToMm (Nakagami et al., 2005). Cemeid-
cTB0 MAP-KuHa3 MOKET OBbITh aKTHBUPOBAHO IIUPOKHM HAOOPOM BHe-
KJIETOYHBIX BO3JACHCTBHIH, TAKUX KAaK MAaTOTE€HBI, BBHICYIIMBAHUE, 3aCO-
JieHue, xonoj, 030H, ropmonsl (Tena et al., 2001; Jonak et al., 2002;
Samuel, Ellis, 2002; Xiong, Yang, 2003; Wang et al., 2010).
WnentuduimpoBano 0oJbIIOE KOJIMYECTBO TE€HOB, KOAWUPYIOIIUX
pactutenbHble MAP-kuHa3bl, Hampumep, y apabujorncuca oOHapy-
xenbl 23 reHa MAPK (Cheong et al., 2003), a Bcero B reHOMe apabu-
noricuca okono 600 reHoB pa3nuyHBIX porenHknHas (Morris, Walker,
2003). DkCro3uIns pacTeHN! JIQUEPHEI IPA HH3KOU TemIeparype B Te-
yeane 10 MUHYT TpUBOIMIIA I('BKJ'I!!O‘IGHI/IIO MHUTOTE€H-aKTHBUPYEMOTO
MIPOTEMHKUHA3HOTO Iy TH (anak t al., }996). Mcnone3ys cneunduye-
CKHME aHTHTeNa MPOTHB PasIuubix MAP<giHa3 5TOTO pacTeHus, ycra-
HOBJIIEHA akTuBalus pd4 MQJ@f— b1 XOJIONIOBOH 00paboTKe
U TMOJCYIIUBAHUH, l‘fp 3] 0J1 i TEHHIOBOW WIOK HE YCHIIH-
BaJIH aKTI/IBHOCTB'\Z[‘a p - aeﬁﬂg CyLIECTBOBAaHUE,
1o KpaiHew Mepe (@ 14"31\21,&13 JUIs TIepeaaqn
CHTHAJIOB, BBI3BaHHBlX p MAP: FKMHA3bl TPEJl-
CTaBIIAIOT HHTCIPATBEYIO W BHYTpeHHEH cpe-
]  TPeX Kimas — AT-

3HAUUTEIHHO Bo3pa{3,Tan M MeXa l‘{éC‘KOM '«XE)JIOI[OBOM U COJICBOM
cTpeccax (Mlzoguch{@t )6). Dt ] Ha3bl MHYLUPOBAIIUCH
B TeueHue | gaca XoJo 0 ). X0II0/10BOM CTpECC BHI-
3BIBAJT AaKTUBAIHIO CTPECC-AKTHBUPYEM MAP -xuHa3bl (SAMK) Jro-
LepHsl B TeueHue 10 MUHYT, Mé,uch@{ AKTUBHOCTH JIOCTUT'AJICS B TeUe-
nue 60 munyT. [Tono6nyro aktrBdumo SAMK M0oxHO ObIIIO TOOUTHCS
YMEHBIICHUEM TEKy4eCTH IIa3MaTnIecKoi MeMOpaHbl U AecTaduIn3a-
nuei MUKpoguiaaMeHToB. [IpenqoTBpaTuTh npouecc MOXHO ObIJIO aHTa-
TOHMCTOM KaJIbLINii-3aBUCUMOI POTEMHKHHA3BI, M 3TO J1aJI0 OCHOBAHUE
MPEANOI0KNUTE, YTO XOJIOJOBOW CHUTHAJ BOCHPUHHUMAJCS Yepe3 M3Me-
HEHHME TEKy4ecTH MeMOpaHbl, BbI3BIBAIOIIEE PEOPraHU3alMIO LIHUTO-
CKeJleTa M TIOTOK MOHOB KaJlbLUS B LUTOIUIA3MY, aKTHBALIMIO KaJIbLWH-
3aBUCHMBIX IIpoTenHKnHA3 1 MAP-kuna3 (Sangwan et al., 2002).
[Tokaszano ygacTue B mepemade X0JI0I0BOro CUrHana takke 1 NAD-
KHHAa3bl, KOTOpas Karainusupyet Gocpopunrpoanne NAD* 1o NADP*
U TakuM o0pa3oM NPHHUMAET ydyacTHe B PErysiidd MeTadosm3ma
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knetky (Ruiz et al., 2002). M3BecTHBI 1BE H30(hopMBI 3TOTO (hepMeHTa —
onna Ca*/CaM-3aBucumas, apyras Ca’’-He3zaBHcUMasi. AKTHBHOCTb
Ca?*/CaM-3aBucumoii NAD-kuHa3bl Bo3pacraia 3HAYUTEIBHO IOCIE
60—120 MUHYT XOJIOIOBOTO CTpecca, MPOMOPLUUOHATIBHO YBEIHYEHHIO
COZEPKaHMsI TPOJIMHA B ATUX YCIOBHSX, YTO YKa3bIBAJIO HA BO3MOXKHOE
ydacThe (pepMEeHTa B PETYIISIIMHA HAKOTICHUS TIPOJIHHA.

B X0momoBoM cHrHaJMHTE NPUHUMAIOT ydacTHe W (ocdarasbl
PP2A u PP2B. Taxk, skcripeccusi peryaupyeMbIX X0JI0I0M IT'€HOB B yCJIO-
BUSIX HOPMaJIbHOM TEMITepaTyphbl pocTa YCHUIIMBAIIACH ITPH BO3JICHCTBUU
naruouropoB dodarasz PP1 u PP2A (Monroy et al., 1998). B cBoro ode-
penb, B TeueHHE | 4 HU3KOTEMIEPATYPHOIO BO3NCHCTBHUS aKTHBHOCTH
¢docdaraz ymenpmanach Ha 85%, '_il'To,'?I/I,uHMo, CIIOCOOCTBOBAJIO YCH-
JICHUIO KHHA3HOH aKTHBHOCTI M TPRHOIyKUNH XOIOZ0BOTO CHIHANA.
PP2B (xanbUnHEBPUH) NPEAPTABISET CQOOM-FETEPONUMED, COCTOSIIMIH
u3 peryistoproit B (CNB) u :Ta{m @L (CNA) cyObenuHuL.
depmeHT AKTHBHPYTL IBISL/C KaJlbMO/yINHOM
U JIEHCTBYET KaK 3(HEKTQ wHraY pacTeHuii eme
He o6HapyxkeHbr CNA- NB-rfoj106H0TO Genka
- . aH}iBIﬁrl:eH WH]Y-
K 3aCyXd, IOpaHe-

POBQRIACTCS N3MEHEHNUAMH
1% GemkoB (Monroy et al., 1993).
Curnanom st ochoprimup st no—ﬁ‘ng&‘r»'& My, CITy’KUT TOBbI-
LIEHUE KOHLEHTpAalMU MO KalbLUs% B qia‘ronna3Me opu cTpecce
(Tahtiharjuetal., 1997), To CCT%SBfoIOIJ{?h’BCHOM MEX/Ty KoeOaHwsI-
MU KOHIICHTPALH HOHOB KaJIbll U3MOHEHHSIMHU B OKCIIPECCHH [€HOB
MOTYT CITY’KUTh KaJIbIIMH-3aBUCHUMBIE TPOTEeNHKMHA3BI. Hanmpumep, mo-
Ka3aHo, 4TO aKkTuBaIus nuarmmnepoikuHassl (DAGK), mpoucxoms-
11as1 B TEUCHHE HECKOJIBKUX CEKYH]I XOJIOI0BOTO BO3ICHUCTBHSI, CBS3aHA
C U3MEHEHMSIMH TEKY4eCTH Iia3MaTndeckoit MemOpansl (Vaultier et al.,
2006), a rcrouyHrkoM HOHOB Ca?’, HEOOXOMUMBIX JUIsl AKTUBALIMM dTOM
KHHAa3bl, MOT'YT CIIY’>KUTb MEXaHOUYBCTBUTEJIbHbIC KaJIbL[EBbIC KaHAJIbI,
OTKpPBIBAIOIIHECS TIPH MOHKeHNH Temmieparypsl (Ding, Pickard, 1993).

B 0enKoBbIX 3KCTpaKTaX, BHIACIECHHBIX U3 PACTEHUN KaIlyCThl, 10]-
BEPTHYTHIX XOJIOMY, U 0e3 XOJof0Boi 00paboTkH, ypoBeHb (ochopu-
mupoBanus ructoHa III-S, B3siToro B kadectBe cyOcTpaTa sl mpoTe-
WHKWHA3, 3aMeTHO oTauuaics (puc. 13). XomomoBoil cTpecc BhI3bIBAI

M3BeCTHO, UTOIXOIONC
B dochoprmposannisonpe
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23°C | 5°C |

0,549 1y 24 649

Puc. 13. ®ocdopunuposanue rucrona I1I-S B skcTpakTax KIETOK pacTeHUIT
pu HH3K0TeMnepaTypH0M cTpecce

TTOBBIIIICHAE (bOC(bopI/m ﬁaHI/mIrHCT '?yme gepe3 30 MUH U cTaHO-
BUJICSI HAUBBICIIIM K 6@

dbocq)opnnnpo
HUPOBaHUS (pepme TO
¥ TIPOTCHHKUHA3.
THBHOCTb Mﬁorn

& 4pesynbraToM  QyHKIHO-

TBHEeM — Qocdaras
HUK TEMIIEPATyPbl aK-
I cdarasz u Ku-
o n Monroy
. T PasIMIHYIO 1yB-
CTBUTEJIBHO XONON (TH ; ( l]le4 °C cocrasnsna
okono 10% ot e °C3 AKMBHOCTS IPOTCHHKHMHA3 HA
XO0JIO[y MEHAIACh .\i OBAHHO}TaK @ OJTHH IPOTEHHKHUHA3BI
tepsuin 10 90% cBoe &%. okojio 35% mpu nepeme-
IIEHUH pacTeHui Ha 4 onroy et 1:541997). 1o MHEHHIO aBTOPOB,
TO, YTO JIBa THUTIA OEJIKOB, IT amoxz&)eampy}omnx Ha xoJox — ¢oc-
dara3sl ¥ MPOTEMHKNHA3HI, K&ragu PYIOT IPOTHBOIIOJIOKHBIE peaK-
IIH, MOKET MMETh 3HAYCHHE JUIS JOCTHKEHHS CIICIU(UIHOCTH XOJIO-
noBoro curnana. [IpuBozas Kk ompeneneHHOMY PaBHOBECHIO MPOIECCHI
¢dbochopummpoBanns U nedochopuIrpoBaHns, HUIKOTEMIIEpATypPHOE
BO3/ICHICTBHE HAIPABIISET KaCKa/l CUTHAIBHOM TPAHCAYKIIMU Yepe3 XO-
nopocrienupuaHoe GocPoprInpoBaHUE, TPUBOAS K IKCIIPECCHH T€HOB
1 Pa3BUTHIO XOJIOAO0YCTOMYMBOCTH.

3HauuTeNbHOE M OBICTPOE MOBBILICHUE NPOTEMHKUHA3HON aKTHB-
HOCTH TIOCJIC TIOMELICHHs MPOPOCTKOB KaIyCThl HA XOJIOJ BBISIBIIC-
HO M B ombITax o ¢ochopunrpoBannio OCIKOB B peakuusx in vivo
(puc. 14). IIpu sToM hochopuaupyroTcst OENKH C MOJEKYIIPHON Mac-
coii 24, 42 u 58 x/la.

68




Bocnpuﬂmue X010008020 CUSHANA pacmumenbHbIMU KlemKkamu

58

42

24

15 30 1u 15 30 1y 30 lu
[ M wHE J 25 0c | MUH__ MuH J 25 oc (MHH |
5°C EGTA 5 °CEGTA BAPTA 5 °CBAPTA

Puc. 14. (DOC(bopnanOB@le ¢ /?’B.KOTGMHepaTypHOM

»0

B ciryqae nﬁgma p ] - ' OB #%TaTeanoﬁ
cpeze ¢ mo0aBIeHn B B K¢ 151 TA ypo-
BeHb Qochopi KI[a cytie-
CTBEHHO CHHK 4 8 x/la Ha pa-

nuoasTorpade He B
xapaktep hpochopuim JIOZIOBOM CTpecCe.

B BapuanTax c ucro [AEN 'BAPTA, xenarupyto-
IET0 MOHBI KAJIBLHS U3 BHY €TOYHBIX , monasnenue pochopu-
JIUPOBAHUS OEIIKOB IO CPaBHE C Ba amu ¢ EGTA menbliie, uto
yKa3bIBaeT Ha OOJBIIUH BKJIa HOHOBKabIINS, TOCTYMAIOIINX U3 OKpPY-
JKaroIien cpe/ibl, Ha aKTUBAIINIO IIPOTEMHKMHA3 TIPU X0JIOJI0OBOM CTpECCe.

Bosmoxno, Oenku, hochopuarpoBaHre KOTOPBIX HHIYLUPOBAHO
X0JI0AOM, IIPUHUMAIOT YUaCTHUC B PCTYIIAIIMN aKTUBHOCTU YYBCTBUTCIIb-
HBIX K JCHCTBHUIO XOJIOJA T'€HOB, B3aUMOJEHCTBYs HEIOCPEACTBEHHO
¢ IHK wnu ¢ apyrumu OejikaMu, Y4acTBYIOIIMMHU B PETYIISIIIUNA aKTHB-
HOCTH I'€HOB. B mpopocTkax puca Xo1o10Boe BO3JeHCTBIE IPHUBOLUIIO
K naaykund MPHK kanpuuii-3aBHCUMON TPOTEMHKHUHA3BL, OJTHAKO 3TO
HE MEHSJIO B 3HAYUTEJILHON CTENEHH YPOBEHb COEPKaHUs caMoro ¢ep-
MEHTa B KJIeTke Ipu cTpecce (Saijo et al., 2000). ABTOpBI Ioararot, YTo
CYLIECTBYIOT HOCT-TPAHCIISILLMOHHBIE MEXaHU3MBbI PETYISLUHN IPOTEHH-
KMHA3HOW aKTMBHOCTHU B KJeTke. Hanbonee M3ydeHHBIM pEryisiTopoM
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AKTHMBHOCTU TPOTEHMHKHHA3 SIBISETCS MOTOK WOHOB KAJIBIHUS B IUTO-
wiazmy. OHaKO HaJIMYME HECKOJIBbKHX HM30(opM HaHHOTO (hepMeHTa
M y4acTHe €ro B OTBETE Ha pa3lIMuHbIC CTPECCOBBIC BO3ICHCTBHS MO-
3BOJISIFOT MPEATIOIOKHUTE U APyTrUe (POPMBI aKTUBALIMH TIPOTCHHKHHA3BI,
HampuMep, MpH B3aMMOJCHCTBUH C TaK Ha3blBaeMbIM Oeikom 14—3-3
(Camoni et al., 1998). Y apabunorncuca oOHapyxeHa MPOTEHHKHUHA3A,
TeH KOTOPOH MHAYIHMPYETCS HU3KOW TeMIlepaTrypoi, a Takke abCcIiu30-
BOHM KHCJIOTOM, Jerujparamueii, Boicokoit koHieHTpaiueir NaCl. Ona
MMEET B CBOEM COCTABE JIOMEHBI, XapaKTEPHbIC ISl PELIEITOP-TIOT00HBIX
knHa3 (Hong et al., 1997). UccnenoBanel mMemMOpaHHO-CBSI3aHHBIE
KaJbLUH-3aBUCUMBIC IIPOTEMHKUHA3bl PHCA, KOTOPbIE AKTUBUPYIOTCS
TONBKO uepe3 12—-18 u xonoz[oé&gl'g6pa60mn. AT0 yKa3bIBaeT Ha TO,
4TO JIAHHAA MPOTEHHKHHA3A 3aeHCTBOBaNA He B OBICTPOM CTPECCOBOM
OTBETE, & B IOCTATOYHO ANUTEIBHBIX A/IATHBHBIX npoueccax (Martin,
Busconi, 2001). I 5 \\ ‘

O BaxHOCTH () '
pacTenuii cBUIETED
K XOJIOTy TCHOB np ' .
OTBETCTBYET YPOBHIO 'CHILKE
MU MHTHOMTOpaM: Haud
KEHO y KieTok rph o0pal
et al., 1993). DT, ucelie,

1 qyBCTBHUTEJIBHBIX
OBAHMSA, KOTOPOE CO-
0 CTh-:jCQ,QTBeTCTByIO—
APOBaHIE ObLTO BBIPA-

SIBAIQT Ha. B3AMMOCBS3h MEKITY
HHJTYIIAPOBAHHBIM XOII0/(0 TOMNKATTBIS B IIUTOMIA3MY, hoc-
opunpoBanuem 6eAKOB, 3 bHeﬁ'eﬁepS&qucmx JUISL XOJIOZIOBOiA
AKKJIMMAIIAK TCHOB U péglzﬁ}me Mopbsc')yc@bnqmaocm B IIPOLIECCE aJ1arl-
TalMK K XOJIOJy KJIETOK pacteHuil. Taki OpazoM, peTyIsIHs KaabIIH-
eM (ochopumupoBaHms 6en1<d§__mo>1<@ Ka3aThCsl Ha KOH(OPMAITHOHHBIX
HEepecTpOoiiKax WM M3MEHEHUSIX B CTaOMIIBHOCTH OIIKOB NP HHU3KOH
TeMIeparype, U, CIel0BaTeJIbHO, TPOTEHHKUHA3BI/(ocdarasbl OKa3bIBa-
I0TCSl HETIOCPE/ICTBEHHO BOBJICYEHHBIMH B Pa3BUTHE MOPO30YCTOHYHBO-
CTU. Y4acTHe MPOLECcCOB OBICTPOTo U 00paTuMOro GochopHINpOBAHUS
OCJTKOB B aKTHBALIMM MHAYLUPYEMBIX XOJIOZOM I'€HOB MOATBEPKICHO HC-
CIICZIOBaHUSIMU HAKOIUICHUs TpaHcKpunToB reHa BN115 parca B Tpanc-
TEHHBIX PACTEHHUSIX C UCIOJIB30BAHHEM MHTHOMTOPOB (HOCHOMHOZUTHI-
KHHA3, TUPO3UHKMHA3 U OOILIEr0 MHIMOUTOpa MPOTCHHKUHA3, & TAKKE
uHrHOUTOPOB npotenHpocharas (Sangwan et al., 2001).
HeobOxoaumocTh atana GpochopriupoBaHus oNpeneeHHbIX 0e-
KoB Juts1 SKctipeccun reHa CSPS nmoaTBepskaaeTcst onbITaMu ¢ HHTHOUTO-
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400 1

EH Kowtpono EE Craypocnopwd B BopTmaHHWH

OrtHocurenbHbli ypoBeHb MPHK
(% K KOHTPOJIIO)

Puc. 15. Biausiuue nHrHBUTO
0-23° 5
Tﬁ?f’

paMu poTenHKUHA3 (PUE
I/IHFI/IGI/ITOpa@} POTEH
3HAYUTCIIBbHO HU3KUM Y

cTpecce. T
Taxum o6pa3®

BHEILIHEH CPeJIbl, BbI3b \
PACTeHHSI, IPOUCXOTHT ~

aKﬁﬁé‘s{cn}o rena CSP5:
~645°C

OoTaHHBIE
aK’ CpH3YHOTCSA

£

{OTO CHTHANa W3
CTPECCOBBIA OTBET

c 4aTo. a@omnnacmx ¥ LENBIX

",
PacTeHHUsX TMOKA3aHO, YTO BHBIMH 3 W Ipolecca TPaHCIyK-
1M XOJI0I0BOTO CHTHAJIA ﬂBnmﬁ%ﬂ AKTURAT(MA KaJTbIMEBBIX KAHATIOB, B

YaCTHOCTH, B PE3YJbTATC I/ISMCHCI(I/IH.C YCTOSIHUSL KIICTOYHBIX MeM6paH,
peopranmusanusa qUTOCKEICTAa U YBCINYCHHUC NMTOTOKA MOHOB KaJIbLIUS B
OUTOIIa3My, MOATBCPIKAACMOC PE3yJIbTaTaMH OIBITOB C X&JIaTOpaMHn
HMOHOB KaJIbIIMs.

3.4. DaKTOPHbI, YUYACTBYIOIHE B PEryJALIMH IKCIIPECCUH
reHOB INPH X0JI0I0BOM cTpecce

BoznaeiicTBust HeOMaronpusTHHIX (GaKTOPOB OKPY’KaIOLIEH cpebl,
CpenH KOTOPBIX BAKHOE 3HAYEHHE MMEET MOHM)KEHUE TEeMIIepaTyphl,
OKa3bIBAIOT 3HAYMTENILHOE BIMSHUE Ha POCT M Pa3BUTHE PACTEHUH,
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BBI3bIBAass M3MEHEHUS! B IKCHPECCHU OONBIIOrO KOJIMYECTBA T'E€HOB.
TpaHCKpPUNITOMHBIM aHaJIW30M OBUIO MOKa3zaHo, uTo okosio 1000 re-
HOB y apabujoricuca peryaupyroTcst HU3KUMH Temneparypamu (Zeller
et al., 2009). MHorue u3 peryiupyeMbIX XOJOAOM T'€HOB KOIUPYIOT
TPaHCKPUIIIMOHHBIE (DAKTOPHI WM OEJKH, BOBJICUCHHBIC B TpaHC-
kpunuuio (Lee et al., 2005), uro siBIsieTCs TOATBEPKACHUEM COTIPSI-
KCHHOCTH XOJIOJJOBOH aKKJIIMMAIUH CO CIOKHBIM TPaHCKPHUITIIMOHHBIM
pPETYIUPOBAHHEM M MHOXKECTBEHHBIMHU PETYJSITOPHBIMH Iy TsIMH. [Ipu
9TOM 3HAYUTEILHOE YHUCIIO PEryJUPYyEeMbBIX XOJIOJIOM T'€HOB KOHTpPO-
JTUPYIOTCSI ¥ JIPYTUMU a0MOTHYECKUMHU BO3JICHCTBHUSIMH, YKa3bIBasi Ha
B3aMMOCBS3b PA3JINYHBIX CTPECCOBBIX BO3AEHCTBUII M OOLIHOCTH MX
CHUTHANBHEIX TyTeif (Seki et al 52?)0&)

HccnenoBanus (byHKqHOHa BHBDY, ONIEMEHTOB  MPOMOTOPHBIX
yuactkoB COR-reHos, @anpaBlieHHpIC -§fa, BBISICHEHUsS MEXaHH3MOB
TPAHCKPUIILIMOHHOTO @HT ‘J‘Iﬁp HO3BOJIMIM OOHAPYXHUTh

g@&m _. AT, 0603HaYCHHYIO KaK

6 omﬁnylo TS pETYISAIUN

cTpecce (Yamagushl. )
ObLI BI)II[CJISH W CEKBE

BaHUsA OBIIT BBIHCHCH qc OB 'EMeHT“an:M TOpA, 4YyBCTBUTEIIbHBIN
K HU3KOW TeMIepaType R)yKoTOpBII YeICTABIISIET COBOI IpSMOH
nmoBTop u3 8 map ocHoBammii: TGGCCGAC. IlpucyTcTBrEe CXOMHBIX
YYJaCTKOB B TIPOMOTOPAX reHoé,peryﬂ_}l YEMBIX HU3KHMH TeMITepaTypa-
MU, Y pacTeHUil apabujorncuca ' parnca ykasblBaeT Ha BOBICUCHHOCTh
snmemenTa, cocrosmiero u3 ocHoBannii TGGCCGAC B HU3KOTEMIIC-
paTypHYIO DKCIPECCHIO dTUX TeHOB. l[locmenoBaTenbHOCTh, HMEOIIAs
cxonctBo ¢ DRE-motuBOM, OblITa 00HapyKeHa U B TIPOMOTOpPaX TEHOB
COR15a u COR78. Hazannas C-oBropoMm (CRT, C-repeat) u umero-
mas nocuenoBarenbHocTh TGGCCGAC, oHa y4acTByeT B aKTHBALUU
COR-TeHOB B OTBET Ha BO3/ICHCTBHE HHU3KOW TEMIIEPATYPhI H 3aCyXU
(Baker et al., 1994). [TogoOHble MOTHBBI MPUCYTCTBYIOT U B HPOMO-
TOPHBIX Y4YacTKaxX HWHAYIUPYEMBIX XOJIOJIOM U JICTHApAaTalMei Te-
HOoB KINI, CORG6.6, RD17 (Wang et al., 1995; Iwasaki et al., 1997),
WCS120 (Ouelett et al., 1998).
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Oo6napyxenne C-moBTOp-cBsi3bIBatomux (akropo (C-repeat-
binding-factor) CBF y apabunorncuca, HakarMBalOIIKUXCS B OTBET Ha
HU3KHE TeMIIepaTyphl, CTAJIO CICAYIOIIAM 3TaloM B IMOHMMaHUU Me-
XaHU3MOB TPAHCKPHUIIIUOHHOTO KOHTPOJIS PErYyIUPYEMBIX XOJIOIAO0M
renoB. CBF siBisiercst TpaHCKpUNIIMOHHBIM (haKTOPOM, YHaCTBYIOIIUM
B KOHTpoJie ypoBHS dkcnipeccud COR- TEHOB, YTO KOPPETUPYET C pas-
BUTHEM YCTOMYMBOCTU PACTCHUH K HU3KUM TeMmIiieparypam (Stockinger
et al., 1997). Jlpyro# rpymmoii uccienosareneit u3z oudmuorexkn kJJHK
apabujoncuca ObLIM BbiAeaeHbl fBa kioHa DREB1 u DREB2, xo-
nupyromue Oenku, crenuduueckd B3anMoneilictByromue ¢ DRE-
[IOCJIEZI0BATEILHOCTHIO B HpOMOTOpHOI/I obnactu rena RD29a (Liu et al.,
1998). B TpaHcreHHBIX paCTeme'CBepxalccnpeccm kak DREBI1a, Tak
1 DREB2a BEbI3BIBACT aKTHBALHMIO 3 cripgecun rena RD29% B ycino-
BHSIX OTCYTCTBHSl CTPECCOBEIO (baKTop W -TAKHME PACTEHUS MPOSBIIS-
IOT YCTOHYHUBOCTb KaK K @Hc BIHEO X, K TIO/ICYIINBAHUIO.
B cBoro ouepens, ug cxgﬁm HCKITIOYUTEIBHO
B OTBET Ha HU3KYKO. TéM a ueﬁhgpamumo U 3a-

KaK TpaHc- aKTI/IBI/Ipy}OH.I
perHSIIII/II/I 3Kcnpeccm1 ICH

B HI/I3K0TeMIIepa’fy.:ijIIy ) COR-r 0B C y‘IaCTI/IeM Hpo-
MOTOPHBIX JJIEMEHTOB ejtleHL}. Tam‘ MMEIONINE BBICOKHUI
YPOBEHb TOMOIIOTHH ¢ reHONZGBFT TeHbr apa@iiorncuca, Ha3BaHHbIE CO-
orBerctBeHHO CBF2 u CBF3 ‘@Sedma et al»"1999). I'ensr OenkoB CBF2
n CBF3 pacmonoxeHsl OIM3Ko é,reHy"benKa CBF1, o6pasys kmactep
Ha xpomocome 4. Beicokuii ypoBeHb TOMONOTHH MEXIy HUMH, HX TaH-
JIEMHOE PacIIOIOKeHUE JTaeT OCHOBaHUE TOBOPUTH 00 MX 00IIEM Mpouc-
xoxaeHn. Kaxaplil reH ceMeiicTBa aKTUBUPYETCSl B OTBET Ha HHU3KYIO
TEMIIEPaTypy, a UX OCJIKOBBIC POAYKTHI COCOOHHI cBsi3bIBaThes ¢ CRT/
DRE-311eMEHTOM U TEM CaMbIM aKTUBHPOBATh HKCIPECCHIO T'eHa. AHAIN3
C IPUMEHEHHEM MUKPOUHIIOB, IpeacTapistomux npuMepao 8000 renos
apaluorncuca, moKasas, YT0 CBEPXIKCIIPECCHs KaKIO0TO U3 TeHOB CeMei-
crBa CBF B TPaHCTEHHBIX PACTEHMSX NPHBOJAMIIA K YBEIHUYCHUIO B HUX
9KCIIPECCHU OTHUX U TeX ke 30 TeHOB, TO €CTh YeTKUX Pa3Inuuii B CIiel-
U(PUYHOCTH TI0 OTHOLICHUIO K TeHAM-MHIICHSIM JaHHbIE TPaHC-(aKTOPbI
He nposBisiioT (Gilmour et al., 2004). B TpaHCreHHBIX pPacTEHHAX
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apabunorncuca co ceepxakcnpeccrueiit DREB1A ¢ npuMeHeHueM MHKpPO-
gyunoB ¢ k/IHK apadunoncuca nokasana naaykius 38 reHoB (Maruyama
et al., 2004). [IpogyKThl 3TUX T€HOB BKJIIOYAIOT OEIKH, 00ECIICUNBAIOIINC
YCTOMYMBOCTh TPAHCTEHHBIX PACTEHHH K CTpeccaM, a Takke OelKOBbIe
(haKkTOpbI, BOBJICUCHHBIC B JATBHEHIITYIO PETYIISIIMIO TPAHCAYKIIMU CHI'HA-
JIOB M 3KCIPECCHIO TEHOB B OTBET Ha cTpecc. B npyroM skcrniepuMenTe ¢
MHUKPOUYHUIIAMH, COICPKAIIMMU HAOOP MPO0 JJIsl HECKOJIBKHUX THICSTY TEHOB
apaluoricuca, BBISIBICHO, YTO C SKCIIPECCHUEH TPAHCKPHUITIIMOHHOTO (hak-
topa CBF2 cBsa3ana mHIyKIus 85 U penpeccus 8 peryaupyeMbIX X0I01I0M
TEHOB, 4TO 1mo3BONIII0 oTHecTH NX K CBF2 perynony (Vogel et al., 2005).
[Ipu aToM mHIYKIHS 19 TeHOB BO3pacTana 6omee uem B 15 pas. Koncrury-
TuBHas sxcnpeccust CBF-reHoB BT ancreHHer pacTeHusx apabuorncuca
MPUBOAUT K UHIYKLIUHU 3Kcugecc1/1$ CO%{“@HOB Y MOBBILICHUIO MOPO30-
CTOHKOCTH 0€3 BO3IEHCTEMsS meon
1998; Gilmour et al., ZOQO)) 150 5
MHECKHE H3MEHEHIDE Ky -o )
Harpumep, HaKOHJ'fCH .

Mr{qpaTprI (Jaglo-Ottosen et al.,
%x_poncxoz[m TE *Ke 6HOXH—
OMIOIOBOH aKKIIMMAIMEH,
1lm€ur et al., 2000; Cook

ounoncuca cbj’Zr y
B ero cocras T- )J;H_K (N )
YTO MyTAHTHBIE pacﬂeﬂ CIIOCOGHOCTBIO TEpe-
HOCHTh OXJIQXKJCHUE, T aCTCHuUS" I[I/IKQ}% THUIA JIO U MOCIIE XOJOJI0-
BOH aKKIMMAaINW, ¥ OKa3aiMCh O0Iee,yeTOMUNBBIMH K JETHAPATAIlnN
1 COJIEBOMY CTpeccCy. OTH CBdﬁzTBa'Za HBIX PacTeHUH KOppEeTHpOBan
¢ noBeimieHHOMN 3Kcnpeccuei rends CBF1 u CBF3 u coOTBETCTBEHHO
MTOCIIEAYIONINX PETYIUpyeMbIX UMHU TeHoB. [loaTomy mcciemoBarenu
CeNay BBIBOJ, YTO TOBBIIIEHHAs YCTOWYMBOCTh K HU3KHM TeMIIepa-
Typam, JAeTHApATallii U COJIEBOMY CTpecCy chf2 MyTaHTHBIX paCTCHHUU
00ycI0BJIeHa BBICOKUM ypoBHeM 3kcripeccun CBF-reHoB. [lomyueHnbpie
pe3ysbTaThl YKa3blBaloT Ha TO, 4o CBF2 HeratuBHO peryiaupyer sKc-
npeccuto renoB CBF1 u CBF3, a 310 o0ecnieunBaeT TpaH3UTHBIN U KOH-
TPOJNUPYEMBIH XapaKTep WX SKCIPECCHHU, a TaKKEe TOUHYIO MHAYKIHUIO
MOCJENYOIUX TEHOB U PAa3BUTHE Y PACTEHUN YCTOMYUBOCTH K XOJIOLY.

[MosToMy mccnenoBanne ypoBHs dkcripeccrn reHoB CBF B ycroBusix
HU3KOTEMITEPATyPHOTO CTpecca HeOOXOIUMO JUIsl BEISICHEHHSI MOJICKYJISP-

'JIeI[OBaHI/ISI IIOKa3aliu,
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HBIX MCXAaHHU3MOB IIEpeaain XOJI0A0BOIr0 CUTrHaja. K TOMY K€ IMOTCHIU-
aJIbHasA BO3MOXHOCTb UCIIOJIb30BaHUA B TPAHCICHHBIX PACTCHUSX I'CHOB
CBF JUI TIOBBIICHUA YCTOfIqHBOCTH K XOJIOAOBOMY CTPCCCY BbLI3bIBACT
HCO6XO,[[I/IMOCTI> U3y4YCHUA HOI[O6HBIX T'CHOB Yy pa3HbIX BUI0B paCTeHHﬁ.

3.4.1. Hykneomuounas nocnedosamenvrnocms 2ena CBF kanycmot

Panee B 0aze nmannbix GenBank ObuTH pa3sMmelnieHbl HYKICOTH/I-
HBIE TTOCIEA0BATENLHOCTH, 0003Hauennble Kak MPHK CBF-mogo0HBIX
OenKOB pacTeHmil KamycThl (Brassica oleracea) (NCBI, AF370732,
AF370731). Ot nocnenosarensHocty 66111 nonydensl u3 MPHK u ne
HUMeU IPOMOTOPHOM 00J1acTH, npjl'gTﬁgw HECKOJIBKO OTIMYAJIUCh APYT
OT JIpyra (BO3MOKHO, 5TO OBLIM, TPaH I_gpn68pyeMLIe oOmactu IByX pasz-
Hbix reno CBF). KionupeBanHasg Hamy TOCII€10BATENBHOCTD (hpar-
MmeHra rena CBF KaHyCTLO[JIm{oz(\'& yaroIias TaKXke yda-

1 KR}

CTOK POMOTOpa, NPUIIETAIO] OKYI0 TOMOJIOTHIO
¢ renamu CBF pac.?e-ﬁmﬁ axoB u jip., 2011).
Tax, cpaBHEHHE IbHOETH.9TOTO (hpar-
menta JIHK ¢ umerofiti
TeJII)HOCT}IMf/l::-J@_B F-noa06x
TenbHOCTAME Tetop CBF
Brassica napus, B'ﬁ'z;s:gica-.
TOCITe/I0OBATENbHOCTH (oA
CTETeHb TOMOJIOTHH C J MP
JIOBAaTEeIIbHOCTHIO TCHOB a
reda CBF1 apabumornicuca; 7'%
rena CBF3 apabumoncuca (puc. 436') )

igna; TI0Ka3aso, u4To
y }‘ HNMCHOT BI)ICOKyIO
Tamu: 98% c mocie-
noB CBF penbr; 77% —
-2 apabunoncuca; 77% —

BoCBF ATGARCTCAGTCTCTACTTTTTCTGAACTTCTTGGCTCTGAGRACGAGTCTCCGG TAGGT
BnCBF ATGAACTCAGTCTCTACTTTTTCTGAACT TCTTGGCTCTGAGAACGAGTCTCCGG------ TAGGT
BrCBF ATGACCTCATTTTCTACCTTCTCTGARRTGTIGGGCTCCGAGTACGAGTCTCCTACA---TTARGC
AtCBF1 ATGAACTCATTTTCAGCTTTTTCTGARATGTITGGCTCCGAT TACGAGCCTCA-~~~---~~ AGGC
AtCBF2 ATGAACTCATGTICTGCTTTTTCTGAAATGTITGECTCCEAT TACGAGTCTCCGETTTCCTCAGEC
AtCBF3 ATGARCTCATITTCTGCTTTTTCTGARRTGTITGGCTCCGAT TACGAGTCTTCGEGTTTCCTCAGET

Puc. 16. CpaBHeHNE HYKJICOTHAHBIX TTOCIen0BaTenbHOCTeH reHoB CBF pasmanbix
BunoB pacrenuii (BOCBF — kamyctsr; BnCBF — panca; BrCBF — penst; AtCBF1,
AtCBF2, AtCBF3 — apabunorcuca)

75



BoCBF
BnCBF
BrCBF
AtCBF1
AtCBF2
AtCBF3

BoCBF
BnCEF
BrCBF
AtCBF1
AtCBF2
AtCBF3

BoCBF
BnCBF
BrCBF
AtCBF1l
AtCBF2
AtCBF3

BoCBF
BnCBF
BrCBF
AtCBF1
AtCBF2
AtCBF3

BoCBF
BnCBF
BrCBF
AtCBF1l
AtCBF2
AtCBF3

BoCBF
BnCBF
BrCBF
AtCBF1
AtCBF2
AtCEF3

76

GGIGATTATATTCCCACGCTTGCGAGCAGCTGCCCCARGARACCGGCGEETCETARGAAGTTTCAT

GAGACACGTCACCCCATTTACCGAGGAGTTCGCCT TAGRAAATCAGGTAAGTGGGTGTGTGAAGTG
GAGACACGTCACCCCATTTACCGAGGAGTTCGCCTTAGRRAATCAGGTAAGTGGGTGTGTGAAGTG
GAGACCCGICACCCAATTTACAGAGGAGTACGTCTCAGRRACTCAGGTARGTGEETGTCICACETC
GAGACTCGTCACCCAATTTACAGAGGAGTTCGTCARAGRAACTCCGGTARGTGGETTTCTGAAGTG
GAGACTCGICACCCAATTTACAGAGGAGTTCGTCARAGRRACTCCGGTARGTGEETGTCTGAGTTG
GAGACTCGTCACCCAATATACAGAGGAGTTCGTCGGAGRRACTCCEGTARGTGGGTTTGTGAGETT

GCTCACGACGTCGCCGCCATAGCCCTCCGTGGCARATCCGCCTGCCTCARTTTCGCCGACTCGGCT
GCTCACGACGTCGCTGCATTAGCCCTCCGTGGCCGATCAGCATGTCTCAACTTCGCTGACTCGGCT
GCTCACGACGTCGCCGCCATAGCTCTCCGTGGCAGATCTGCCTGTCTCART TTCGCTGACTCGGCT
GCTCACGACGTTGCCGCTTTAGCCETTCGTGGCCGATCAGCCTGTCTCART TTCGCTGACTCGEET

TGGAGACTCCGAATCCCGGAATCAACTIGCGCTARGGACATCCARRAGGCGECEECTGAAGCTECE

TTG--COTAGAGE
TTGGCTITTGAGE
GEGGCTRETCAGE
TTGGCTEITCANG
TTEAATIITCAAS
ITEGCGITTCAGE

Puc. 16. Oxonuanue
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Takum o0OpazoM, HaMM ObLTa yCTAHOBJIEHA MOCIEIOBATEIbHOCTh
npoMoTopHoro yyactka rena CBF kamycTsl n yacTb ero TpaHcKpuOHupy-
€MOH MOCJIe0BaTeIbHOCTH, KOTOpasi COBNajaga ¢ OAHON U3 KOAUPYIO-
mux nocieaoBarensHocTet CBF-11og00HBIX TEHOB, OMUCAHHBIX BBIIIE,
Ha 100%, a Tarxke OblIa BBICOKOTOMOJIOTHYHA TPAaHCKPHOMPYEMBIM
yaacTkaM reHoB CBF 6:1M3K0poACTBEHHBIX pacTeHUH.

BrIBeieHHbIE aMUHOKHUCIIOTHBIE TIOCIIEIOBATEIBHOCTH TAKXKE UMe-
10T OOJIBIIIOE CXO/ICTBO, BKIIIOUAsT HAJTMYWE TTOCIIEI0OBATEILHOCTH, KOJIU-
pytomieii nomern AP2/EREBP (puc. 17). CTOUT OTMETHTH, YTO KOHCEP-
BatuBHbIC yuacTku PKKPAGR, AP2 u DSAWRL (Medina, 1999), no
HAJIMYUIO KOTOPBIX T€HBI OTHOCAT K CBF HOACEMEHCTBY, COBIAAIIY.

CxozHble pe3yabTaThl l'IOJ'IyT-IEH!SI rpznnon yueHsIx u3 [lnmumyTckoro
Yuusepcureta (Hadi et al. 201,k2 OH TakKe.CEKBEHHPOBAJIN YacTh 'eHa
CBF kamycTpl u u3y4anu e@ SKEIPece qplxl HU3KOTEMITEpaTypHOM

\Q\ A
PEKEKPAGR
BoCBF MusvSTFSELLGSENEsp—-veenycpmmscﬂl{m

BnCBF MNSVSTFSELLGSENESP—-VGGDYCPMLAASCPKKPAGRKKFRETRHP
BrCBF MTSFSTFSEMLGSEYESPT-LSGEYCPTLAASCPKKPAGRKKFRETRHP
AtCBF1 MNSFSAFSEMFGSDYE-P--QGGDYCPTLATSCPKKPAGRKKFRETRHP
AtCBF2 MNSCSAFSEMFGSDYESPVSSGGDYSPKLATSCPKKPAGRKKFRETRHP
AtCBF3 MNSFSAFSEMFGSDYESSVSSGGDYIPTLASSCPKKPAGRKKFRETRHP
AP2
BoCBF IYRGVRLRKSGKWVCEVREPNKKSRIWLGTFKTAEIAARAHDVAALALR
BnCBF IYRGVRLRKSGKWVCEVREPNKKSRIWLGTFKTAEIAARAHDVAALALR
BrCBF IYRGVRLRNSGKWVCEVREPNKKSRIWLGTFLTAEIAARAHDVAATALR
AtCBF1 IYRGVRORNSGKWVSEVREPNKKTRIWLGTFQTAEMAARAHDVAALALR
AtCBF2 IYRGVRQRNSGKWVCELREPNKKTRIWLGTFQTAEMAARAHDVAAIALR
AtCBF3 IYRGVRRRNSGKWVCEVREPNKKTRIWLGTFQTAEMAARAHDVAALALR
DSAWRL
- (_%
BoCBF GRGACLNFADSAWRLRIPETTCAKDIQKAAAEAAL
BEnCBF GRGACLNFADSAWRLRIPETTCAKDIQKAAAEAAL
BrCBF GKSACLNFADSAWRLRIPETTCPKDIQKAAAEAAV
AtCBF1 GRSACLNFADSAWRLRIPESTCAKDIQKAAAEAAL
AtCBF2 GRSACLNFADSAWRLRIPESTCAKEIQKAAAEAAL
AtCBF3 GRSACLNFADSAWRLRIPESTCAKDIQKAAAEAAL

Puc. 17. CpaBHeHHE aMUHOKHUCIIOTHBIX ITOCJIEI0BATEIbHOCTEN, KOAUPYEMBIX
renamu CBF (BoCBF —kamnyctor; BnCBF — parica; BrCBF — pens;
AtCBF[-3 — apabunorncuca). CrutomHoi guaueit ormeuen gomed AP2/EREBP,
¢urypHoii ckoOkoit — koHcepBaTuBHbIe ocnenoBarenbnoctd PKKPAGP, DSAWRL
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Bo3neiicTBruu. OIHAKO MOTyYeHHAst UMH TI0CIIEA0BATEILHOCTh COBIAIAET
C KJIOHHPOBaHHOHM HAMH JIMIIb YaCTUYHO. BeposiTHee Bcero, 4To OTIHYHS
BBI3BaHbI TE€M, YTO 3TH IOCIJIEIOBATEIILHOCTH MPHHAICKAT PA3HBIM Ie-
Ham CBF.

HyK.HeOTI/II[HI:IC MOCICA0BATCIIBHOCTU KIIOHUPOBAHHOI'O (bparMeH-
ta JIHK xamyctel u mpomoTopHbIX 00nacteli reHoB CBF apabunoncuca
1 HEKOTOPBIX paCTeHUH pOja KallyCTHBIX (Brassica): parica, persbl, a Tak-
e TeJUTYHTHesUTbl cotoHIoBOM (Thellungiella salsuginea) uMeroT pas-
JUYIHYIO CTeTeHb romororuu (puc. 18), a y apabuaoricruca HaubobIIee
CXOJICTBO C JIaHHBIM (parmeHToM rena CBF kamycTbl mMeeT mpomMoTop
rena CBF2 (puc. 19). Tax, TOMOZIOTHS IIPOMOTOPHOW TTOCIIEIOBATEIh-
Hocth reHa CBF kamycTsr COCTaBJ'IleT 79% c mociemoBaTeNbHOCTHIO
MIpOMOTOpa parica; 9796——QSHBL_'HOQEFﬂOBaTeHLHOCTﬂMH'TGHHYHFH—

N e
BoCBF TTCTCAAACCACAAACTTTTAACTCCACCTGARANGAAGATARAAG
BACBF —————m———mmmm e mm e TGETGCATGAATTCGGCACGAG--

BrCBF CTTTCAAACCACAAACTTTTAACTCCACCTGAAAAGAAGCTAAAAG
TsCBF TCTTCAAACTACAAACTTTAAAATCCAACCTGAAAAAARAAGAGAG
AtCBF TCTATAACTTCAAACACTTA--CCTGAATTAGAAAAGAAAGATAGA

BoCBF AGAGAGAAATAAA-TATCT-TATCAAAC----- CAGCAGACAGAAC
BnCBF -GAGAGAAATAAA-TATCT-TATCAAAC----- CAGCAGACAGAAC
BrCBF TGAGAGAAATAAA-TATCT-TATCAAAC----- CAGCAGACAGAAC

TsCBF AGATAAAAATAAAATATTTCTATCAAAAA----CCATCAGGACGGA
AtCBF GAGAGAAATAAAT-ATITI-ATCATACCATACAAAARAAAGACAGAG

BoCBF AGA-GATCTTGTTACTTACTATACTAC---ACTCAGCCTTATCCAG
BnCBF AGA-GATCTTGTTACTTACTATACTAC---ACTCAGCCTTATCCAG
BrCBF AGA-GATCTTGTTACTTACTATACTACTACACTCAGCCTITATCCAG
TsCBF AGATCTITTAACCTA----- CTAC----TTAARACCTTATCCAGTTT
AtCBF ATCTTTCTACTIACT---CTACTCTCATAAAAACCTTATCCAGTTT

BoCBF TTTTTC---AAAAGAAGTTTTCAACT----—-—-————————
BnCBF TTTTTC---AAAAGAAGTTTTCAACG--——-—-—————————
BrCBF TTTTTC---AAAAGAAGTTTTCAACG---—-—-—-—-——————
TsCBF TTCTCAAAAAAGAGTTTICTITTTTICTTAAAGATCARAAA
AtCBF CITGAA--ACAGAGTACICITICTGATCAA--—-——=————--—

Puc. 18. CpaBHeHHE HYKICOTHIHBIX MTOCIIEA0BATEIbHOCTE IpoMoTopoB reHoB CBF
paznuuHbIXx BuoB pactenuii (BOCBF — kanyctsl; BnCBF — parnca; BrCBF — penbl,
AtCBF2 — rena CBF2 apabunoncuca; TSCBF — TemnyHruemis coJoHI0BOM)
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BoCBF TTAATAGATAARATACAGAGTTGTCCTGCTCAACCCATACATAGCCACACATTCACCCA
BrCBF TTAATAGTTARATACAAGGTTGTCCTGCACAACCCATGCATAGCCACACATTCACCCA

BoCBF GTACAAGTTAAAACACATAAAAGTATAACGAGTGAAGAGTCAGCAGCCATACCACARA
BrCBF GTACAAGTTARAACACATAAAGGTATAGCGAGTGAAGAGTCAGCAGCCATACCACARA

BoCBF GGTCAAGATGACACGTGGCAGCATATAAGTGAATGAARACAACGCATTCACACRARCC
BrCBF GGTCRAGATGACACGTGGCAGCATATAAGTGAATGAAAACAACGCATTCACACRAACC

BoCBF GTGGGATGATCAATTTAGCTGTGTCGTGTCCACTTGGCACTCCGAGAGCCARRAARAC
BrCBF GTGGGAT---CAATTTAGCTGTGTCCTGTCCACTTGGCACTCCCAGAGCCARRR--AC

BoCBF ACCGTGTTCTTTTCTAARATCCAGCCCCACCCATTTCCARATATCTCATGCCARATATA
BrCBF ACCGTGTTCTTTTCTAAARARCCAGCCCCACCCATTTCAAAATATCTCATGCCAATATA

BoCBF AACACCAACTCTCGCTCCACTTTTCTCARACCACARACTTTTAACTCCACCTGAARAG
BrCBF AACACCAACTCTCGCTCCACTTTTCTCARRCCACARACTTTTAACTCCACCTGRARAG

BoCBF AAGATARRAGAGAGAGARATAAATATCTTATCAAACCAGACAGAACAGAGATCTTGTT
BrCBF AAGCTARRAGTGAGAGAAATAAATATCTTATCAAACCAGACAGAACAGAGATCTTGTT

BoCBF ACTTACTATACTAC---ACTCAGCCTTATCCAGTTTTTCAAARGARGTTTTCAACT
BrCBF ACTTACTATACTACTACACTCAGCCTTATCCAGTTTTTCAAAARGARGTTTTCRACS

Puc. 19. CpaBHeHHéjm;o__ 1
cru CBF penL{_SB'_OCBF'-
8
€JTBI COTIOHIIOBOM ‘A -apaOmyl
[Ipu sTOM npOMOTop/@aG
IO CPaBHEHUIO C TIPOMO
TEJUTYHTHEILTbI COMOHIIOBOMA,Ha ¥/ M.H:. B
KitoueBsiM B HOHI/IMaHI/ﬁ%gOJII/I %?benm]a B XOJIOZOBOM pery-
TSN SKCIIPECCHH TEHOB ﬂBnﬂdﬁyﬂ BOIPOC, KaK OHU Y3HAIOT CANTHI
CBSI3BIBAHUS W aKTUBUPYIOT JKCHPECCHIO COOTBETCTBYIOUIUX T'€HOB-
muniened. ['enst CBF kogupyroT MONMHIIENTHABI ¢ MOJEKYIIPHONH Mac-
coit okono 24 kJla, ¢ BBICOKMM CXOACTBOM ITOCJICIOBaTeIbHOCTEH (10
85%). YcraHoBieHO, uTo N-KOHIIEBOW y4acTOK jiuHOW 115 amwuHO-
KHCJIOT IOCTaTOuEH JJIsl HalpaBlIeHHs MOJIEKYN (akTopa K MPOMOTOPY
COR-reHa u cBsi3bIBaHUsI ¢ HUM, a C-KOHIIEBOM y4aCTOK, BKIIFOUYAROIIUI
BbicokokoHcepBaTtuBHBI AP2/ERF (APETALA 2/ethylene-responsive
factor), ciyxut aktuBaTtopoM TpaHckpunimu (Stockinger et al., 1997,
Wang et al., 2005). CxonctBo CRT/DRE-nocnenoBarensHOCTH, IPUCYT-
cTByIOILIEH B ipoMoTopax renoB apadumorncuca CORI5a (GGCCGAC),
COR78/RD29a (TACCGAC) u B 3THICH-UyBCTBUTEIHLHOM 3JICMCHTE

Hiafﬁﬁo opHoii o0Ia-
'bl; I??Eé]’ — penbl)

v aqyi;’:éhbﬁo MEHBbLIIE.
. WKEHHEe Ha 5 TLH.
CTHBIX, & IPOMOTOP
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AGCCGCC rabaka, BO3MOXKHO, YKa3bIBaeT Ha TO, 4To ¢aktopsl CBF1,
EREBP unu npyrue 6enku ¢ AP2-10MeHOM, OTHOCSTCA K CEMEHCTBY
JHK-cBs3piBatomux OENKOB, Y3HAIOMIMX LUC-PETYISATOPHBIE 3IIEMEH-
ThI, UMEIOLIME 0010 KOPOBYIO mocnenosateabHocTs CCG. Paznuuus
B TIOCJIEIOBATEIBHOCTSX, OKpyx)awmux 3memMeHT CCG, MOoryT ObITh
pe3y/bTaTOM BOBJICUEHHS pa3HbIX OeiikoB ¢ AP2 nomeHOM B TpaHC-
JOYKIUIO Pa3IMuarolluXcsl CUTHAJIOB OKpy»Karoieil cpensl (Stockinger
et al.,, 1997). Kak u3BectHo, AP2 noMeH COCTOMT W3 [-CKJIaq4aThix
CTPYKTYp U a-crimpanu, 14-1 u 19-1 aMUHOKHCTIOTHI B-CTPYKTyp SB-
JIAIOTCA KpUTHYecKuMu Juisi cBs3biBanus ¢ JIHK-mumensto. B ciyuae
CBF 6enkoB oM COOTBETCTBYIOT OCTATKAM BalHHA H [Ty TaMHUHOBOM
Kuca0Thl. PacnonoxxeHue Banm{a i * [Ty TAMUHOBOW KHCIIOTBI B CBF/
DREB2/ERF ¢akTopax BLU(QKOKO cep%gmBHo Y, YIUTHIBAsI, YTO HEKO-
TOpbIE U3 HUX NposiBIsiof pasnmuyaropmeest JIHK-cs3piBaromue cren-
U(QUIHOCTH, MOXKHO TIPEIIT ﬁar\aT OCTh JOTIOTHUTEIHHBIX
AMMHOKHCIIOTHBIX CI%LL_HOCJ‘IGI[OB(«J.TCJ‘ILHOCTH
JULAL IPOABICHUSA’ TaK ( I/I‘lPﬁBJ‘ILHHM CBOMCTBOM
AKTOPOB- gB.ﬂ;IeTCﬂ Hajau4due
g0 wiocie AP2 no-
THBOB W ONpE/IeIIeT
Aedina.et al., 2011).

. <"'cr,[oco6H00T1/I pasBUTHS
' nep paM ’MH)QI"I/IG pacTeHust u3 30H
C TeIUIBIM KIINMATOM; FaKnSKaK, .OMaTH“Ky{{ypysa PHC TOIYYaroT I10-
BPEXICHHS TTPH IKCIIO3 Temmepdrypax ot 0 10 12 °C. B 10 xe
BpEMS pacTEeHUs H3 pem B C yMEPESHHBIM KIMMAaToM, HalpuMep,
MIIIIeHUTIA, apaOuIoTCcue U rue’ ipyrue, CIoCOOHBI K XOJIO0I0BOM
aKKJIMMAIMH, YTO MO3BOJSIET UM MEPEHOCHTh JaXKe OTPHIIATEeIbHbIC
temneparypsl. [lokazano, 4ro rensl, komupyromue CBF-momoOHbIe
KOMITOHEHTHI, MHIyIIUPYIOTCS B OTBET HA HU3KYIO TEMIIEpaTypy y parca
(Brassica napus) (Gao et al., 2002), Tomara (Lycopersicon esculentum)
(Zhang et al., 2004), puca (Oriza sativa) (Dubouzet et al., 2003), su-
Mmenst (Hordeum vulgare) (Skinner et al., 2005), nrouepHbsl TpaHKaTy-
na (Medicago truncatula) (Li et al., 2011), To ecTh Kak y pacTCHHIA,
CIIOCOOHBIX K XOJIOJOBOM aKKIMMAIIUK, TaK U Y PACTCHHIA, HE CII0C00-
HBIX K XOJIOJJOBOM aKKJIMMAaIlUH, YTO MOJTBEPIK/1aeT BHICKA3aHHOE paHee
YTBEPXKACHNE O KOHCEPBATUBHOCTH JAHHOTO MYTH XOJOJOBOTO OTBETA
y Beiciux pactenuit (Jaglo et al.,, 2001). Ceepxokcnpeccuss CBF1-

YCTOWYMBOCTH K fu@sxn y
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TeHOB apa0uIOTICHCa B PACTEHHSIX TOMATa, He CIIOCOOHBIX K XOJIOJJOBOM
aKKJIMMAIMK, HEe BBI3bIBajia 3aMETHOTO YBEJIIMUYEHUSI MOPO30CTOHKOCTH,
XOT$I OBBIIIAJIA UX YCTOMYMBOCTD K OXJIKICHHUIO U 3acyxe. s Tomata
TaKXe YCTaHOBIICHO HAIWYHME HAYaIbHBIX KOMIIOHEHTOB OTBETa HA IO-
HIKeHHne TeMreparypsl ¢ yaactuem CBF-renoB: tpu LeCBFI-3 reHa,
KOTOPBIC PACIIONIOKEHBI B TeHOME TaHJeMHO (Zhang et al., 2004). On-
HAaKO HUKEJIkKAIME HIEMEHTHI IaHHOTO MYTH Yy apabuaorcuca u Toma-
Ta CWIbHO OTIMYAIIUCh. Tak, uccienoBanus ¢ ucnonbzoBanuem JIHK-
YUTIOB MTOKA3aJIH, 9TO TOJBKO 4 TeHa u3 §700 reHoB, comepKammuxcs B
MHUKPOUUIIAX, [TOKA3aJl YBEJINYCHUE dKCIPECCHH B PACTCHHSIX TpaHC-
TEeHHOTO TOMaTa co cBepxdkcmpeccuer (axropoB CBF1 tomara wmmm
CBF3 apa6unoncuca (Zhang et al;é,'iog4), YTO 3HAYNTETHHO MEHBIIIE,
yeMm y apabumoncuca (Vogel %al._,_.__ 095)35:[ aKFM 00pa3oM, pas3THIHs
apabujoncuca u Tomara B CHOCOOHOCTH & XOAPIOBOH aKKIIMMAaIuu 00y-
CJIOBJIEHBI, MO-BUINMOMYL Da3IHsivg m%e TBE ¥ pa3HOOOpa3uu
T€HOB, KOTOPbIE MOXKHO ‘OTH W'\ ) yrotm CBF-perynonam
(Zhang et al., 2004)>K 1 AR2 TPaHCKPHIILHOHHbIC
(aKkTopbl MOACEMEHCT _ TaKKke Ten FTLI
apabunoncuca (Kangetal., 2( '\DDFE1 (DWARF
AND DELAYED FLOWERID
6rocuHTe3a rubGepeuHaN(
DDF1 npuBoaut K yeunicHul
takux kak CORI 5Afv.J};_D_|29' \
B cocrase npomotopos DRE/CREsnevents.

Taxum 06pa3om, MHOTHEPET pyéMI;Ie\,San"OJIOM U JeTuIpaTanuen
TeHBI B IPOMOTOPHBIX 00JACTS X, CONEPKAT OTHY MITH HECKOIBKO KOTTHI
MTOCJIeIOBATEIEHOCTEH, 0603Haqéjﬂblx'®a1< DRE /CRT (C-repeat) cis-
anemeHThl (Yamaguchi-Shinozaki, SHinozaki, 1994; Baker et al., 1994).
C »THMH cis-dTIEMEHTaMH, B COCTaBe KOTOPHIX UMEETCs KOHCEHCYCHas
nociegoBarenbHOCT A/CCGACNT (Maruyama et al., 2004), cBsi3piBa-
torcst Tpanckpunuuonusie Gaxkropsl CBF1, CBF2 u CBF3 (DREBID,
DREBIlc u DREBI1a), B pe3yabrare 4ero TpaHCKPHIILHS [€HOB, Pery-
JMPYEMBIX XOJIOI0M WJIU JIeTUApaTaniel, 3Ha4nTeIbHO aKTUBUPYETCSI.

Yposenb skcnpeccun CBF-TeHOB MpH MOHMKEHUU TEMIIEPaTyphI
3aBUCUT OT AKTHBAaLUM TPAHCKPHIIIUOHHOTO (pakTopa, CBsSI3bIBAIOLIC-
rocsi ¢ npomoropom renoB CBF, nazsannoro ICEl (inducer of CBF
expression), KOTOPbIH ObUT BBIJEIICH ITPHU UCCIICTOBAHNH ice ] MyTaHTHBIX
pacreHwuii apabHII0TICUCa, Y KOTOPBIX ObLT HAPYIIIEH MPOIIECC XOI0I0BON

VI ;i BrngiEix COR-reHoB,

. Ig{@RUB , UMEIOIIMNX
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akkauManuu (Chinnusamy et al., 2003). Myrauus icel Onoxuposaia
skcpeccuto CBF3 n ymensbIana 3kCnpeccuo MHOTHUX MOCIEAYIOMNX
renoB CBF perynoHa, 4To mpHBOIWIO K 3HAYUTENLHOMY oOcialie-
HUIO YCTOMYMBOCTH pacTeHuil k oxnaxjaenuto. /CE/ xonupyer MYC-
nono6ueiii bHLH (basic helix—loop—helix) KOHCTHTYTHBHO SKCTIpeccu-
PYEMBIIl TPAaHCKPUIILIMOHHBIA aKTHUBATOp, JIOKAJIM30BAaHHBIA B S1peE, U
Y3HAIOUIUH TPOMOTOPHBIE 371eMeHTHI, cxoaHble ¢ JJHK-cBsa3piBarommmu
caiitamu apyrux u3BectHbix bHLH OenkoB. AxtuBanust ¢akropa mpo-
WCXOJIMJIA TOJTBKO TPH OXJIAKACHUH, TO3TOMY OBIJIO BBICKAa3aHO MPE/IIO-
JIOKEHHE, YTO HEOOXOIUM 3Tall MHAYLUPYEMOH X0JI010M MOoAUubUKaLUU
ICE1 daxropa mis akruBanuu reHoB CBF peryiona, u Toibko MOjU-
(bunmpoBaHHBIA (haKTOD, cneLjpf IMECKH CBSA3BIBASCH C I10CIIEIOBA-
TenpHOCTRI0 MY C mpomotepa CBF3, BBISBIBAI YCHIICHHE SKCIPECCHH
redoB CBF perynona, offecrednBarQIIiX;IOBbILEHHE YCTOHYMBOCTH
pacTeHHi K XOJIOI0BONY B \BIZI"“C-T A 3 los1—1 MyTaHTOB apa-
Ougoricuca, KOTOphie: co) 1 cr, LOS1, xonupyromuii
0eJIoK, no;[o6H§H71-\tﬁa OPY, VIOHEA SI{HH2, TTOKA3aL, UTO XO-
J0I0Bast MH LY KISy ng % )

HOBOTO CHHTE32 G8IKOB (Gt dh, .

Th-WIIPH OTCYTCTBHH
eCHAFHAYNTETHHOTO
KOJIMYECTEA FeHOB, HHJLL1y] TEHMAX JIUKOTO THIIA,
B ice] MyTaHFHBIX PACTEH!
we (Chinnusamy et al., 2

Ch i Opiia Ha 50% MeHb-
4 32 ‘heHa KQUPYIOT TPAHCKPHII-
QpéxHM 10T TCE 1 -cBsi3bIBAIOIINE

LIHOHHBIE (DAKTOPbL, 9B CE
uuc-onemMeHTsl 1 5 ~€BF JBAIONLIAE qrqsl?aneMeHTm. OTH 1aHHBIE
YKa3bIBalOT Ha TO, YTO 1 sBnsetes K@L‘ieBHM 3BEHOM B KOHTpOJIE
skcripeccni MHOTHX CBF-38BUCHMBIX 4HE3aBUCUMBIX PETYIOHOB. He-
naBHO Obutl oOHapyxeH IC é/q)axﬂa , AKTUBUPYIOMIUNA JKCIIPECCHIO
CBF1 (Fursova et al., 2009). B noftoxxuTtenbHON peryisiuu SKCIpeccuu
CBF-TeHOB IPUHUMAET y4acThe TpaHCKpUNIHOHHBIN akTop CAMTA
(calmodulin binding transcriptional activator), CBI3bIBaIOIIHIACS C TTOCIIE-
nosarenbHocThi0 CCGCGT B mpomotope CBF2 (Finkler et al., 2007a;
Doherty et al., 2009). B atom citydae OpIcTpoe yBeTHUEHHE COACPKAHUS
MOHOB KaJblIHs, COITPOBOXKAAIOIIEE XOJI0I0BOE BO3IEHCTBUE, TPUBOIUT
K (OpPMUPOBAHMIO KOMIUIEKCA Kaiblui-KambMomytnH-CAMTA3, ko-
TOPBIH, CBA3BIBASACH ¢ TaK Ha3zbiBaeMbiM CG—1 anemMeHTOM ImpoMOTOpa
CBF2-rena, cTuMynupyeTt TpaHCKpHILUIO 1eneBoro rena (Thomashow,
2010). Caenyer OTMETHTD, 4TO TpaHCKpHIIOHHEBIE pakTopsl CAMTA
MOTYT BBICTYIIaTh KaK CBS3YIOIIEE 3BEHO MEXKIy KallbI[MeBbIM CHUTHA-
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JUHTOM M curHanuHToM ¢ ydactueM ABRE tmuc-akropos, nmerormx
cxoanyto ¢ CG-1 anemenTamu KopoByto mocienosatenbHOCTh (Finkler
et al., 20070).

bonee Tonkyro perymsamuio skcnpeccun CBF-T€HOB, BO3MOXHO,
obecrnieunBalOT TpaHCKpUMIHOHHbIE (akTopsl MYBI15, oTHOCSIIMECS
K MYB-R2R3 Tuny, cBs3piBalomuecs ¢ NPpUCYTCTBYIOUTUMHU B TIPOMO-
tope CBF-renoB MYB nocnenoBarenbaocTsimu (Agarwal et al., 20006;
Dubos et al., 2010). myb15 myTanTh! apabumorncuca MOKa3bIBatoT Ooiee
BBICOKYI0 HHAYKIIO CBF TeHOB 1 CBi3aHHBIX ¢ HUMU T'€HOB-MHIIICHEH,
COOTBETCTBEHHO 00JIee BBICOKYIO CITOCOOHOCTH K XOJOA0BOM aKKIIMMa-
UK. B TpaHCreHHBIX pacTeHUsIX apa61/m0ncnca CO CBEpXIKCIIpeccuei
MYBI15 xononoBast MHAYKIUA CBF—' FCHOB MaJlaeT, TaKue PacTeHUs HE
CITOCOOHBI K Pa3BUTHIO M0p03QgTon cm &Agarwal et al., 2006). Cre-
nosarenbHo, MYBIS neficrgyer kak He aTmLIH perynaTop sKcIpec-
cuu CBF reHos. ) i
3Kcnpeccm{ CBF p%ryn 0 E HgﬁZp'Mr[uHOHHLIMH mnpo-

aﬁne HQHI/I)KCHHOFO Cco-

( rena HOS1 (High
expression of OSmotlcQ{y r Vlswnpyromero RING
finger youksutnn E3 nurasy-(ls 8). YOUKBUTHHHPOBA-
mue ICE1 cmocobctByeT nme alin dTAX(DAKTOPOB MPOTEOCOMaMHU.
B ycrmoBusx HeMCTBUS HU3KHX énnep@yp SUMO E3 nurasa apabu-
norrcuca SIZ1, cesseiBasick ¢ ICE1, froBeimaer ux cTaOMIBHOCTD, WH-
ruOupyeT YOUKBUTHHUPOBAHUE W CITOCOOCTBYET TEM CaMbIM UHIYKIIUU

skcnpeccun CBF3 (Miura et al., 2007).
3.4.2. Oxkenpeccua CBF-zena kanycmul npu x0100060M cmpecce

Ananus copepxxanus MPHK renos CBF mipu xonomoBom crpecce
y paCTeHI/Iﬁ Pa3HbBIX BUAOB TAKXKC IMOKa3aJl 3HAYUTCIIbHBIC PAa3JIMYUA
B JVHAMMKE HAKOIUIEHHs COOTBETCTBYIOIIMX TpaHCKpunrtos. Hampu-
Mep, y pacTeHuii aBkanunTa (Eucalyptus) MakcUMaabHOE 3HaYEHUE CO-
nepxanust MPHK CBF naGmromanock yepe3 2 4 XOJ0J0BOTO CTpecca
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1 yMeHbmanock k 24 g (Navarro et al., 2009), y 6pycuauku (Vaccinium
vitis-idaea L.) nHanOosee BBICOKMI YPOBEHb SKCIIPECCHU Te€Ha MPHU XO-
JIOIOBOM BO3ZICHCTBUM HaOmrofacs nocie 1 yaca BO3ACUCTBUS, a B
JaJbHEHIeM perucTpupoBajock ee nonmwkenue (Yang et al., 2009). V
xpuzantemsbl (Chrysanthemum) makcumanbsHasi skcnpeccust rena CBF
HaOoanack yepe3 30 MUH MOCIIe SKCIO3UIIMU PU HU3KUX TeMIIepa-
Typax, a yXxe 4epe3 2 4 OHa CHIIbHO CHM)KAJIACh, MPAKTHYECKU 10 KOH-
TposbHOro yposas (Wang et al., 2010).

Vposenbr MPHK rena CBF kamycThl Ipu XOJIOIOBOM CTPECCE TaK-
K€ MEHSETCS JIOBOJIBHO OBICTPO — B TEUCHHUE TTOydaca MOCIe BO3ACH-
CTBHSl HHU3KOH TeMmeparypsl MPEBBIIICHHC Hal NCXOXHEIM YPOBHEM
B 13-14 pas, depes gac JOCTHFEET €BOCTO KA, IPEBBILIAsS 3HAYCHHUC
xontpons B 50-70 pas. Tlocne. 31010 YPOBEHD JKCIPECCHU IeHa CBF
TIOCTETIEHHO CHIKAETCA, A0 J1aKe Uepes 374, OCTAETCs Ha YPOBHE, 3Ha-
YUTENHHO MPEBBIIAIOMIEM oﬁx{ ofibHBic rfeikazarenu (['mmanos u mp.,
2012) (puc. 20). & \\

3HaqHTeJILHO\9 BT
npu xonoz[oggll\%" c

CTH Tpe/ICTaBIsET
crpecc H§9}Lﬂ o

. IPUHAJIEKHO-
IIMFHA XOJIOA0BOM
IS .éﬁmaunn 3a-

M 8000 1
=
= 6000
W
§/§ 4000
S 8 2000 =
e o
- E ~
22 500 7
o
8 X
ES 250
Q
<)
E
o 0 -
0,5 1 2 3
BpeMsI, U

Puc. 20. V3amenenue ypoHs dkcrpeccuu reHa CBF kamycTsl B IpOpOCTKax mpu HU3-
KOTeMITepaTypHOM cTpecce. Bee pasnuuns craructudecku goctoBepHsl (n=3, p<0,05).
3Ha4YCHUS T KKI0TO MPOMEIKYTKA BPEMEHH IPEACTABICHBI B BUJIC CPEIHETO
apu(MeTHUECKOTO+CTaHIapTHas OMUOKa cpeiHero. [IpoleHT aKTHBALNH
PacCUUTBIBAIIM MO OTHOIIEHNIO K KOHTPOJIIO, KOTOPBIH npuHUMan 3a 100%
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M B KOHEYHOM CYETE OIMpPECsCT BO3SMOXKHOCTh aIalTAllu PACTCHHH K
JAHHOMY CTpEcCYy.

3.4.3. H3menenue yposus sxcnpeccuu 2ena CBF xanycmut
npu 3aKATUGAHUU PACHEHUI

W3BecTHO, 4TO XOJOMOBOE 3aKaJMBaHUE 3HAYUTEIHHO TMOBBINIACT
YCTOMUYMBOCTh PACTEHUH K HU3KUM TEMIEpAaTypaM. YUWThbIBas 3Haye-
Hue renoB CBF B akTuBanmm reHOB X0JI0I0BOTO OTBETA, MPEICTABIISIO
UHTEpEC BBIACHEHHE BOIPOCA O TOM, KaK BIMACT 3aKaJIMBaHUE Ha 3KC-
npeccuto reHoB CBF.

Omnpenenenue ypoBHs 3Kcnpe@cnn reHa TPAHCKPUIILHOHHOTO (hak-
topa CBF KamyCThl y 3aKalCHHBIX acmx@n IIPOBOAMIIM TaK XK€, KaK
W B Cllydae He3akKaleHHbIX FacTenuid. Jlis >1oro yposens MPHK remna
CBF 3akaneHHBIX paCTeHﬁﬁI ¢ hH\I/IB em MPHK rena CBF
JIBYX KOHTPOJIBHBIX 2 , [IPOILC/ILIINE ITAIl XOJI0-
JI0BOTO SaKaJ'H/IBaHI/Iﬂ\‘H Q. HC S1HI 3K6i¥eMnepaTypH0My
cTpeccy; BTopasg — H oY CTEW TaKke He
-(pI/IC 721).

ol KOHTPOIBLHO
CTCHHUI U3 BTOPOI
%ET_F_K:];HBHOCTL TpaHc-

P4

KPUIIIUH WPHK rend fC/BF .f' AC]

IIpu cpaBHEHHH C rfqp ’ TPOIIBE TI0#t ObLTO 3aUKCH-
POBAHO OXKHMIAEMOE nomiﬁéyne YpOBHSI "31@3eccnn rena CBF. Tak,
yepe3 15 MuH nociie BOS,Z[CI/ICT 51 XOJIOJ, crpecca ypoBeHb MPHK
yBeauuuics B 4 pasa, a uepes noéaaca ffocTur 30—40-KpaTHOTO MPEBbI-
IICHHS] OTHOCHUTEIILHO KOHTpOJbHOU Tpymnmbl m Haxomamicst Ha 3TOH OT-
METKE BIUIOTH IO TPEXYacOBOTO CTPECCOBOIo Bo3ieicTBus. HaunHas c
TPEX 4acoB HAOIIOAAETCS TOCTEEHHOE TOHMKEHUE YPOBHS SKCIIPECCUU
JlaHHOTO reHa: uepes 12 4 konmnuectso MPHK npeBbImaeT KOHTpONbHBIN
ypoBeHb B 10 pa3, criyctsi cyTku — B 3 paza (puc. 21).

OTHOCHUTENBHO KOHTPOJBHOM TPYNIBI, MpPEACTaBICHHOW He3aka-
JICHHBIMU pacTeHusiMH, 3HaueHus skcrnpeccun MPHK rena CBF y 3a-
KaJICHHBIX PacTEHUI ObLIU 3aMETHO BhIIE (puc. 22).

Kak ynomuuanocs panee, conepkanne MPHK rena CBF y 3axa-
JICHHBIX pacTeHui ObUIO B 3,5 pa3a Oombllle, YeM y He3aKaJIeHHBIX pac-
Tennii. Ho yxe depes 15 MuH mocie HH3KOTEMIIEPaTypHOTO cTpecca
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Puc. 21. 3menenue ypOB@ 9K €HHBIX PACTEHHUH KaIlyCThl
IIPU HU3KOTEMIIEPAT Ta£ HUYECKH JI0CTOBEPHHI (N=3,
p<0,05). 3naueHus ﬂ@(a IPENCTABIEHBI B BUIIE CPEIHE-

ro apncl)MeTuqecr(p;oi >

POLGHT aKTHBALMH PACCHH-
TLIBaJTﬁ“urIo 0 qivdrTy 3a 100%

co;[epxcamﬁ’ ' MPHK  €BF ACTCHUH  TIOBBIIIACTCS
B 14 pa3, au ' ac 135 pas, ocTaBasich
Ha 3TOM yYpPOBHE KéTC}I MTOCTETIEHHOE
IIOHIDKCHUE CONCPIRAHKS epe3)24 4 ypoBeHb KCIIpec-
CHUH MIPEBBIIIAET KOHT as.

[onmy4ennsie HaMu LIC el PAsHTONTBEPHIAIOT daxkr, uto 3a-
KaJIeHHbIE PACTEHUS ropa3z[ onee g&(rom]aﬂeﬂm K BBDKMBaHHIO NIPU
HU3KUX TeMIIeparypax. )Iame HCTBHS HU3KHUX TEMIIEPATyp F'eHbl
TPAaHCKPUTIIIMOHHBIX (PaKTOPOB CBF Yy HUX 3KCIIPECCHPOBAINCH aKTHUB-
Hei. OTBET Ha cTpecc y TaKUX pacTeHHH MPOMCXOAMUT 3aMETHO ObICTpee.
Tak, y He3zakaJleHHbIX pacteHuid dKkcrpeccust rena CBF yepe3 30 mun
TIOCJIe BO3MCHCTBHUS HU3KOM TEMITepaTyphl MoBkImanack B 13—14 pas, To
Y 3aKaJIeHHbIX PACTCHHUI TaKOl ypOBEHb HAKOIUIEHHS TPAHCKPUIITA Ha-
Omromasics yxxe uepe3 15 mun. Crieyer Takyke OTMETUTh BpeMs BBIXOJA
YPOBHSI 3KCIIPECCUU HAa MAKCUMAJIbHBIA YPOBEHb — y HE3aKaJICHHBIX pac-
TEHUHU 3TOT MUK MIPEBBIIIAT KOHTPOIbHBIN ypoBeHb B 50—70 pa3 u noctu-
rajicst yepes 1 4 mocie 3KCIO3ULMH IPU HU3KUX TEMITEpaTypax. Y pacTe-
HUMH, MPOIIEANINX 3TAM X0JI0I0BOH aKKIMMAaLUH, IIMK SKCIPECCHH BbIILIE
KOHTpoJsibHOTO 3HaueHus B 130—140 pa3 u HaKomIeHHEe TPAHCKPUIITA Ha
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Puc. 22. I3meneHue ypoBH: 3 ec €Ha
&
[IpU HU3KOTEMIIepaTypHOM ¢Tpecce (eTHoc

pas3jiniusl CTaTUCTUYCCKU TOCTOBE

3 HHBIX PaCTEHHUH KaIyCThI
HE3 gfj}HHOFO xoHTpoIIsT). Bee
a eﬁ-}m VTS KasKJIOTO TIPO-

MEKYTKa BPEMEHH TIPE, cHib ¢ cTiuéékorotcTanapTHas
ommbka cpenero, ITponeHarmie 2 1 0 }FIFO K KOHTPOITIO,
5TOM YpOBHE ng/épg;ae KOKEy 3aKaJICHHBIX

pacTeHuii ypoBeHb 3K

cé‘;a‘f’MaKCHMaﬂLHoﬁ

OTMETKC M CIlaJl HaKoO OJIBKO ITOCJIC TpEX

4acOB BO3/ICMCTBUS HU3K b e

ConocrasneHue ypoBH IIPECCUU T CBF v poCTOBBIX TpO-
LIECCOB, KaK MHTETPaIbHBIX H@&TGNKHHOHHPOBELHHH pacre-
HUHA U peajn3alui reHCTUYCCKON HH pMalnu, IO3BOJISACT, XOTHA 61)1
KOCBEHHO, CYIUTb O 3alLUTHOM POJIM HAKOIUIEHHS COOTBETCTBYIOLIMX
MPHK npu xonmomoBom crpecce.

[l mpoBeieHUs OMbITA 110 CONOCTABICHUIO POCTOBBIX IIOKAa3aTe-
JIel He3aKaJCHHBIX U 3aKaJCHHBIX PACTEHHUI [TOCIIE X0JIOI0BOIO CTpeC-
ca IpopocTKH B (haze 4-X JIMCThEB OBUIH pa3ielieHbl Ha 2 TPYIIIbI 110
20 wryk. OfHa rpynmna IpopoCTKOB MPOILLIA CTaIUI0 3aKaJIUBaHUS IIPU
7 °C, 16-yacoBoM ¢oTomeproie U OCBEIICHHOCTH 15 KIK B TeueHue
7 cyT, Apyras TpyIia IpOpOCTKOB HE 3aKaJIuBajach. 3aTeM 00€ rpyIIibl
MPOPOCTKOB OB MOABEPTHYTHI XOJIOA0BOMY CTPECCY IIPH TEMIIEpaTy-
pe okosio 1 °C B Teuenue 1 cyT, mocie yero ObLIM MEPEHECCHBI B KIIH-
MaToKaMmepy ¢ HOPMaJbHOH TeMIlepaTypoil BeIpaliuBaHus. Y JaHHBIX
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-100
-120 = He3aKaneHHbIe
-140 - —33KaNeHHbIE
-160 -
JIHH___rLopJ;e_ cTpecca
Puc. 23. VI3ameHeHune Macchl 3aK HBIX }fe3 CHHBIX PACTEHHUI [[BETHOM KaIlyCThI
10CJIe HU3KOTEMIIePaTyPHOT! a}ﬁ)ecca 'ém CTaTHCTUYECKH JOCTOBEPHBI
(n‘=3 psis05)
,f—.
pacTeHui yepes.Ka hl ABMCPSIII TIPY OCT{SJ/IOMaCCLI OTJIETb-

HBIX IPOPOCTKOB M|
nennst PHK u ofipe}

Pe3ynﬁj§q]31 HOK' ]
BOTO 3a1<ann§zﬁ%§ 3Ha . ) mg HH3K0TeMnepaTyp—
HBIH CTpecC, BO: \ H\Bp ’renLHOH JUHAMUKE
npupocTa 6I/IOMaC Zg{ _. JOCTUTIIM UCXOTHON
Macchl TOJIBKO Yepe3 po - HpI/I 'HOPMANLHOH TeMIepaType BhIpa-
LIMBaHUsI ¥ JIMIIb HA CE 1€ CYTKH I cTpecca 3HaYeHHUs IPUpPO-
CTa 3aKaJICHHBIX HpOpOCTKO He3a Qg?ilx BBIPOBHWIIUCH (pHUC. 23).

BbIKHBACMOCTb 3aKANICHHEIX pa SHHI TOCIIe CTpecca TaKke Oblia
BhINIE. B TeueHue nByx Heaenb mocie 24 4 HU3KOTeMIIepaTypHOTO BO3-
JIEHCTBHS CpeAr HE3aKaJIEeHHBIX pacTeHUil BhDKMIO 58%, a cpemu 3a-
KaseHHbIX — 73%.

IIpu atom conepxanne MPHK rena CBF y 3akaneHHBIX pacTeHui
TIPEBHIIAJIO JAaHHBIHN ITOKa3aTeb Y He3aKaJICHHBIX pacTeHUH (puc. 23).
ComnocraBiieHle TapaMeTPOB BBDKMBAEMOCTH, HPUPOCTA OMOMAcChI
¢ muHamuko# conepkanus MPHK rerna CBF mo3Bossiet mpeamnonoxurs,
YTO, BEPOSITHO, HAPALY C IPYTUMH NIPUCIIOCOOUTEIbHBIMH PEAKIIHUAMH,
MOBBIIAIOIIMMY AJANTAIMI0 PACTEHUI KamycThl K XOJOAY, YPOBEHb
skcnpeccun reHoB CBF Taxoke sBnsieTcst GakTopoM, CioCOOCTBYIOIIUM
3alIUTE PACTCHUH OT XOJIOIOBBIX MOBPEKICHHUH.
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Kpome CBF, B X01010BO# perymsimuu 3KCIIpecCUd HEOOINBIION
IpYIIBl TEHOB, OTBEYAIOIIMX HA BHEIIHWUE BO3ACHUCTBHSA, y4acTBYET
C,H, zinc-finger Genok Zatl2, 3a1€licTBOBaHHBIH TaKKe OTBETE PacTe-
Hul Ha okcuaaTuBHbIN cTpece (Vogel et al., 2005). Y apabunoricuca 00-
Hapy»XeHo 24 TeHa, peryaupyeMble STHM OEJIKOM, IIPH 3TOM yCTaHOBIIE-
Ho, uto Zat12 u CBF perynons! nepekpbiBatoTcsi — 4 reHa MOKa3bIBaIOT
MOJIOKHUTETbHYI0, 3 TeHa HETaTUBHYIO PETYISIIIUY TIPU ASHCTBUU 000X
(dakropoB u HU3KOU Temneparypsl (Vogel et al., 2005).

3.5. lopmonanbHas PELYJISILMS IKCIPeCCHH
COR-reno FacTemm

®duroropmon ABK peryf@a?yeT MHOLHE KJIQUEBBIE POLIECCHI B Pac-
TEHUSIX, BKIOYas POCT ¥ PaBBH ffe,\y : K Pa3IHYHBIM CTpeC-
cam. Kpome Toro, ABKyu { PERYIALMN KIETOYHBIX
MEXaHH3MOB B HECTPSCCORbI JKaK POCT, BOAHAS IIPO-
BOJMMOCTb, COCTOSHHE! SITHE Vi bp'fuj,u ap. (Leung,
Giraudat, 1998) ABK: I’IQB'BIIH : TBOCT S HE TOIHKO Tipn 3acyxe,
HpeZIOTBpaHIa}f TOTEPIO ' ARpI , ucpes MeXaHu3M
3aKPbIBAHUs yCTBUL, €€ s “TIPOSIBIISIFOTCS TIPU
THIO- 1 TMICPTEPNEH, 3aCONGHNM, IATOLE '@ -ﬁqm CBHIIETEIBCTBYET
o kmoueBoi pomt ABK)B u DR XAHHM3MOB PACTEHHH
B OTBET Ha Bo3z[eHCTBHe”'@$ PUATHBIX (HaKTOPOB
OKpyKarotei cpenpl. HakoHacHME K BBI3BIBAIOT pa3iiny-
HBIE CTPECCOBBIC BO3CHCTRUSHPUBOIAIINE’K POSBICHUIO 3aIIIUTHOTO
TOPMOXKEHHUsT MeTaboIn3Ma, TaKfﬁ/KaK'E)z[HLH‘?I nepurut (Bray, 1988;
Santiago et al., 2009; Urano et al., 2009; Yoshida et al., 2010; Wilkinson,
Davies, 2010), 3aconenue (Dunlap, Binzel, 1994; Hossain et al., 2010),
ocmotndeckuid mok (Gomes et al., 1988), 3apaxenue putonaroreHHbI-
Mmu rpubamu (Xaiipysuus u ap., 1993). Yeenuuenue yposus ABK orpa-
HUYHMBAET MOTEPIO BOJIbI 3a cueT Tpancnupanuu (Leung, Giraudat, 1998).
MHorue u3MEHEHUS TEHHOW SKCIPECCUH, KOTOPBIC IPOUCXOSAT B OTBET
Ha JICHCTBUE HU3KOM TEMIIEPaTyPhl U BHICYITUBAHKE, TAKIKE COTPSKCHBI
¢ m3menenneM ypoBHsi ABK (Janowiak et al., 2003; Kobayashi et al.,
2006; Kovacs et al., 2011). Hanpumep, y apadunorcuca okoio 10%
redoMa otHocsATca K ABK perymupyemesim rernam (Cutler et al., 2010).
Taxk, au3koTeMIieparypHas oopadotka (4 °C) pacteHuit apadbumorncuca
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NPUBOJMIIA K BDEMEHHOMY TPEXKpPaTHOMY YBEIMUYCHHIO YPOBHS 3HJO-
renHoro ABK (Lang et al., 1994). [Tono6Hoe n3menenue yposusi ABK
Habmonanock Take y apyrux BuaoB (Chen et al., 1983; Guy, Haskell,
1988; Janowiak et al., 2003). B npyrux mytanrax apadbugoncuca (aba3),
TaKxke ¢ HapymeHHbIM cuHTe30M ABK, sk3orennas ABK Boccranapmu-
Bajla CIIOCOOHOCTh K XojomoBoi akkiaumarnuu (Llorente et al., 2000),
B TO ke Bpems Bo3zaelicTBue ABK Ha ABK-HeuyBcTBUTENBHBIN MyTaHT
apabuoncuca (abil) He mPUBOIMIIA K MHIYKIIMH XOJIOJI0BOW aKKJIMMa-
uuu (Mantyla et al., 1995). Hekotopsie OeKH, CHHTE3 KOTOPBIX PEry-
JIMPYETCsl HU3KOM TeMIlepaTypoi, HUHAYLHUPYIOTCS U IIPHU BO3IEHCTBUU
sugorenHoir ABK (Cattavelli, Bartels 1992; Palva, 1994). CoBokym-
HOCTb IIPUBEACHHBIX JaHHBIX @BI/I GTCJ'IBCTByeT o BakHOH ponun ABK
B 3aIyCKe YCTONYMBOCTH Kxono Y. (H&Ldervand Amiri, 2010; Baron

etal., 2012). Q
OcHOBHO (byHKLfﬁbn {EK’ ’ w@%_, SABISETCSA PETYIIALUS
BOJIHOTO Oananca 7 EndecKoMy crpeccy. Jlokasa-

TEIHCTBOM BOBnquH
MOT'YT CITY’KUTh z[a (
B CTpeCCOBBIX ycnomx K
eM ABK-z:ecpnumme y

) cc‘é;u,anTauHH pacteHuit
] HHSI,.ABK y pacTeHui

CPaBHHMO C pac.TeHH;[M
MYyTaHTHBIC (1)opr;1 OTITY

Ch 33 e'pgklgopl %QBTa U Pa3BUTHS, NPHU
JUTATEIBHOM BO3/1eH Ia ToanTqE{‘X (hakTOpOB Jaxke MOTH-
Oamu, a 1 pasm&mx'& fMBOCTH K_HHSKMM TEMIIEpaTypaM TaKie
pacTeHusl Hy)KIaJuCh B A’ﬁg (Llorentg al., 2000; Mahajan, Tuteja,
2005). CTpecc—HHz[yquOBanége unagormmearne ABK MokeT oTHeceHO
K yHUBepcanbHoW Hecrenuduuelkoil peakiuy U CIyKUTh OTHHM M3
MIPOSIBJIICHNH PEaKIINH 3al[UTHOTO TOPMOKEHHUST METa00IM3Ma, TI03BOIIS-
IOIIETO PACTEHUSM MEPEKUTh CTPECCOBBIE CHTYallMd ¢ HAUMEHBITUMHU
norepsimu (Lakuposa, 2001). IIpu 3ToM Ha pOHE CHIDKEHHUSI XapaKTep-
HBIX JIJIS HOPMaJIbHBIX ycioBuil 0enkoB ABK Takke HHIyIMpyeT HOBO-
o0pazoBaHue crielM()UIHBIX U Hee OEIIKOB.

Opnnaxko npucyrcrBue ABK amst cuHTe3a OeKkoB X0JI0A0BOTO II0KA
He Bceraa oOs3arenbHo. Hampumep, MHAYIUPYEMBIH XOIOAOM U BBI-
cymrBaHueM Oenok apabupornicuca LTI78 B oTBeT Ha X0JI07J0BOE BO3-
JIefiCTBUE CUHTE3UPYETCs B OAMHAKOBBIX KOJMUYECTBAX Kak B PaCTEHUU
JIMKOTO THMa, Tak U B ABK-MyTaHTHBIX pacTeHUsX, YTO TOBOPHT 00
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ABK-He3aBuCHMMON X0JI0/I0BOM UHAYKIIMHU dTOro Oenka. HyxHO Tarke
OTMETUTD, uT0 LTI78-0€10K MOKET HaKaIlJIMBATLCS B OTBET HA BO3MEH-
ctBue sKk30reHHoN ABK 1 BhICyIMBaHue, HO B 3HAUUTENIBHO MEHbBILIEM
KOJIMYECTBE, TI0 CPaBHEHHIO ¢ 0OpaOOTKON HU3KHUMH TEMIIEpaTypaMHu.
WnTepecHo, uro npu noacymmbainu AbBK-MyTaHTHBIX pacTeHuil Hako-
rieHue B HuX LTI78 ObL10 HAMHOTO MEHBIIIE, YeM B PACTCHUSAX JIMKOTO
THWIIA, YTO, MTO-BUIUMOMY, CBUJETEILCTBYET O TOM, YTO YAaCTHYHO HH-
JYKIIMSI 3TOTO Oelka MoJICyIIMBAHUEM MOXKET OBITh oniocpenoBana ABK
(Nordin et al., 1991). Takas ke kapTHHa OTMEYCHA ISl psja JAPYTUX
WHAYIUPYEMBIX X0JIo/oM reHoB apabuponicuca: KINI, COR6.6/KIN2,
COR47/RD17 (Yamaguchi-Shinozak'ii__Shinozaki, 1994; Iwasaki et al.,
1997). B 10 )e Bpems B npopoci_'i['c'ax' KaIryCThl OBLIO BBISBJICHO, YTO
ABK BBI3bIBaIA YCUIICHHE SKCHPECCE I/I__MP%K OenKa X0JI010BOT0 MIOKa
karycTbl CSPS B pacTCHUSIX{BBIPALICHHRIX HPY HOPMAIIBHOM TeMIIepa-
type. IIpu oqHOBpEMEHHOM BOQ{{@Q"GT U A @e enust ABK u xonona

(+5 °C) unnykms ME\I%K E}Q{ 12 3HaMCHNH, Habmonae-

‘\ # \ o
MBIX TP IpyTUX Bapira phoro ¢pecca (baiimues

wap., 1999). . % Wos
B mpomoropax’ Ol —’PEH \ unpoﬁzrlym IUC-
DIEMEHTBI  C-KOHCEHCYCHOIT - H0cie . C/TACGTGGC,

nassannsie ABRE (ABA T
qyBCTBHTENBHOCTE K-ABKS)
JIee YeM B OZIHOM SK3EMHISIP CCT
HPUCYTCTBOBATH JOIOIHHTE/b MOTHB €0 ¢
nocteio CE (coupling ele en, Ho, L?‘% . TpaHCKpHUIIMOHHBIE
(axropet AREB nmm ABF (A binding prétein), cBsa3wiBasch c ABRE,
aktuBupyotT AbK-3aBucumyro alﬁﬁﬂpec@ reHoB. [ eHbl, Komupyromme
¢daxropsl ABF, unnynupyrorcst ABK* v mokaseiBator auddepeHnuans-
HYIO PETYISIIMIO MIPU PA3IMYHBIX BO3ACHCTBHUSIX OKPY’KarOIIEH cpembl:
ABF1 unnynupyerca xononom, ABF2 u ABF3 — 3aconenuem u ABF4 —
X0JI0710M, 3acoiienueM u BeicymmBanueM (Choi et al., 2000). dakTopbl
CBF yu4acTByI0T HE TOJBKO B MpoLeccax, MPOUCXOMSIINX MIPU XOIOHO0-
BOW aKKJIMMAlM{, HO TaKKe M B PETYISIUH POCTa M Pa3BUTHUS pacTe-
HUI, 9TO MOKa3aHO B MCCIIEAOBaHUIX M0 cBepxdkcnpeccuu CBF B Gnaro-
NPUSTHBIX YCIOBUSAX OOWTAaHUS paCTEHHM, KOTJa MPOUCXOIMT 3a/ICPIKKa
pocta u 1Berenus. [Ipu atom CBF1 HeraTuBHO BiMsAET Ha pOCT pacTe-
HUI apaOuaorcuca, yMEHbIIas YpOBEHb SHAOTCHHOTO ruOOepesuinHa,
YTO B CBOIO OUepe/b CHNOCOOCTBYET HAKOIUIGHHIO OEJNKOB ceMeiicTBa

,ragr% X TipoMoTopax 6o-

1‘0}3@1‘0 ﬁﬂR\’E y4acTKa MOXET

¢0 Oif TIOCIIeI0BATE b-
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DELLA, nerpajamnusi KOTOPBIX CTUMYIHPYETCS THUOOEpeITHHOM
(Archard et al., 2008). DT0 1 IPUBOJNUT K MOAABICHHUIO POCTA PACTCHUH.
Takum ob6pazom, CBF-¢akrops! BoBiieKaroTcsi B MHTHOMPOBAaHHUE POCTa
pacrenuii uyepe3 rudOepemmu/DELLA curHanmbHbId myTh. CBEpXdK-
cupecust CBF2 B pactenusix apaOumorncuca NpuBOIMT K 3a/IePKKe CTa-
PEHHUSI TUCTHEB U MPOJICHUIO )KM3EHHOTO 1UKJA. JlanbHeWid aHamu3
MoKa3aJl, YTO TaKWe PacTEHHUS HEUyBCTBUTENbHBI K JIEHCTBHIO ATHIICHA,
MOKa3bIBasl CYIIECTBEHHYIO 33/IEP’KKY B CTAPEHUH U Pa3pYIIEHUHN XJIOPO-
(mnma, Tpu STOM MPOUCXOAMIIO JIUIITH HE3HAYNTEIFHOE M3MEHEHHUE B pe-
LIENTOpe THJIEHA U TeHaX CHUTHAJIbHOW TpaHcayKimuu. OAHAaKO YpOBEHb
TPAHCKPUIITOB, COOTBETCTBYIONINX 17 reHaM OMOCHHTE3a U PEeryisilun
ABK, 3aMeTHO yBeITHIUBAIICS, ﬁ!ro CBI/I,Z[@TGJ‘H:CTByCT 00 yuactim CBF2
B PETYISILUN Pa3BUTUS U pzc}mpo aHI/IgspaCTCHI/II/I Ha AeHCTBUE ITUIIE-
Ha yepe3 ABK curHanbHgIA myrh ( ing et al., 2011). Cnenosarenn-
HO, BIIUSTHUE @aKTopo@Bxﬁ}n C b1 a ¥ CTapeHHs pacTeHUi
00yCJIOBJICHO nepe B P a%g'g. Ha BHEIIHUE BO3/ACH-
CTBHS € Y4aCTHEM: CB C

JIeTeKTHPYeTCS BO ﬁc,ex o )
WHTEHCUBHOCTBIO. H"a;H ".I)Ha;r~ I/IH}Q\R‘HI/IH 3Kcnpeccpm T'CHOB
0ETTKOB XOJI0JJOBOTO MIOKA-HA I_[ae*rcsl QP‘IA BO3JICHICTBUU Ha PAaCTCHUS
KpPaTKOBPEMEHHOW OTPHUIATEILHON T aTypoil ¢ manbHEHIIeNH dKC-
MO3UIUEN TIPU HU3ZKOU nonoxéyrenﬂfﬁ)” temneparype (-5 °C, 30 muH,
+5 °C, 12 1), a Taxoke npu JUTebHOM (00Jiee 6 CyT) BO3ICHCTBUN HU3-
KOM TMOJIOKUTEIBHON TEMIIEPATYPHI.

JIByxuacoBoe 00e3BOKHMBAIOIIEE BO3ACHCTBHE TPUBOANUT K YBEIH-
yenuto cunre3a MPHK mannoro rena. Panee nnaykmuio cuare3a bXIII
IIpY BOJTHOM cTpecce ormevanu y apadbunoncuca (Kurkela, Frank, 1990;
Nordinetal., 1991; Lang et al., 1994) u mununara (Kazuoka, Oeda, 1994).
OdeBHIHO, YTO Takue OCNKM YMEHBIIAIOT TOCEeICTBUS AETHAPATALINH,
COTIPOBOKJAIOIIEH BHEKJIETOYHOE OOpa30BaHWE JIb/Ia, BBI3BIBAIOIIETO
MePEXO0/T BOJBI M3 KIETKH B MEKKJIETOUYHYIO 00JIaCTh 10 IPaJUeHTY BO-
JHOro noreHuuana. MoxxHo npeanonaoxuts, yto BXIII, kogupyemslii
reHoM CSPS kamycTel, Tak)ke OTHOCHTCS K CEMEHCTBY OEIIKOB, CHHTE-
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Puc. 24. 9Kcnpeccm¢§’ Ggé\ @msszca oleracea:

1 — KOHTPOJIb; 2 — AKCIIO3ULIES T oCu3 el MHKyOarmei npu
+5 °C B Teuenue 12 4;-3 —KcI63 ] — 3KCHO3ULMS TPU
+5 °C, 1 Henenst; 5 — a ABK npu HOp-
MaJbHBIX ycnomx{xx i ipu +5 °C,

244’8 - ' by aH

J 7 I agﬂbﬁ BHCIIHUMH
BO3lEHCTBUAMU. A ia B GOp €TOYHOIO OTBE-
Ta Ha BO3JICHCTBHE H | [ and, Amiri, 2010;
Baron et al., 2012). Orto IACTCS 1 p&:%&)TaTaMu aHam3a KC-
npeccun rena CSP5 B pac X Kal'[yCT 6otannbix ABK mpu
HOPMAJIbHBIX TEMIIEPATYPHBIX gomzm ocne;[yromen MHKyOaLuei
mpu +5 °C 24 4.

WzBecTHO, YTO TIpH XOHOZ[OBOM BO3/ICHICTBUU YPOBEHb JHJIOTCH-
Horo conepxkanns ABK yBenmmunBaercs B 3—4 pasa, a Ipu BBICYIIHBA-
Huu B 40-50 pa3 (Lang, Palva, 1992), npu stom Hakoruienue ABK npu
OXJIAKACHUN HOCUT TPAH3UTHBIM XapakTep, B TO BpeMs KaK MPH BBI-
CyITUBaHUK HaONIOaeTcs KyMyJsTHBHOE HaKOIUIeHWe (puTOoropmMoHa
(Tomashow, 1999). ConocTaBisis 3TH CBEIEHUS C HAITUMHU JaHHBIMU,
MOJKHO CZEJIaTh BBEIBOJ O TOM, YTO IPH BBICYITMBAHUN WHIYKITUS IKC-
npeccun CSP5 onocpenosana ABK.

IIpn omHoBpemeHHOM Bo3zzelcTBUM Ha pacteHust ABK u xornona
(+5 °C) unayxuus MPHK CSP5 He npeBbltiaeT 3Ha4eHAN, HAOMONAEMBIX
[IpH JPYTUX BapuaHTax ombita. OUueBUIHO, PETYIISIIUS YKCIIPECCUU TeHA
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BXIII CSP5, sBisttomiasicst 4acThIO aJanTallMOHHOTO Ipolecca Brassica
oleracea k BO3JCHCTBHIO HU3KHX TEMIIEPATYP, UMEET OOIIHE 3JTEMEHTHI.

B Hacrosiiiee Bpemst yCTaHOBJICHBI HECKOJIBKO PELIENITOPOB, CBSI3bI-
Batoimux ABK u ywactBytomux B ABK-curnamuure. K HuM otHOCcsATCS
JIOKaJIM30BaHHbIE B Tlactunax maraui xenarasa (ChlH), B miasmarmye-
ckoit membpane — G Oenku Tra GPCR (G—protein—coupled receptor)
(GTG) u oOHapyxuBaemble B nutoruiasme u sape PYR/PYL/RCAR
Oesnku (Pyrabactin Resistancel/Pyrabactin Resistancel—Like/Regulatory
Component of ABA Receptor) (Cutler et al., 2010; Raghavendra et al.,
2010; Hubbard et al., 2010; Santiago et al., 2011). B mepenaue ABK cur-
HaJla y4acTByIOT CePHH-TPEOHHHOBAA npOTeI/IH(bOC(baTasa PP2C u pote-
nuknHaza SnRK2. B OTcyTCTBI/IPI BK nporeuHdocdaraza PP2C nmeer
BBICOKYIO aKTHBHOCTE, OHA WHAKTH pre&npOTenHKnHasy SnRK2 nmytem
nedochoprmpoBaHus caQI/IHa—l 75 xynassy. B npucyrersun ABK peren-
top PYR/PYL/RCAR @;{35 :-- ¢ b i1 PP2C u nnakTHBHpY-
€T €€, TT0 BhISEIBACT K IMPOBAHHOW KKHa3bl SNRK2
W TIoCIIeytomee qroc it " Haébn TPaHCKPHIIIIHOH-
HbIX (hakTOpOB CemeieTBA b biBaroTes.c ABRE snemen-
Tamu B IPOMOTOPEX FeHOB; et al. 2@‘10) B akrusa-
un ABK-peryJH/Ipye 5

1, 2006) ABRE snemMeHTBI
_COR renax (Choi et al.,
FCITBH GT obo3Hauaemasi Kak
G-box, npucyTtcTByer BogHOrMX ABK I/I\P‘i‘pecc-perynnpyeMHx reHax.
B pa6ore Knight u mp. (200% [OKA3aHONITO nHaykiws COR-TeHOB TpH
obpabotke ABK nipoucxonut 35,£qu \%‘\HBaHI/II/I cunTe3a (hakropo CBF.
Kaxk uzBectHo, nmpomotopbl CBF-r€HoB conepxar MY C-y3Haroliyo mo-
cienoBarenbHOCTE CANNTG (Yamaguchi-Shinozaki, Shinozaki, 2006)
n G-box nocnenosarensHocTh CACGTG (Izawa et al. 1993), uro, BO3-
MOXHO, 1103B0J1sIeT ABK-aKTHBHUpPOBAaHHBIM TPAHCKPHITIIMOHHBIM (haKTO-
pam B3anMozeicTBOBaTh ¢ mpomMotopaMu CBF-TeHOB.
MHOTrOYHCICHHBIC JaHHBIC CBUICTEIBCTBYIOT O CHIDKEHUM II0-
BPEKAAIOLIETO JEHCTBUS Pa3TUUHBIX HEOIAronpHATHBIX (aKTOPOB cpe-
Ibl, BKJTFOYAsi M XOJIOIOBOM CTpecc, Ha pacTeHHs TOJ BIHSHUEM elle
OJIHOM TpyIbl GPUTOrOPMOHOB — OpaccunocTeponoB (Olinevich et al.,
2000; Morillon et al., 2001; ABannbaeB u ap., 2006; Kagale et al., 2007;
Bajguz, Hayat, 2009). D10 yka3bIBaeT Ha UX y4acTUE B Peaaantaiiu
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pacTeHuil K BO3MOXHBIM cTpeccoBbiM cutyauusim (Lllakuposa, bespy-
koBa, 1998; Illakupora, 2001). K Takum peakiusimM, HarrpuMep, MOKHO
OTHECTH MHAYKLHUIO HAKOIUICHHUSI OCMOIIPOTEKTaHTa IPOJIMHA B JINCTHAX
SYMCHS WX JICKTUHA B KOPHSX MPOPOCTKOB MIIEHHUIIBI, YYaCTBYIOIIETO
B Pa3BUTUH HECNENM()UUCSCKHUX 3aIUTHBIX peaKkyid mueHusl. Jomon-
HUTEJILHOW WJLTIOCTpanuedl antuctpeccoBoro 3ddekra anudpaccuHo-
JIMJIa MOTYT CIY)KUTh TaKXKe IaHHbIE 00 0CJIA0ICHUH TIO/I €T0 BIUSTHUEM
HEeONMaronpusITHOTO BO3/ICHCTBHS 3aCOJICHHS Ha POCT KOpHEH mpopocT-
koB mmrenunsl (Lakuposa, 2001). Ilokazana Takke CHOCOOHOCTH
24-smmbpaccunonuna (Ob) B xome mpenoOpabOTKH MOBHITIATE YCTOM-
YUBOCTH PACTEHUH KaITyCThI K HU3KHUM TIOJIOKHTEIILHBIM TEMIIEpaTypam
¥ WHAYIUPOBATH 3KCIIPECCHIO rei_ia'l };)'(HJ CSP5 xkamycter (I'mmanos
u ap., 2006). e Tl

Ha puc. 25 npuBezeHbl €paBHUTEIE
coBoit npenobpadorku 0.4m 35\1
Ha IPUPOCT OMOMACCHI M DI
HO Heo6pa60TaHH1?__1X-?pac

U3 nipecTaBieHHbIY
SIBHBIHA POCTCTUMYIAPYHOII)
BCETO oané'}ﬁi,l_jpenOTj; Aniaci BBI3
CTa pacTeHui. DTu JAHABIES:

BIC-AHHBIC O BIMSHUN 24-ya-
B POPOCTKOB KaITyCThI
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HelictBute gg)ia aK B,

OKCIIPECCHU I'€Ha

l\%f}}_na YPOBEHB SKCIIPECCHU
CTBL

.(’%% OT KOHTPOJIS)
A

a. MOXHO 0XKHIaTh,
Boro’ geiicteus Ob
ipeccuio rera BXIII

<

W)
: JIMYMBAET YPOBEHb
OCTKA) CT OYTH BJIBOC YK€ uepes
30 MUH 3KCITO3HIINH, COTIOCH aBﬁMo c CTBHEM XoJjioga. B xoje
ombiTa 006paboTka Ob, A e, KaK ¥ THR@TEPMHUS, BBI3BIBAET JajIbHEl-
1ree Bo3pacTaHue TPAaHCKPUIIMOHHOW @KTHBHOCTH JaHHOTO TeHa, TaK
9TO Yepe3 6 4 OHa YBEJIMYUB é'cs_n&m BTpOE.

[lonmy4eHnHble pe3ynbTaThl CBUACTENBCTBYIOT O BBICOKOH UyBCTBH-
tenbHOCcTH reHa CSP5 k o6pabotke Db 1 BO3MOXXKHOM BOBJICUEHHH TIPO-
JIyKTa 9TOTO TeHa B CIIEKTP aHTHCTPECCOBOTO JieiicTBust Db Ha pacTeHus
KarycTel. MHAyIMpys CyIIECTBEHHOE IOBBILIEHHE SKCIPECCUU T'EHA
CSP5 1 cOOTBETCTBEHHO YCHIIMBAsI CHHTE3 caMoro Oeika, Db, Buaumo,
CHoCcOOCTBYET YCKOPEHHIO ITpoliecca aJlanTalii PACTCHUH K XOJI0/I0BO-
MY CTpeccy.

Ha bull-1 MyTaHTHBIX pacTeHHUSIX apabuOICHca, XapaKTepU3yro-
IIUXCS KapIIUKOBBIM POCTOM, TMOKA3aHO, YTO aHoMallbHas Mopdoro-
THsS PACTCHUI CBfA3aHA C OTCYTCTBUEM HOPMATBHOW OPHEHTHPOBAH-
HOW CTPYKTYpBI MHKpPOTPYyOOueK, a o0paboTka OpaccHHOCTEpOUIaMu
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(12 cyT) npuBOANT K peopraHu3alid MUKPOTPYOOUEK M BOCCTAHOBIIC-
HUIO pocTa Takux pactenuil (Catterou et al., 2001). Ilpu sTom B 00pa-
00TaHHBIX OPacCCHHOJIMIOM MYTAHTHBIX KJIETKaX MUKPOTPYOOUKH OBbLIH
OpPHEHTHPOBAHbI TMEPIEHIUKYISPHO K MPOJOIBLHOH OCH KIETOK, Kak
U B KIETKaxX JAUKOro THma. VIMMyHOIIUTOXHMHYECKHE HCCICAOBAHUS
Pa3HbBIX 30H KOPHEH MPOPOCTKOB MSTKOW MIIEHUIBI BBISBUIIN, YTO JIO-
CTaTOYHO JITMTENIbHAS aJlaNTalis PACTeHUH K HHU3KHM TeMIIepaTypam
(3 °C, 7 cyT) Takxke COMPOBOXKIACTCS pEeOpraHU3aIlUCii IMUTOCKENETa,
COCTOSIIEH B YBEITMUCHUH CTATyCa TIOJIMMEPH3ALUI MUKPO(DHUIAMEHTOB,
B CMEHE COCTaBa TyOyJIMHOBBIX CTPYKTYP Ha MEHee CTaOMITbHBIC (XO0XII0-
Ba, Onunesny, 2003). Panee ObL10 OKA3aHO, YTO YBEIUUCHHUE CTAOMIIb-
HOCTH TYOYJIMHOBBIX CTPYKTYD m?_if(;c'lgenem CBSI3aHO C HM3MCHEHHEM
OpHEHTALINH MUKPOTPYOOUEK O TIOII¢ pq_.qug?( K npoonsHOH (Shibaoka,
Nagai, 1994). ITostoMy MOXHO NPEIIOLOKHFD, HATNIHE CBSI3H MEXKILY
BIIMSTHHEM OpacCHHOCTE @moB{‘:\"“ oLeCeh! Ifﬁa raHU3allu [UTOCKE-
JeTa U UX aHTHCTPECCOBEIM R&}c BIPAzcaiOMIEMCs B BOCCTAHOB-
JICHUH TIPUpOCTa 61/10301%(: ¢ O/ PACTCHHIA.

Takum 06pa3om, S iBacT ‘3aiMTHOE JIcii-
CTBHE Ha POPOCTKH Kary TB1 onhmgyca B ObI-
CTpOM BOCCTI‘Zﬁ-'I;Q_BJIeHI/II/I jolelegte) [OBHSIX XOMI0OBOTO
cTpecca. Bakibl \ PECCOBOTO JIEHCTBHS

"

iasmpkenpecens rena CSPS

3 L

BXII kamycTsbl. i g Gl G

Kak npoucxomgur “‘@'Iécnpéieé‘mzrlqil“gHOB npu  JIeicTBAN
OpacCHMHOCTEPOMIOB, BbIsi IS TS QTHOCHTETEHO HEBOMBIITO0-
TO KOJTMYECTBa TeHOB. VcTIonb3ysi MyTaHTBEAPAOHIOTICHCA, HETYBCTBH-
TeJbHBIE K JEHCTBHIO 6paccnn6fu‘ep0@( B, OBUT YCTaHOBIIEH peIlerl-
TOp, CBs3BIBAIOMMIA OpaccmHOCTepornel — BRII, koTopbrit okazancs
pernenTop-nogo0HON KWHA30M, COonlepKaled JIeHnHOOTaTbie MOBTOPHI
(LRR-RLK). Penrenirop BRI1 nokanu3oBaH B mia3MaTHYeCcKol MeMOpa-
HE, HENOCPEICTBEHHO C JIAHHBIM PEIENTOPOM acCOIMHPOBaHa KHHA3a
BAKI1 (BRI associated receptor kinasel), Taxxe HeoOXoauMasi Jis pe-
uenuuu OpacCHHOCTEPOMIOB M SIBISIOLIAsCS KopenenTopoMm. Herartus-
HBIM PETYJIATOPOM CHTHAJIMHIa OpacHHOCTEPOUJIOB SIBISICTCS KHHA3a
BIN2, nojaoxuTebHBIME PEryJIsTOpaMy — TPAHCKPHUITIIUOHHBIE (DAKTOPBI
BZR1 (brassinazole resistant 1) u BES1 (bril-EMS—suppressor 1), cy0-
crparsl kuHaszel BIN2. B orcyTcrBun 6pacunocreponjoB BIN2 Bei3biBaeT
bochopurpoBanue TpaHCKpUIIMOHHBIX (hakTopoB BZR1 u BESI, uto

%
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MPUBOAMT K UX Jierpajiallii B mporeocomax. [Ipu cBs3piBanum 6paccuHo-
CTEPOUJIOB C PELIENTOPOM Ha KJIIETOUHON OBEPXHOCTH MTPOUCXOIUT JUMeE-
puzanusa BRIT n BAK1, BRI1-kuna3a aktuBupyercs B Ipoliecce TpaHc-
¢dochopunmpoBanus ¢ nomorsio BAK1-kopeuenrtopa u nuccouuanuu
uaruouropa BKI1 (BRI1 Kinase Inhibitorl), koTopslii B accouuanuu ¢
BRII nonnepxuBaet perenTop B HEaKTHBHOM COCTOSTHHH, B IajIbHEHIIIEM
npoucxomut (dochopunuposanne BSK, akruBammst ¢ocdarazer BSUI
(bril SUPPRESSORU1), nnakruBanmst BIN2 BSU1-karann3upyembimM Jie-
(dochopurpoBaHreM, BCICACTBUE Yero cojepykanue ¢akropos BZR1
n BES1 B snpe yBenmuuBaercs. BZR1 B3anmMozeiicTByeT ¢ mocienoBa-
tempHOCTRIO CGTG(T/C)G, HaSBIBaeMOI/I BR response element (BRRE),
B IIPOMOTOpAx 3HAYUTEIILHOTO KOJ'II/I‘I%CTBa TE€HOB, MTOABIIAS UX KCIIPEC-
cuio. BESI coBmectHO ¢ Geqikom ]BIMI <§~BESI—1nterac‘[1ng Myc-like 1)

aKTHBHPYET SKCTIPECCHIOYPETYIMPYEMbIX-56pacCHHOCTEPOMIAMH TEHOB
(Mussig et al., 2006; W@ag e{ii:ﬁ 0t ‘m%%ng, 2010).

B 06pa6OTaHQ ) poCTKax apa6m[0ncnca
H parica, HOMemeﬁHL ; :
Ka3aHO IMOBBIIIEHNE"
HOB rd294, BN115; CO.
HUSIMH (Kégale et al,
TIOBBILIEHUE Y POBHS
TAaHHBIX STHOPACCHHOMM;
HBIMH PAaCTCHUSMHU,. 3 ;

VYuacrue KOMHOI-{QH a. MHP&l«Gp&}@‘@IHOCTepOHJIOB B MOJIYJIsI-
IIAY DKCIIPECCUH TCHOB OBIIO Hoxa3at§@\ral<)1<e B OpacCHHOCTEPOUI-
HEYyBCTBUTENBHBIX MYyTaHTax apaOpfloficuca ¢ HapyIICHHBIM CHT-
HAJIMHTOM OpacCHHOCTEPOX, brdl W TpaHCTEHHBIX PACTCHHUSIX
co cepxakcnpeccueit BRIL (Kim®et al., 2010). B sTux pactenusx Oa-
3anpHas skcrpeccust renoB CBF okazanachk HeCKobKo 0ojee BBICOKOM
10 CPaBHEHHUIO C JUKHUM THIOM. OmHako bril pacTeHHs MOKa3bIBAIN
OOJIBIITYI0 YCTOMYHUBOCTH K X0JIOAY 110 cpaBHeHUO ¢ BRI1 TpancreHHbI-
MU pacTeHUsIMU. DTO SBHJIOCH CIEICTBHEM Toro, uto B BRI1 Tpancren-
HBIX pacTeHHsIX Oblla cHMKeHa sHporenHas skerpeccust ICEL, a B bril
pacTeHusix Obuta cHuMkeHa dkcrpeccus reHoB HOSL, komupyroriein
RING-finger youkButunnurasy E3, npuBoAsIIyIo K IpOTECOIUTHYECKON
nerpanamuu ICE1.

Takum 00pa3oM, TPOBE/ICHHBIC HWCCIIEIOBAHHS IOKA3bIBAIOT, YTO
OpaccHHOCTEPOU/IbI TIOBBIIAIOT YCTOMYMBOCT PACTEHHUH K LIEIOMY PSTy

e
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CTPECCOBBIX BO3JICHCTBUI, TaKMX KaK BBICOKas TeMIleparypa, XOJOJ,
3acyxa, 3acOoJIeHUe, MOBbIIIAs IKCIPECCUI0 paaa reHoB — HSP, RD294,
ERD10 (Kagale et al., 2007). MexaHu3Mbl KOHTPOJISI CTPECCOBBIX OTBE-
TOB PaCTCHUH, a TaKKe PETYIIMPOBAHUS SKCIIPECCUN T€HOB CTPECCOBOTO
OTBETa BO MHOTOM Hen3BecTHbI. OJIMH M3 MEXaHU3MOB Y4acTHs Opaccu-
HOCTEPOHJIOB B Pa3BUTUHM YCTOMYMBOCTH K OKCHJIATHBHOMY U TEILJIOBO-
My CTPECCY, BO3MOXHO, CBA3aH ¢ yBenndenueM Hakorienus H,O, noxn
JieficTBueM OpaccrHOCTepon OB B pesynbrare aktuBarmi NADPH okcn-
IIa3bl, KOTOpasi, B CBOIO OYepenb, BOBIICUCHA B akThBannio MAPkuHa3,
YYacTBYIOIINX B TPAHCAYKIIIH CUTHAJIOB ITPH HEOIArONPHUATHBIX BO3IEH-
CTBUSIX OKPY’KaIOIIeH Cpebl U 06CC1'IC‘II/IBaIOH.II/IX YBEITMYEHHYIO CTpecc-
ycroiunsocth (Hao et al., 2013).5 OTaK-KaK pa3nuyHble (PUTOrOPMOHBI
MOTYT PEryJupoBaTh CXO,I[HBIG(:I)HSPI norngecxne MIPOIIECCHI U MEWKIY
HUMH CYIIECTBYIOT nepecexa@)mnecg 3T POBHE OMOCHHTE3a TOP-
MOHOB, CUTHAJIbHOM Tpaﬁ@mu ¢ tér HOB, TO U OpaccHHO-
CTEpPOU/IbI, CKOPEE BCEIO; ' Igf:.OTBeTH pacTeHwid,
B3aUMOJEICTBYs ¢ ;[pi”/r a3 _ycToiuMBOCTH
apabuIoTCHca K MOBbIH |
HOJTUIOM C I/ICHOJIBSOB&HKCM‘p

c zleﬂpHuMTOM. U, C TIOBBI -eHH 1
a0

BOCTb K BBICOKO TeMﬁepa
PACTEHUSAMHU TUKOTO THH&\ 14, _010} ﬁp{{\’a'rOM HOJIOKUTEIbHBIN
ad ekt dmmdbpaccuHOIIAA AHTHBIC Bl C ACPHUIMTOM SHIO-
reaHoil ABK ObIT 3HAUNTENIEHG-BBIIIE, e Ha pACTCHHUS ITUKOTO THIIA.
D70 yKa3bIBaeT Ha TO, YTO MOBBHWEHNE YCTONUMBOCTH K CTPECCy O[]
BIIMSIHUEM OpacCHHOCTEpOW/ia MHTETPHPOBAHO C CUTHAJIBHBIMHU ITyTSIMU
Ipyrux (GUTOropMoHOB. BpaccrHOCTEpONIBI, B3aUMOICHCTBYS C APYTH-
MU (PUTOTOPMOHAMH, BOBJICKAIOTCSL B PETYIISILIMIO POCTOBBIX MPOILIECCOB,
W, IO BCEH BUIMMOCTH, CYIIECTBEHHOE 3HAYCHUE B MPOSIBICHUH pETY-
JSITOPHOM (PYHKUMH MMEET MX BIMSHHE HA SHJOT€HHBI TOPMOHATIbHBIN
craryc pacrenus (Laxuposa, 2001; Haubrick, Assmann, 2006).
N3BecTHO, YTO XOJIOJOBOU CTPECC CONPOBOXKIAETCS MOBBIILIEHUEM
comepkanusi B kierkax pacteHuii ABK. B cBoro ouepens, oopabort-
Ka pacTeHuil Sk30reHHON ADBK BEBI3BIBACT CTHUMYISIMIO JKCIPECCHH
rena CSP5 kamyctbl (cM. puc. 24). OqHako BiusiHHEe OpaHCCHHOCTE-
pouoB Ha dkcnpeccuto reHa CSP5 kammycThl He OMmocpeoBaHo dyepe3
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MOBBIILICHHUE 3HAOreHHOro ypoBHs ABK, 0 ueM cBHIeTENbCTBYIOT HAILIU
pesynbratsl (puc. 27). [Ipexobpabotka Db BI3BIBACT HEKOTOPOE yBE-
nuuenue ypoBHsi ABK Ha mpoTsbkeHMM BCEro OIbITa 1O CPaBHEHUIO
¢ coaepxanneM ABK B KOHTpONBHBIX PACTEHHUSX, BBIPAIMBAEMBIX
mpu 20 °C, uro ObUTO 3HAYUTENHHO HUXE conepxkanus ABK B pacrte-
HUSX, BbIpamuBaeMbix pu 5 °C 6e3 00paboTKH 3MHUOPACCHHOIHIOM
(puc. 27). Ilockonbky mox BiusHuEM Db MPOMCXOAMIO MHOTOKpaTHOE
noBeIeHre dKcnpeccud reHa CSP5, MOKHO TOBOPHUTH O HE3aBHCUMOK
ot ABK perymsiiuu s1uOpaccuHONNIOM €ro SKCIPECCHU.

B pacrenusix, mpeaBapuTesibHO 00pabOTaHHBIX AMHOPACCHHOIU-
oM, B miepBbie 30 MUHYT X0JIOJIOBOTO CTpecca HaOIroHaeTCs ompee-
JICHHO€ TIOBBIIIICHUE co,uep;rcaH’_'l/f %;BK, 3areM ypoBeHb ABK mamaer
U B JaJIbHEHIIEM JEPIKUTCH Ha yPOBHE LONEPIKAHIS ABK B KOHTpPOJIb-
HEIX PACTCHHSIX. DTO TAKie, OYCBUIHQ, YKF3BIBACT HA CHIKCHHE CTPEC-

COBOTO BO3JEHCTBUS HUZKU 'thq B(E 0%

6paCCI/IHOCT€p0H,Z[§ "
B 10 %€ Bpemsiec

IIpH BO3ICHCTBUN Ha')
CoIep KaHus SHIOL /
3(1)(1)6KT0}§>@__1'vi et al ;.20

Guoncrca GBio OGHAPS

BBI3BIBACT YBEIHUCHHE
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Puc. 27. lunamuxa xonnentpauuu ABK B npeno6paborannbix B TeueHue 24 4
24-5nMOpacCHHOINIOM U He0OpaOOTaHHBIX IPOPOCTKAX KAIyCThI B XO/I€
HU3KOTEMIIEpaTypHOTO BO3/ICHCTBHS
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IUIOBOTO [IOKA, YeM B PACTCHHSX JUKOTO TUIIA, TO €CTh SHIOTCHHBIN yPO-
BeHb ABK nHrnOmupoBan aericteue OpaccuHoctepouioB. Takoit s et
MOXHO OBUIO ObI OOBSCHUTH HEIABHO OOHAPYKEHHOH CIIOCOOHOCTBIO
ABK uHruOmpoBarh CUTHAJIMHT OpacCHHOCTEPOUIOB uepe3 Qochopu-
JTMpOBaHKeE TpaHcKpumnimonHoro ¢gakropa BES1 (Zhang et al., 2009).

Taxkum o0pazom, ABK MoXeT ciry>kuTh 00IIMM MEIHaTOPOM pac-
TEHHWH HA CTPECCOBBIC BO3ACUCTBHS, OKa3bIBasl BIMSIHUE Ha U3MEHEHUE
B MX KJIETKaX SKCIPECCHH T€HOB Pa3HOOOPA3HBIX HMIOKOBBIX W HEKOTO-
PBIX TMPUCYIIMX HOpME OEJIKOB, 3aJeiCTBOBAHHBIX B 3allIUTE IEJIOCT-
HOCTH KJICTOYHBIX CTPYKTYp OT MOBPEXKICHHH, BBI3BIBAEMBIX THMH
(akTopamu. =

KoopmHHpOBaHHAS perynﬂupi_il"c')e."Ta ¥l Pa3sBUTHS pacTeHHil B OT-
BET Ha BO3JCHCTBHS OKPYKAQIICH _ﬁcp_ez[%\Tp%yeT B3aUMOJEHCTBUSA
MEXK/ly TOPMOHAJIbHBIMU OTERTAMKU M OOMEHHBIMH Iy TSAMH, HHULIUHPO-
BaHHBIMU BHEIIHUMH BO3{I&HC M CTCHHUI Ha CTPECCHI
XapaKTepU3yeTCs CeTBiOMHTE MTHABHBIX MyTeH, 0e-
CTIeYMBAEMBIX POIYKIHEH :

CurHansl 06 ocM
3acyxoii, nepeaaroTcs Al
X0JI10], BITHACT 4 SKCIIPE

o)

M 38C0TICHHEM HITH
BUCHMBIM [Ty TSIMH,
30M, qepes ABK-
inozaki, 2006). Tak xak
3bIBAET BBICYLIIMBAHUE
KPBITHE B DKCIpec-

KICTOK M HapylICHHE_OCM
CHOHHBIX 00pa3nax CTp‘é\é’C BE )B 11 WCTBUU XOJI0Ja, 3a-
CyXH, 3aCOJICHHS U ABK.’@ ZONarag CylecTBoBanne obmmx
3JIEMEHTOB B CUTHAJIMHTE pasﬁ%mﬂx cTp BBIX Bo3nelicTBuil 1 ABK
IUIST TIOANEP KaHMs KIIETOUHOTO @Meo@t 3a (Leung, Giraudat, 1998;
Tomashow, 1999; Yamaguchi-ShinoZaki, Shinozaki, 2006). [Tostomy
BBISICHEHHE PaHHUX COOBITHH B CHTHANBHOHN TpaHcmykiun ABK sBis-
eTCs OJHMM M3 BaXKHBIX 3a/1a4 (PM3HOJIOTHH PACTCHUH.

)
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I'maBa 4. CTATYC METUWJINPOBAHUSA JTHK
PACTEHUHM U YCTOMYUBOCTH
K CTPECCOBBIM ®AKTOPAM CPE/IbI

Buemnue Bo3nelCTBUS Ha pacTeHMs] BOCIIPUHUMAIOTCA U Iepe-
JIAroTCsl OONBIUM KOJMUYECTBOM ITyTEH TPaHCAYKIUH CUTHAJIOB, KOTO-
pBIE Yepe3 aKTUBAIHIO CTIEIHU(UISCKUX TPAHCKPUTIITHOHHBIX (PAaKTOPOB
BEJlYT K JKCIPECCUH TEHOB dPHEKIOPHBIX OENKOB, 00ECTEUMBAIOIINX
aTanTalyio K M3MEHEHUSM ORpyzKaronieil cpempl. [losromy reHerH-
yeckas MHpopMmanus, 3akofiuposanHasp nocienosarensroctu JIHK,
JIOJKHA CETIEKTHBHO QCKpI/IGI/Ipo : Lcﬁ pa3HbIe CTaUU Pa3BUTHUS
pacTeHus U TIPH BO léT ; pos OKpY’KaroIeH cpe-
ael. Ha 3Kcnpeccg@£ QUUTEHBHOE BIMSAHUE OKa3hl-
BaeT CTPYKTYpa. Xpom APOIIECCOB TaK HAa3bIBAEMOI
SIUTCHETHYCCKON q , (;'I‘uﬁ)nkaunﬁ T'UCTO-
HOB U MGTI{IHI/IpOBaHPfH JIH HalipuMep, sxcripeceus "1'%1;1013 MOAABIIS-

Ba (poMATIIHE W AKTHBIPYETCS B Me-

OMA ,(Zhang,»Zhu; 2011; Saze et al.,

NpE-XPOMATHHAN oryT ObITH O6yCJ]OBJIeHI)I
BKJIIOYEHUEM HeOGBIHHLI TOHOBI)iX\f\)'BHKQ'B)\(BapI/IaHTOB THUCTOHOB)
" KOBAJICHTHBIMU Moxfﬁ TMTA. B FI/ICTO@*BLIX 6eHKaX a TaKXe 10-
OaBlIeHNEM METHIHEHO MBI HElo CTBEHHO K ITUTO3WHOBOMY
OCHOBaHHIO B Marpure /| (mermimposarne JTHK) (Dmmac u ap.,
2010). Takum oOpazom, Xpom H MOKHO paccMaTpuBaTh KaK JHHAMK-
YEeCKUH TIOMMEp, KOTOPBI MOYKET YCHIINBATh CUTHAIIBI, TIOCTYTIAIOIIINE
13 BHEIIHEW CpeIbl, ONPEeIelisis B KOHEUHOM CUeTe KaKHe T'eHBI JIOJIKHBI
AKCIPECCHUPOBATHCS, KAKHE HET.

Metunuposanne JIHK mnpucyrctByer y Bcex 3yKapHOT, KpoMme
JPOXKKEH. Y MIIGKOITUTAIONINX Ta MOAU(DUKAIINS TPOUCXOINT B TUHY-
kineoruaax CG, y pacTeHHI H3BECTHBI TAKXKE JIPYTHE MATTSPHBI METHIIH-
poBanust — cummerpuunbie CNG u acummerpuunbie CNN (Chen et al.,
2010; Zemach et al., 2010; Ipsiuerko u np., 2010). Pactipenenenue me-
TUIMPOBAHUS 110 TEHOMY ITOKa3bIBACT €ro MOBBIIICHHOE CONEpKaHUE
B HEKOJMPYIOIIUX pallOHAX M B TPAHCIIO30HAX, HO HE B aKTUBHBIX T€HAX
(Bird, 2002). loka3zano, uro metuiupoBanue JJHK miaBHbIM 00pa3zom,
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CIIY’KUT 3alIUTHBIM MEXaHU3MOM M MOAABIISICT 3HAYUTEIIbHYIO YacTh I'e-
HOMa YYKE€pOIHOTO MPOUCXOKACHUS. YTpara ClloCOOHOCTH TOAICPKU-
BaTb METHJIMPOBAHHE MOXET NPUBOAUTH K Pa3IMUHBIM 3a00JICBaHUSAM
1 BHOCHUTH BKJIaJl B Mporpeccuto paka (Dmuc u ap., 2010).

PacTenust uMeIoT cyniecTBeHHO 0o0Jiee CIOKHYIO CHCTEMY METHIIHU-
POBaHHSI TEHOMOB T10 CPaBHEHHIO C METHIMPOBAHUEM Y KHBOTHBIX, OHU
obnanator GonpmmM apceHanoM JJHK-meruntpancgepas (6onee 12),
4TO, BEPOSITHO, OOECIIeunBaeT UM OoJiee HaJIeKHYIO crcTeMy Moaudu-
Kaly reHoma, ueM y kuBoTHBIX (Furner, Matzke, 2011). V pactenuit
UMeeTcs TpPU KoHcepBaTHBHBIX cemeiictBa JIHK-metmnrpancdepas
(Bamtomms, 2009). CemeiicTBO METl — romozoru xuBoTHbIX JIHK-
MeTHaTpancdepas tuma Dnmtl. EOJ'IBHJI/IHCTBO W3 HUX TOJJIepKHBaA-
0T MeTwinpoBanue B CG napax n 15 pelgmfcaum/l JHK. Tenbl aTux
MeTuaTpanchepas 3Kcnpece®pyfoTc;1 BQ Boe.;t opraHax a caMH T'CHBI
MPAaKTUYECKU HE MeTHnH@aH \QT aHa (epMEeHTOB MJIEKO-
MUTAIOLIUX PACTUTEI T ‘ -,_ QQTINMAIOTCS OTCYT-
ctBueM Cys- 6oraTor'6‘ :

HE U HpI/IcyTCTBI/IeM B

XpOMOMeTI/IIIaSLI (CMT' .
Yy pacTeHui (Ba};uompm .,

kak B de novo Memnpi'ppBa WH, TaK 1 o,uhepnc "-%t;?OH_IeM. VX uCTHH-
Hast QYHKIHMSA €lle He ;[i Ha, Omfal 5 : €CTHO, 4TO MYTaHT-
HBIC 10 ATHUM I'€HaM PacT KTHUBAI[UCH HEKOTOPBIX
MOJIYAIIMX TpaHcno30HOB. Metunrpanchepdsst DRM — TpeTbe cemeii-
CTBO MeTHWJIa3 pacTeHmid. OHK oGiuﬂmo fpaccMarpuBaroTcst kKak de novo
MeTHATpaHchepasbl, KaTamu3upyromtic METHWINPOBAHNE IMTO3UHOBBIX
OCTaTKOB BO BCEX KOHTEKCTax, W ydacTByloT B PHK-mampasisiemom
metmmpoBanuu (Lukens et al., 2007). DRM metuntpancdepasbl sB-
JISIFOTCSL TJIABHBIM (DEPMEHTOM, OCYMIECTBISIOIIUM METUIHMPOBAHUE
nuTo3nHa de novo, T.e. B OTCYTCTBHM METHIMPOBAHHOTO OCTarka Ha
komriementapuoi nenu JIHK. Takke 3tn Metnnassl Mmoguduuupyor
OCTaTKH IIUTO3MHA B HECUMMETPHUYHBIX CalTaX, KOIJa Ha KOMILJICMEH-
tapHoi HuTH JIHK BoOOIIEe HET 1IMTO3MHOBBIX OcTaTkoB. OHM BOBIIC-
yenpl B PHK-HanpaBieHHOE METHIMPOBAaHHE M MHAKTUBAIIUIO T'CHOB
(Bantorms, 2009). Takke ObLJIO YCTAHOBIICHO, YTO Y PACTEHUN UMEIOT-
csl S-aJICHO3MIMETUOHMH3aBUCHMBIC DHJIOHYKJICa3bl, UyBCTBUTEIHHBIC
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K crarycy metunupoBanus JIHK, cxonHble ¢ TUITMYHBIME OaKTepUaIb-
HBIMHU PECTPUKLUOHHBIME dHAOHYKIea3aMu (Bantommn, 2009). Kpome
TOTO, Y PaCTCHUH MMEIOTCS IIACTUIBI (XJIOPOIUIACTHI, XPOMOILIACTHI,
AMUWJIOTIIACTBI, JICHKOIUIACTBI) ¢ MX COOCTBEHHOW YHHUKaJIbHOW CHCTE-
moii momudurauun JJHK, kotopas koHTponupyer QyHKIMOHUPOBaHUE
u quddepenmanuo camux rwiactua. Merunuposanue [JHK B mMuto-
XOHJIPUSIX PACTCHUM MPOXOAMT MHaue, 4eM B syipax (Vanyushin, 2006).
AHamm3 METUIIMPOBAHUSI TeHOMa apaOuIoIcuca CBUICTENILCTBYET, YTO
MetunupoBano 24% CG aqunykneotunos, 6.7% CNG u 1.7% CNN Tpu-
aykieotunoB (Cokus et al., 2008). MccnemoBanus Ha pacTEHUSX prca
(Zemach et al., 2010) TOKa3aJId, 410 CG meTunupoBaHHe XapaKkTepHO
TUTSI KOMUPYIOIIAX PETHOHOB pa(_’!fe}fpgﬁ, a He-CG metumupoBanue (CNG
1 CNN) npucyTCTBYET B OCEHOBHOM B. MQ?J/IJ‘IBHLIX anemMeHTax. MeTuiu-
poBanue B 5'-ydacTke refa (BKJII0Yag MPEMOTOP M HacCTh TPAHCKPHOH-
pyemoro peruvona) u 3-yda T‘]«Q (B a5 “TPaHCKPUONPYEMYIO YacThb,
a rtakke 3'-ran ICIIBHQCTb) MOXET IIPHBO-
JIATh K HHrH6upo§aH ing, 'If-ﬁé@ikoff, 2007; Tariq,
Paszkowski, 2004;,Zilbetm 0 BpeMs KaK METHIIH-
poBaHue H.]l)OMOTO'bHEI:X.__ﬁe&_ ‘ ;:Hdi\/ry COKPAIICHHIO
YpOBHS T'p'éty_cxpnnun ,, MG TeHaX UMEEeT «Iapa-
GONMYECKYIOY CBS3b C TPaH AEMEHEC BEIDA)KCHHBIC TCHB,
BEPOSATHEE BCErD, MeTHIIMPE [, @ CHYBHO, SKCTIPECCHPYONTHCS — Jie-
METHIIMPOBAHBI (Gﬁt}iyo RAWI AN

W3meHeHus CTaTﬁé' METHIT b_liag‘n;}‘ Il I KAaIOT B XOJ€ BCEU KU3-
HU PaCTEHWs, HAYMHas ACTaHus cq!J&“H ¥ 3aKaHYMBAasi CMEPTHIO,
3arporpaMMHUPOBAaHHON HITH-BBI3BaHH 3MTUYHBIME areHTaMu 1 (ax-
TOpaM# OMOTHYCCKON U a6nd~§yrqec MIPUPOABI. Y pacTeHUH a3ajanu
ypoBenb MetuiaupoBanus JIHK u% BereraruBHbix mouek Obin Ha 10%
MmensIre, ueM y JJHK u3 niBeTroBBIX mouek (Meijon et al., 2009), a THK
03UMOH TMIeHUIBI Oonee MeTmimpoBana, yem JIHK spoBoii mmeHwibt
(Sherman, Talbert, 2002). Merunuposanue JJHK konTponmupyer poct
u pa3Butue pacteHus. C Ipyroll CTOPOHBI, 3THU MPOLECCHl PEryaupy-
I0TCs crienu(UIeCKUMU (PUTOTOPMOHAMU U U3MEHEHHE CTAaTyCca METH-
nuposanust [JHK — 3T0 onHa U3 BO3MOXHOCTEH rOPMOHAIBHON aKTHB-
HOCTH B PACTCHHSIX.

PHK-nanpasnenHoe metmmposanne JJHK (RADM) cesa3ano mias-
HbiM 00pa3oM ¢ CNG M HECMMMETPHUYHBIM METHJIUpPOBaHHEM (pej-
KHM Y KMBOTHBIX) KOJUPYIOIIUX M HPOMOTOPHBIX PETHOHOB MOJIYa-
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mmx reHoB (Wassenegger et al, 1994; Jones, 1999; Mette et al., 2000;
Wassenegger, 2000; Chan et al., 2004). PHK-nanpasnennoe metuiaunpo-
Banue JJHK 1uTO3MHOBBIX OCTATKOB MPOUCXOIUT CIIEHUPHYHO B yyacT-
kax JIHK, xommuemenTtapueix Hampasiswomeii PHK, uto mpusoxut
k obOpazoanuto PHK-JIHK nyruiekca, KOTOpBIiA, B CBOKO O04Yepeiib, MO-
KET BBICTYIaTh B KAY€CTBE CHIILHOTO U BEChbMa CIIEIIM(PUIHOTO CHTHATIa
st de novo Merunmuposanus JTHK. B aTux ydacTkax MOXHO oOHapy-
YKUTh METHJIMPOBAHUE OCTATKOB IIUTO3MHA BO BCEX BO3MOKHBIX CHUMMe-
TPUYHBIX 1 HECUMMETPHUYHBIX caiiTax Ha obenx nemnsx JJHK. Yposens
METHIIMPOBAHUSI ITOCTEIICHHO CHU)KAETCSI 10 Mepe yHaJeHUsl OT Tpel-
nonaraemoro PHK-JIHK nyruexkca (.Mette et al., 2000; Wassenegger,
2000). I'er-crrenuduanabie HpeZ[I_HGCTBGHHI/IKI/I dsRNA CITyXaT CHTHa-
JIOM JUTSl MCTHITMPOBAHNS AL, YOM | am,IgSPHK (smRNA) (Mallory et
al., 2001; Melquist, Bender;22003), V p CTei?m Tabaka, Topoxa M apa-
6I/I,Z[01'ICI/ICB. ObUT yCTaHOBIGH HIEHG cpenctBoM dsRNA-
BBI3BIBAEMOTO M@THH@&au&‘H TIp a’{; bl MEeTHIITpaHCche-
pas DRM u CMT3 yfxac BY QT BL KT , oz[}@p_gxaﬁnn RdDM.
Hu drm, mu cmt3y My (ofepan

HosenHoro PHK- HanpeH (
MyTaHTBI HOKasanH HPAKTHaeEKM

TS Hoa;[epn(aHnsI MeTpf'a:m OBAHUS
MeTHITpancdepasbl Haxo, g HIDKE 51R \B peryn;[TopHon e,
TaK KaK TPOWHBIE MyTaHTBHI 1drm2dyHr3"0TIMdaroTCs TOTHBIM OT-
cyrctBueM He-CG MeTHanOBaHﬁx 1 TOBBIIIEHHBIM yYpoBHEM SIRNA.
AxtuBHOCTh DRM HeoOxoauMa Jitst MepBOHAYATIBHOTO yYCTAHOBICHUS
RdDM Bo Bcex caiirax, Bkimodas CG, CNG u CNN (Cao et al., 2003).
[Iporpecc B uzyuenuu HampasieHHoro PHK-metunupoBanus no-
CTUTHYT IIpu n3yueHuu Metunuponanus JJHK y pactenuil, Tak kak uMeH-
HO pacTeHus 00J1aAaoT BepakeHHbIM MeTHarpoBanueM B CNG u CNN
MOCJIEI0BATENBHOCTSAX, KOTOphIe BoBleueHbl B PHK-nanpasnsemoe me-
tunuposanue JJHK (Bantommn, 2009). B 2004 roxy 6611 onrcan 6e10K,
BoBiieueHHbIN B PHK-HanpaBnsiemble snureHeTnaeckue MoauQuKanu
renoma — DRD1 (Kanno et al., 2004), oTHOCSAIMIMICS K TOACEMEHCTBY
pactutenbHbix SWI2/SNF2-mono6ubix OenkoB. B drdl wmyrantax
PHK-unnymmpyemoe uHe-CG MeTWIMpPOBaHHE B IENIEBBIX MPOMOTOPAX
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MPAKTUYECKHN MCYE3JI0 B PE3yJbTaTe PEaKTHBALIMHU, B TO BPeMs KaK Me-
Tunuposanue nenrpomepHoi 1 p/IHK ocraBanock HensmeHHbIM. TakuMm
obpaszom, B ominune oT Takux SNF2-momoOHbIx OenkoB, kak DDM1/
Lsh1l u ATRX, xoTOpbIe perynupyoT YpOBEeHb METHIMPOBAHHS TTOBTO-
psironuxcs nocienoparenbHoctell, DRD1 He siBisieTcst io0anbHBIM pe-
TYISTOpOM MeTuiupoBaHus nutosnHa (Kanno et al., 2004). defictBue
RdADM cBsizaHO ¢ MHAKTHBAIMEH TPAHCTEHOB U YCTOWYHBOCTH K BHPY-
cam. [Ipssmoe B3anmoneiicteue PHK-JIHK MoryT BbICTyIIaTh B KauecTBe
CHJILHOTO M BBICOKOCTIEIIM(UYHOTO cUrHamia sl de novo MeTHIHpOoBa-
wust JIHK. [t Takoro MeTHInpoBaHusT HEOOXOAMMa JITHHA IIETICBOM 110-
ClIeI0BaTeIbHOCTH He MeHee 30 ILH (Pelissier, Wassenegger, 2000).
Vnanenue MeTI/IJ'II/IpOBaHHB!X OGHOBaHI/II/I u3 JIHK moxer poctu-
raTbCs pa3IMYHbIMU cnocoQaMH Haccglsnoe nemetuwnupoBanue JIHK
npoucxonuT Tipu pennmmkamn. JJTHK, B m;c TCTBUU METHJIMPOBAHHBIX
OCHOBaHMIA. MexaHml\@ a ﬁB{m 00, ] posanus J{HK y xuBot-
HBIX €IlE TUCKYTUD {BL B )8). ll:w[ pacTUTENbHBIX 00b-
€KTOB ATOT Hpoué mon ] HéﬁpHMep, 06Hapy>1<eH
ren DEMETER (DM \lgo . pye ;
aKTHBHOCTRIO (Chor@t'al .
5- M€TI/IHIII/IT03I/IHOBBIG cTa
rapumuyx K Ko,zgnpyfom' /
elle oJHa METHNIUTOZHH
HaeHTM(i)HquOBaﬁEu TpH-
LHIO aKTMBHOCTH rel{v\a
ca (Gong et al., 2002).

WIH30BaT METHINPOBAHHYIO
JHK. O6e mmko3unassbl, E u RO TAJISTFOT METUJIIUTO3UH Kak
13 MeTHInpoBaHHEIX CG cané)s, takwt CNG u CNN caifTos.

B TpaHCKpUNIIMOHHYIO W MOCTTPAHCKPHITIUOHHYIO PETYISIUI0
AKCIPECCHI0 TEHOB, NMEIOIINX BaKHOE 3HAYEHHE B CTPECCOBOM OTBE-
Te, BHOCST CBOW BKJIAJ| AMHAMUYHBIE U3MEHEHHS CBOHCTB XpOMAaTHHA
u cunte3 mManbix PHK (Mirouze, Paszkowski, 2011). Dxonorndyeckue
Y TEHETHUYECKUE Pa3IpPaKUTEIH, KOTOPBIC BHI3BIBAIOT HU3MECHEHUS CTATY-
ca METWJIMPOBAHUS B KU3HCHHOM IIUKIIE PACTCHHS, MOTYT TaKXKe CO3-
JlaBaTh HOBBIC SMUTCHETUYCCKIE BAPHAHTHI U BIIUATH Ha MOCIICYOIINE
nokoJieHusi. M3-3a TOro, 4ro penpojyKTUBHbIC JHUHUU KJICTOK Yy pac-
TEHHH Pa3BUBAIOTCS U3 COMATHMYECKUX TKAHEW HA MPOTSIKEHUU BCEU
JKU3HU OpraHu3Ma, TCHOMHBIC M3MCHEHUs, MPOUCXO/SIINE B TEUCHUE
3TOTO YKU3HEHHOT'O IMKJIa, MOTYT OBITh MIEPEaHbl €ro MOTOMCTBY. Bee
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9TO ompeznenser OMoJIOrnYeckoe 3Ha4eHHUEe METWIMPOBAHMS LIUTO3MHA
B JIHK pacrenuii. O6 3TOM ke CBUAETEIBCTBYET IUHAMHUKA €TO YPOB-
HSl BO BpEMSI pa3BUTHA pacTeHUi u nH(ekunn natoreHamu (Vanyushin,
Ashapkin, 2011). [Toka3aHno, 4To HEKOTOPbIE OMOTHYECKHE U a0HOTHYE-
CKHE BO3/ICHCTBHUS CIIOCOOHBI U3MEHATH cTaryc MetunupoBanus JJHK.
B pabore Gonzalez et al. (2011) y pacTeHuii ToMaTa MOKa3aHO U3MEHE-
HUE CTaTyca METUIMPOBAHUS HU3KOKOTIMIHHOTO MPOTEHH-KOAUPYIOIETO
rena ASR1 B oTBeT Ha 3acyxy. B mepBoM 3k30HE HccieyeMoro reHa mno-
BBIIIAJIACH CTETICHh METHIIMPOBaHUs 110 JuHyKIeoTHaM CG U oHmxKa-
JIOCh COJIepKaHUE METHIIBHOW TPYIITBI B ITATO3MHAX, JIOKATM30BAHHBIX
B acHMMETpUYHBIX caiitax CNN HeKoI[pr}omeH 30HbI. Bce aTO co-
MIPOBOXKIAIOCH YCHUIICHUEM 3Kcnpetcmp nccneayemoro rena (Gonzalez
etal., 2011). &N ]

CT}oap/:[ c KonneraMH®6Hapy>1<H
pacTeHHsl KYKypy3bl XOJIGLDBOLO
HaOmonaeTcs JIeMeT
KJIOHHpOBaH (l)paFMCHT /]

, HJ0, TIPH BO3JEHCTBHM Ha
X KOpHEH pacTeHuit
ard et al., 2002). bpur
' quﬁ:t,m Kak ZmMI1,
[ e}lﬂpnommenbﬂo—
] eJ:LOBa"’reJILHOCTH
aH 110 o6oum CG
IOYUTEILHON TeMIIe-
s }IHK y pacTeHui,

._W;

parype. Urto HHTepE ;Ho BaH!
BO3BPAIICHHBIX B HOpM}HB BIE Y .,pQé'l;af \Sgtocnlran MepBOHa-
YallbHBIX 3HauYeHUH. JUIsf Cpask n B KyILLTyI{:bx eTok Tabaka MeTu-
nmupoBaane CNG reTepoxﬁg?s{ym A U3MEHSIIO0b B OTBET HA OCMOTHYC-
CKHI CTpecc, HO ATOT IMporece<okasancasedparumeiM (Kovarik et al.,
1997). Y pacrennii Tabaka BbIﬂB.éjJH/ICH’DSHLI HAKOIJICHUE TPAHCKPHII-
TOB KOTOPBIX OBUTO 00ycnoBieHo rufiomerunupoBanuem (Wada et al.,
2004). 10 u3 HUX OBUTH CBS3aHBI C OTBETOM PACTEHHIA Ha CTPECCOBBIE
BO37EHCTBUSA. B KynbTypax KJIETOK aMypCKOTO BUHOTpana V. amurensis
MOKa3aHO, YTO JIKCIPECCUS T€HOB CTHJIHLOCHCHUHTA3 3aBUCHT OT YPOB-
Hsl LIUTO3MHOBOIO METHUJIMPOBAHHSA MOCIEIOBATENBHOCTEN 3TUX T'€HOB
(Kiselev et al., 2013). DTo nmoxTBepkKIaeT BaKHYIO pOib METUIHPOBA-
Hus JIHK B koHTpoOsIe KOOpAMHUPOBAaHHOM 3KCIIPECCUH T'€HOB BO BPEMS
pa3BUTHUS U B OTBETE Ha CTpecC.

Takum o0Opa3zom, odeBuaAHO, 4yTo MetuiaupoBanue JIHK u rucro-
HOB BOBJICYCHO B PETYISIUI0 MHOXKECTBA T'€HETHUECKUX (YHKIIWH,
BKJIFOYAsl TPAHCKPHUIILNIO, perinkanuio, penapaunto JHK, kierounyto
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muddepennnanuto. Iloreps MeTUIMpPOBaHUS KOPPEIUPYET C TPaHC-
KPUILMOHHOM M TPaHCHO3MPYIOLIEH AaKTUBHOCTBIO TPAHCIIO30HOB,
KOTOpBIE, B CBOIO O4Yepe/ib, MOTYT BbI3BaTh I'€HHbIC MyTalluu U (EHO-
tunnueckue n3meHenus (Madlung, Comai, 2004). MetunupoBanue
JHK cka3piBaeTCsi Ha CailJICHCHHTE T€HOB, YKCIIPECCHH TPAHCTCHOB
n uyxepoanoi JIHK B knerke (Boyko et al., 2010). O0parumas koH-
BEpCHsl TPAHCKPUIIIMOHHO aKTHBHOTO 3yXpOMarWHa B TPAaHCKPHIILIU-
OHHO HEaKTHBHBIH T€TEPOXPOMATHH, KOTOPBIC OTIMYAIOTCS TIO CTETICHH
MetmmpoBanus nuto3nHa B CG n CNG mocienoBareabHOCTAX, CTe-
TIEHH AlleTUIIMPOBAaHUSI TUCTOHOB M TUIOTHOCTH YITAaKOBKH XPOMATHHA,
onpexenstoniero pocrynmaocts 1 PHK mommmepas (Zemach, Grafi,
2007; dpsaenxo u nap., 2010), 1;6 551;5 peopranusanys XxpoMmaTuHa, Kak
pe3ynbrar MeTI/IanOBaHm{geM__;_ WINpQEBAHNS JHK u anerunuposa-
HUs1/1€3aLETHIIMPOBAHUATICTOHOB, MOKET IPUBOJUTH K M3MEHEHUSM
B OKCIIPECCHH HEKOTOPBIX T H\sgs " rUOUPOBAHUS WITH, HAO-
oopor, HHHyKHHH,\ﬁ\%]]a@l\ cOIIALONPHSTHBIX BHCLIHE-

CPEIOBBIX ycnqg_‘pfﬁx. \

My "2\ :

41 :

ot

)
H3BecTHO, YTO ﬁﬁ' ,
M0 OCTaTKaM ITUTO3WHAZS- Hnﬁnfos@:i\ JIOKAJTU30BaH IMPEUMYIIIe-
ctBeHHO B CG 1 CNG noCieioBaTeNbHOCTIX ¢ JUAAHON CUMMETpPUEH.
[MobanpHOE METHIIMPOBAHUE ﬁHK 0-, TKaHe-, OpraHoCIeU(pUIHO,
OHO W3MEHSIETCSI TIPU MPOPACTAHUN CEMSH, TIepexXo/ie PACTCHHH K IBe-
TEHUIO, PA3JINYHBIX BUPYCHBIX U TPUOHBIX MHMOEKIMUIX U YMEHBIIIACTCS
¢ BospactoM (Bantommn, 2009). Metunuposanue JJHK moxer cye-
CTBEHHO MOJIYJUPOBATHCS PA3IMYHBIMH OMOTHUESCKUMHU (BUPYCHI, TPH-
Obl, TApa3UTHYCCKHE PACTCHUS) U a0MOTHYECKHUMHU (HaKTOpamH, BIU-
SIONMMHU Ha POCT W pa3ButHe pactennit (Bantommn, 2009). O6 sToM
CBUJICTEIBCTBYIOT U PE3YIBTAThl UCCICAOBAHNS BIVSHUS HU3KOU TEM-
rieparypsl Ha crerienb MeTwmpoBanus [JHK rena CBF mBetHo# karmy-
cTel copTa Anwda (Brassica oleracea var. botrytis L.) (I'mmanoB u ap.,
2012). 13 pacTeHuii, pacTymnx Mpu KOMHATHOW TeMIlepaType, a Tak-
K€ U3 pacTEHUH, MPOILUSAINX CTAAUI0 3aKanuBaHus, Bbaemsn JHK

; IéHi‘&ﬁ‘
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U ONpeelsili CTEIeHb METWJIMPOBAHUS IIOCIEI0BATEIILHOCTH TEHa
CBF (yuactok ot —360 1m.H. 10 +177 1m.H.) METOI0M OUCYITBPHUTHOH 00-
pabotku (Frommer, 1992). B npeaBapuTeibHOM OMbITE OBLIO OKA3aHO,
4TO B KJIOHHpOBaHHOM (hparmente rena CBF Gosee moiaoBUHBI 13 Bcex
LUUTO3UHOB Ipu OucynbputHOl 00padotke JTHK koHBepTHpOBanuch
B TUMUH, CJIeZloBaTelbHO, B ucxoaHou JIHK 310 ObuM HEMeTHIMpOBaH-
HBIE [IUTO3HHBI.

B uccnenyemoii nocnenosarensnocty JJHK HeMeTunupoBaHHBIMU
0Ka3aJINCh OCTATKH IIUTO3MHOB B JWAITA30HE MPUMEPHO 10 —262-T0 TI0-
JoXkeHns U nocie —41-ro nonoxxenus. [Ipu 3ToM 4acTh UTO3MHOBBIX
ocTarkoB Kak B caiitax CG, CNG, Tak u B caittax CNN, npu Oucymb-
¢uTHOI 00padorke JJTHK He3aKaJ16_if};157§ pacTeHuil oCTanuch HEU3MEH-
HBIMH, YTO YKa3bIBACT Ha TO, YT0 B H Xg,[[H&IZ[ JIHK oHu ObLIM METHIIH-
poBanbl. Haubounb1iee Konmu4@CTBO, TAKUX MEFAIIMPOBAHHBIX LIATO3HHOB
(60) oOHapyXnBaIOCH B@pa@i’- 01%2‘,_ OTPaHUYEHHOM II0-
noxxkeHusimMu 261 u —40. '

Ha puc. 28 npuBesg
TesbHOCTEe! 10 KIOHOB; :
npomoTopHoii oGact rera CE
He TpoLIeLITX XOIOH0BOE 32K
nocieaoBarenbHocThIo JIHK

N
KIEOTHAHBIX OCIICI0BA-
ofose MMM 261 141
BI, ﬁp‘blrg_ezxmnx u
AU C HYKJIEOTHIHOM
OpPabOTKH.

Oxazanock, 410-Co/Ep: . MPOBANHBIX I HEMETHIIUPO-

H= ) : W AT AN o
BaHHBIX 1MTO3MHOB B [IHK SHHBIX 1 HO3AK?, HHbIX PACTEHHI He-
3HAUMTEIBHO OTINIaNock: B p HbIX. KHOHAR-TIPH 3aKaTHBAHNHY JIe-

METUIIMpPYIOTCs 0T 7 1o 127HuTo HOﬁﬁIVX-'OQ!f‘\a‘LfKOB, METHIMPOBAHHBIX
B ucxoanou JJHK. ITpu stom ‘(S:’JgI/ITOE:I/IHQ?‘\\E'noaneHHHX -200... -197
n -195, -194 6bun ,ILCMGTHJ]I/IpO]é}rbI BO/BCEX MCCIIEIOBAHHBIX KIIOHAX.

MetunupoBannbie 1uto3unsl B JIHK 11BeTHON KamycTsl 0OHApY-
#eHbl Kak B caiitax CG, CNG, Tak U B acHMMeTpUYHBIX caiTax. [Ipu
XOJIOJOBOM 3aKaJIUBaHUHM YacTh 3TUX METHWJIMPOBAHHBIX LUTO3MHOB
JeMeTUIupoBanack. MOXXKHO TPEANOIOKNTh, YTO U3MEHEHUE CTETeHU
METWJIMPOBAaHUS 3TOTO y4acTKa MPOMOTOPA, OTPAHUYECHHOTO MOJIOXKE-
Husmu —261 u -40, cocoOCTBYeT M3MEHEHUIO KOH(OpPMAIMH XpoMa-
THHA W YIy4IIAeT CBSI3bIBAHME TPAHCKPUILMOHHBIX (PaKTOPOB W/MIN
PHK-nonumepaspl. B skcnepumeHTax ¢ JEACLUOHHBIMU MYTaHTaMU
npomotopa reHa CBF apabupnornicuca, ygactok mpomoropa ot —189-ro
0 —35-r0 HYKJIEOTHAA SBJSIETCS BAKHBIM JJIEMEHTOM HOAJCPKAHUS
sKcIpeccuu 3Toro reHa (Zarka, 2003).
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01 -261 GICGTGTCCACTTGGCACTCCGAGAGCCAAARARACACCGTGTTCTTTITCTARAR -207
02 -261 GTCGTGTCCACTTGGCACTCCGAGAGCCAAAARAACACCGTGTTCTTTTCTAARR -207
03 -261 GTCGTGTCCACTTGGCACTCCGAGAGTCAAAAARACACCGTGTTCTTTCCTARRR -207
04 -261 GTCGTGTCCACTTGGCACTCCGAGAGTCAAAAARAACACCGTGTTCTTTCCTARAR -207
05 -261 GTCGTGTCCACTTGGCACTCCGAGAGTCAAARARARCACCGTGTTCTTTCCTAARR ~207
06 -261 GTCGTGTCCACTTGGCACTCCGAGAGTCARAARAACACCGTGTTCTTTCCTARRAR ~207
07 -261 GTCGTGTCCACTTGGCACTCCGAGAGTCAAAAAAACACCGTGTTCTTTCCTAARR -207
08 -261 GTCGTGTCCACTTGGCACTCCGAGAGTCAAAAAAACACCGTGTTCTTTCCTARAR =207
09 -261 GTCGTGTCCACTTGGCACTCCGAGAGCCAAAAAARCACCGTGTTTTTTTCTAAAR -207
10 -261 GTCGTGTCCACTTGGCACTCCGAGAGCCAARARAACACCGTGTTTTTTTCTAARA -207
11 -261 GTCGTGTCCACTTGGCACTCCGAGAGCCAAARAAACACCGTGTTCTTTTCTAARR -207
12 -261 GTCGTGTCCACTTGGCACTCCGAGAGCCAARAAARCACCGTGTTCTTTTCTARRA -207

01 -206 TCCAGCCCCACCCATTTCCAAATATCTCATGCCAATATAAACACCAACTCTCGCT -152
02 -206 TCCAGCCCCACCCATTTCCAAATATCTCATGCCAATATAAACACCAACTCTCGCT -152
03 -206 TCCAGTTTTATTTATTTCCAAATATCTCATGCCAATATAAACACCAACTCTCGCT -152
04 -206 TCCAGTTTTATTTATTTCCAARATATCTCATGCCAATATAAACACCARCTCTCGCT -152
05 -206 TCCAGTTTTATTTATTTCCARATATCTCATGCCAATATAAACACCAACTCTCGCT -152
06 -206 TCCAGTTTTATTTATTTCCAAATATCTCATGCCAATATARACACCAACTCTCGCT -152
07 -206 TCCAGTTTTATTTATTTCCAAATATCTCATGCCAATATAAACACCAACTCTCGCT -152
08 -206 TCCAGTTTTATTTATTTCCAAATATCTCATGCCAATATARACACCAACTCTCGCT -152
09 -206 TCCAGTTTTATTTATTTCCAAATATCTCATGCCAATATAAACACCAACTCTCGCT -152
10 -206 TTTAGTTTTATTTATTTCCAAATATCTTATGCCAATATARACACCAACTCTCGTT -152
11 -206 TTTAGTTTTATTCATTTCCAAATATCTCATGCCAATATAARCACCAATTTTCGCT -152
12 -206 TTTAGTTTTATTCATTTCCAAATATCTCATGCCAATATAAACACCAATTTTCGCT -152

01 -151 CCACTTTTCTCARACCACARACTTTTAACTCCACCTGAAAAGAAGATAAAAGAGR -97
02 -151 CCACTTTTCTCARACCACAAACTTTTAACTCCACCTGARAAGAAGATAAARGAGR -97
03 -151 CCACTTTTCTCAARCCACAAACTTTTAACTCCACCTGAAARAGAAGATAARAGAGA -97
04 -151 TCACTTTTCTCAAACCACAAACTTTTAACTCCACCTGARAAGAAGATAAAAGAGA -97
05 -151 CCACTTTTCTCARACCACARACTTTTAACTCCACCTGAARAAGARAGATARARGAGA -97
06 -151 CCACTTTTCTCAAACCACARACTTTTAARCTCCACCTGARAAGAAGATAAARGAGR -97
07 -151 CCACTTTTCTCAARACCACAARACTTTTAACTCCACCTGAARAGARAGATAAARGAGA -97
08 -151 CCACTTTTCTCARACCACAAACTTTTAACTCCACCTGARARAGRAGATAARARGAGR -97
09 -151 TCACTTTTCTCARACCACAAACTTTTAACTCCACCTGAARRGAAGATARAAGAGA -97
10 -151 CCACTTTTCTCAARACCACAAACTTTTARCTCCACCTGARAAGAAGATAAARGAGR -97
11 -151 CCACTTTTCTCAARATCACAARACTTTTAACTCCACCTGAARAGAAGATARAAGAGA -97
12 -151 CCACTTTTCTCARATCACAAACTTTTAACTCCACCTGARAAGRAGATAAARGAGR -97

01 -096 GAGAAATAAATATCTTATCAAACCAGACAGAACAGAGATCTTGTTACTTACTATA -42
02 -096 GAGARATAAATATCTTATCAAACCAGACAGAACAGAGATCTTGTTACTTACTATA -42
03 -096 GAGAAATARATATCTTATCAAACCAGACAGAACAGAGATCTTGTTACTTACTATA -42
04 -096 GAGARATAARTATCTTATCAAATCAGACAGAACAGAGATCTTGTTACTTACTATA -42
05 -096 GAGAAATARATATCTTATCAAATCAGACAGAACAGAGATCTTGTTACTTACTATA -42
06 -096 GAGARATAAATATCTTATCAAATCAGACAGARACAGAGATCTTGTTACTTACTATA -42
07 -096 GAGAAATARATATCTTATCAAATCAGACAGAATAGAGATCTTGTTACTTACTATA -42
08 -096 GAGARATAAATATCTTATCAAATCAGACAGAATAGAGATCTTGTTATTTACTATA -42
09 -096 GAGAAATARATATCTTATCAARCCAGACAGAACAGAGATCTTGTTACTTACTATA -42
10 -096 GAGARATAARTATCTTATCAAACCAGACAGAACAGAGATCTTGTTACTTACTATA -42
11 -096 GAGAAATARATATCTTATCAAACCAGACAGAACAGAGATCTTGTTACTTACTATA -42
12 -096 GAGARATAARATATCTTATCAAACCAGACAGAACAGAGATCTTGTTACTTACTATA -42

Puc. 28. BiausiHue Hu3kux temieparyp Ha creneHb Metmiiuposanust JTHK
B poMoTopHOit obnactu rena CBF kamycTsl: 1 — mmocienoBaTenbHOCTh HYKJICOTHIOB
ucxonnoi TIHK no ducynsdpurHoit 06paborku; 2 — ncxoxnas JHK nocie
oucynbhuTHOM 00padoTku; 3—12 — nocienoBarenbHOCTH HykIeoTH 0B JJTHK
3aKaJICHHBIX pacTeHUi nociie oucyabGuTHON 00padoTky. JKUpHBIM MmIpUQTOM MoKa3a-
HBI HEMETHJIMPOBAHHBIE IUTO3HMHBI, ONPEISIISIFOIINECS KaK THMUH
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TakuM 00pa3oM, MOSyUYEHHBIE HAMU PE3YyNbTAaThl AEMOHCTPUPYIOT
yMmeHblieHue crenenu metmmpoBanus JHK mpu xonmomoBoit 06padoT-
K& pacTeHUH, COINpPOBOKAAIOIIEECsS YBEJINYEHHEM SKCIPECCHU TeHa.
Janneiii gakT cornmacyercsi ¢ KOHLENIMEH B3aWMOCBS3H YPOBHS JKC-
MPECCUH TeHOB U CTENeHN MEeTWIMpoBaHus renoma (Bird, 2002).

Hy»XHO OTMETHTB, YTO 3HAYUTEIHLHOE KOIMUYECTBO IIUTO3UHOB B IIPO-
MOTOpHOU mocinenoBaresnbHocTH TeHa CBF kamycTsl HeMeTHITMPOBaHbI.
MeTumpoBaHHbIE [TUTO3MHBI BBISIBIICHBI ITaBHBIM 00pa3oM BO (Qpar-
MEHTE TIPOMOTOpa, OTpaHnYeHHOM TonokeHusMu —261 u —40. Xomomo-
BO€ 3aKJIMBAHNE PACTCHUH NMPHUBOAMIIO K YACTUYHOMY IEMETHIINPOBA-
HUIO IIUTO3MHA B MICCTIETyEMOM q)pqihge.HTe npomotopa rera CBF.

L L

|

4.2. CreneHb MeTnnnp@@anuﬂ pi| HpOMOTopnon obacTn
reia CBF kanyctsl Bras ibqo 2raeca U pa3IHYHBbIX
TeMnepa b S@.ﬂ » HIBAHMS

3aKaJMBaHUsA, 3aTEM rie_p,eMe" :
TeMIIepaTypHbIE ycnosmﬂ qTo 3chgbbcuﬂ reHa CBF'y aTux
pacrenuii Obu1a Ha ypOBH’@{T BHBIX pag‘i‘iEHm/I JI0 XOJIOZOBOTO 3a-
KaJMBaHUs (IaHHbBIC HE Hpeﬂf‘%BJ‘IeHLI) JepKaHUue METHILNUTO3U-
HOB B IIPOMOTOPHOM nocenoBate ﬂbﬂo@!‘gr\reHa CBF Omu3ko x nepso-
HavyaJbHOMY YPOBHIO, OOHapyKMBacMOMY B HE3aKaJICHHBIX PACTCHUSIX
(I'mmasos u ap., 2012) (puc. 29).

Tak xak B mpuBeaeHHoMm ¢parmente JJHK mpomoropa rena CBF
KamyCThl BCE LIUTO3MHBI MPU HOPMAJBbHBIX TEMIIEPATypHBIX YCIOBHSAX
OKa3aJIiCh METIJIMPOBAHHBIMHE, B UCXOAHOH mocnenosarenbHoctu JJHK
u nocnenosarensHoctd JJHK mocne oucynbpurHol 00pabOTKH, BBISB-
JSIFOIIEH METHIIUPOBAaHHBIC HYKJICOTHIIBI, PA3IHUUsl HE OOHAPYIKCHBI.
U3 20 CG, CNG u CNN 0ocTpoBKOB, 00HAPYKUBAEMBIX BO (hparmMeHre
JIHK npomoropa ot —261-ro 10 —42-ro HyKJI€0TUA MOCIE XO0JIOI0BOTO
3aKaJMBaHMs IPOPOCTKOB, 3 OCTATKa IUTO3MHA IEMETHIMPOBAINCH TOJI-
HOCTBIO, | — yacTyHO. TakuM 00pa3zoM, cofepkaHie METHILUTO3UHOB
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01 -261 GTCGTGTCCACTTGGCACTCCGAGAGCCAAAARARACACCGTGTTCTTTTCTAARA -207
02 -261 GTCGTGTCCACTTGGCACTCCGAGAGCCAAAARAACACCGTGTTCTTTTCTARRA -207
03 -261 GTCGTGTCCACTTGGCACTCCGAGAGTCAAAAAAACACCGTGTTCTTTCCTARRR 207
04 -261 GTCGTGTCCACTTGGCACTCCGAGAGTCAAAAAAACACCGTGTTCTTTCCTAARR -207
05 -261 GTCGTGTCCACTTGGCACTCCGAGAGTCARARARACACCGTGTTCTTTCCTARRA -207
06 -261 GTCGTGTCCACTTGGCACTCCGAGAGTCARARARACACCGTGTTCTTTCCTAARAA -207
07 -261 GTCGTGTCCACTTGGCACTCCGAGAGTCAAAAAARCACCGTGTTCTTTCCTAARA -207
08 -261 GTCGTGTCCACTTGGCACTCCGAGAGTCRAAAAAACACCGTGTTCTTTCCTAARA -207
09 -261 GTCGTGTCCACTTGGCACTCCGAGAGCCARAARARACACCGTGTTTTITTTCTAARR -207
10 -261 GTCGTGTCCACTTGGCACTCCGAGAGCCARARARACACCGTGTTTTTTTCTAARA -207
11 -261 GTCGTGTCCACTTGGCACTCCGAGAGCCARARARACACCGTGTTCTTTTCTAAARR 207
12 -261 GTCGTGTCCACTTGGCACTCCGAGAGCCAAAAAARCACCGTGTTCTTTTCTAARA -207
13 -261 GTCGTGTCCACTTGGCACTCCGAGAGCCARAAARACACCGTGTTCTTTTCTAAAA -207
14 -261 GTCGTGTCCACTTGGCACTCCGAGAGCCAARARARACACCGTGTTCTTTTCTAARRA -207
15 -261 GTCGTGTCCACTTGGCACTCCGAGAGCCARAAARACACCGTGTTCTTTTCTARAR =207
16 -261 GTCGTGTCCACTTGGCACTCCGAGAGCCARAARARACACCGTGTTCTTTTCTARAR -207
17 -261 GTCGTGTCCACTTGGCACTCCGAGAGCCAAAAAARCACCGTGTTCTTTTCTAARR -207
18 -261 GTCGTGTCCACTTGGCACTCCGAGAGCCARARARACACCGTGTTCTTTTCTAARA -207
19 -261 GTCGTGTCCACTTGGCACTCCGAGAGCCARAAAAACACCGTGTTCTTTTCTARAR -207
20 -261 GTCGTGTCCACTTGGCACTCCGAGAGCCARAAARACACCGTGTTCTTTTCTARARR -207
21 -261 GTCGTGTCCACTTGGCACTCCGAGAGTCAAAAAARCACCGTGTTCTTTTCTAARA -207
22 -261 GTCGTGTCCACTTGGCACTCCGAGAGTCAAARAAACACCGTGTTCTTTTCTAARA -207

01 -206 TCCAGCCCCACCCATTTCCAAATATCTCATGCCAATATAAACACCAACTCTCGCT -152
02 -206 TCCAGCCCCACCCATTTCCAAATATCTCATGCCAATATAAACACCAACTCTCGCT -152
03 -206 TCCAGTTTTATTTATTTCCAAATATCTCATGCCAATATAARACACCRACTCTCGCT -152
04 -206 TCCAGTTTTATTTATTTCCAARATATCTCATGCCAATATAAACACCAACTCTCGCT -152
05 -206 TCCAGTTTTATTTATTTCCAAATATCTCATGCCAATATAAACACCRACTCTCGCT -152
06 -206 TCCAGTTTTATTTATTTCCAAATATCTCATGCCAATATAAACACCAACTCTCGCT -152
07 -206 TCCAGTTTTATTTATTTCCAAATATCTCATGCCAATATARACACCAACTCTCGCT -152
08 -206 TCCAGTTTTATTTATTTCCAAATATCTCATGCCAATATAAACACCAACTCTCGCT -152
09 -206 TCCAGTTTTATTTATTTCCAAATATCTCATGCCAATATAARACACCAACTCTCGCT -152
10 -206 TTTAGTTTTATTTATTTCCAAATATCTTATGCCAATATAAACACCAACTCTCGTT -152
11 -206 TTTAGTTTTATTCATTTCCAAATATCTCATGCCAATATAAACACCAATTTTCGCT -152
12 -206 TTTAGTTTTATTCATTTCCAAATATCTCATGCCAATATAAACACCRATTTTCGCT -152
13 -206 TCCAGCTTCATCCATTTCCAAATATCTCATGCCAATATAARACACCARACTCTCGCT -152
14 -206 TCCAGCTTCATCCATTTCCAAATATCTCATGCCAATATAAACACCAACTCTCGCT -152
15 -206 TCCAGCTTCATCCATTTCCAAATATCTCATGCCAATATAARACACCAACTCTCGCT -152
16 -206 TCCAGCTTCATCCATTTCCAAATATCTCATGCCAATATARACACCRACTCTCGCT -152
17 -206 TCCAGCTTCATCCATTTCCAAATATCTCATGCCAATATARACACCAACTCTCGCT -152
18 -206 TCCAGCTTCATCCATTTCCAAATATCTCATGCCAATATAAACACCAACTCTCGCT -152
19 -206 TCCAGCTTCATCCATTTCCAAATATCTCATGCCAATATAAACACCAACTCTCGCT -152
20 -206 TCCAGCTTCATCCATTTCCAAATATCTCATGCCAATATAAACACCARACTCTCGCT -152
21 -206 TCCAGCTTCATCCATTTCCAAATATCTCATGCCAATATARACACCAACTCTCGCT -152
22 -206 TCCAGCTTCATCCATTTCCAAATATCTCATGCCAATATAAACACCAACTCTCGCT -152

Puc. 29. Ananus craryca MetmiinpoBanust npomoropa rena CBF karycTsr:

1 — nocneoBarenbHOCTh HyKiteoTH0B ncxoanoi JIHK no 6ucynbdurHoit o6padorky;
2 — moclieoBareabHOCTh HyKineoTnnoB ncxonnoit JIHK nocne 6ucynbpurHoit 00-
pabotku; 3—12 — nocnenoarensHocTH Hykieotnnos JJHK n3 pacrennii, npomeaumx
CTaJIUIO0 3aKaJIMBaHUsL, TIOCIE OUCYabPUTHON 00paboTky; 13—22 — mocenoBarelib-
Hoctu Hykieotuos IHK u3 pacrenui, npomeanux cTaju X0Jl040BOr0 3aKaauBa-
HUSI C TIOCIIEYIOIMM BBIPAIMBAaHHEM IPH HOPMAJIBHBIX TEMIIEPATYPHBIX YCIOBUSIX,
nocie oucynbGuTHON 00padboTku. JKUpHBIM MIPUPTOM ITOKa3aHbI HEMETHIIMPOBAHHbIC
LIUTO3WHBI, IpeBpaTuBInrecs B TUMUHBL. L{udpamu 261, 207, -42 u n1p. 0603HaYeHBI
MOJIOYKEHHUS HYKJICOTH/IOB OTHOCHUTEIIBHO CTapTa HHUIMALIMU TPAHCKPUIILIUH
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01 -151 CCACTTTTCTCAAACCACAAACTTTTAACTCCACCTGAAAAGAAGATAARAGAGA -97
02 -151 CCACTTTTCTCAAACCACARACTTTTAACTCCACCTGARRAGARGATARARGAGA -97
03 -151 CCACTTTTCTCAAACCACAAACTTTTAACTCCACCTGARRAGAAGATAAAAGAGA -97
04 -151 TCACTTTTCTCARACCACARACTTTTAACTCCACCTGARAAGARGATARARAGAGA -97
05 -151 CCACTTTTCTCAARACCACAAACTTTTAACTCCACCTGAAAAGAAGATAAAAGAGA -97
06 -151 CCACTTTTCTCAAACCACAAACTTTTAACTCCACCTGAAAAGAAGATAAAAGAGA -97
07 -151 CCACTTTTCTCAAACCACAAACTTTTAACTCCACCTGARAAGAAGATARARGAGA -97
08 -151 CCACTTTTCTCARACCACRAACTTTTAACTCCACCTGARAAGAAGATAAARGAGA -97
09 -151 TCACTTTTCTCAAACCACAAACTTTTAACTCCACCTGAAAAGAAGATAARAGAGA -97
10 -151 CCACTTTTCTCARACCACRAACTTTTAACTCCACCTGARAAGARGATAAAAGAGA -97

11 -151 CCACTTTTCTCAAATCACAAACTTTTAACTCCACCTGAAAAGAAGATAAAAGAGA -97
12 -151 CCACTTTTCTCAAATCACARAACTTTTAACTCCACCTGARAAGAAGATAAAAGAGA -97
13 -151 CCACTTTTCTCAARACCACAAACTTTTAACTCCACCTGARAAGAAGATAAAAGAGA -97
14 -151 CCACTTTTCTCAARACCACRAACTTTTAACTCCACCTGAAAAGAAGATAAAAGAGA -97
15 -151 CCACTTTTCTCAAACCACAAACTTTTAACTCCACCTGAAAAGAAGATAAAAGAGA -97
16 -151 CCACTTTTCTCAAACCACAAACTTTTAACTCCACCTGAARAGAAGATAAAAGAGA -97
17 -151 CCACTTTTCTCARACCACRAACTTTTAACTCCACCTGARAAGAAGATAARAGAGA -97
18 -151 CCACTTTTCTCAAACCACAAACTTTTAACTCCACCTGARARAGAAGATAAAAGAGA -97
19 -151 CCACTTTTCTCARACCACRAACTTTTAACTCCACCTGARARGARGATAARAGAGA -97
20 -151 CCACTTTTCTCAARACCACRAACTTTTAACTCCACCTGARAAGRAGATAARAGAGA -97
21 -151 CCACTTTTCTCARACCACRAACTTTTAACTCCACCTGARAAGAAGATAARAGAGA -97
22 -151 CCACTTTTCTCARACCACRAACTTTTAACTCCACCTGARAAGAAGATAARAGAGR -97

01 -096 GAGARATARATATCTTATCAARCCAGACAGRAACAGAGATCTTGTTACTTACTATA -42
02 -096 GAGAAATAAATATCTTATCAAACCAGACAGAACAGAGATCTTGTTACTTACTATA -42
03 -096 GAGAARATAAATATCTTATCAAACCAGACAGAACAGAGATCTTGTTACTTACTATA -42
04 -096 GAGARATARATATCTTATCAAATCAGACAGAACAGAGATCTTGTTACTTACTATA -42
05 -096 GAGARATAAATATCTTATCAAATCAGACAGAACAGAGATCTTGTTACTTACTATA -42
06 -096 GAGAARATARATATCTTATCAAATCAGACAGAACAGAGATCTTGTTACTTACTATA -42
07 -096 GAGARATARATATCTTATCAAATCAGACAGAATAGAGATCTTGTTACTTACTATA -42
08 -096 GAGAAATAAATATCTTATCAAATCAGACAGAATAGAGATCTTGTTATTTACTATA -42
09 -096 GAGARATARATATCTTATCAAACCAGACAGRACAGAGATCTTGTTACTTACTATA -42
10 -096 GAGAAATAAATATCTTATCAAACCAGACAGAACAGAGATCTTGTTACTTACTATA -42
11 -096 GAGARATARATATCTTATCAAACCAGACAGAACAGAGATCTTGTTACTTACTATA -42
12 -096 GAGAAATAARATATCTTATCARACCAGACAGARACAGAGATCTTGTTACTTACTATA -42
13 -096 GAGARATAAATATCTTATCAAACCAGACAGAACAGAGATCTTGTTACTTACTATA -42
14 -096 GAGARATARATATCTTATCAAACCAGACAGAACAGAGATCTTGTTACTTACTATA -42
15 -096 GAGAAATAAATATCTTATCAAACCAGACAGAACAGAGATCTTGTTACTTACTATA -42
16 -096 GAGARATAAATATCTTATCAAACCAGACAGAACAGAGATCTTGTTACTTACTATA -42
17 -096 GAGAAATARATATCTTATCAAACCAGACAGAACAGAGATCTTGTTACTTACTATA -42
18 -096 GAGAAATAAATATCTTATCAAACCAGACAGAACAGAGATCTITGTTACTTACTATA -42
19 -096 GAGARATARATATCTTATCAAACCAGACAGRACAGAGATCTTGTTACTTACTATA -42
20 -096 GAGARATARATATCTTATCAAACCAGACAGAACAGAGATCTTGTTACTTACTATA -42
21 -096 GAGARATAAATATCTTATCAAACCAGACAGAACAGAGATCTTGTTACTTACTATA -42
22 -096 GAGARATARATATCTTATCAAACCAGACAGAACAGAGATCTTGTTACTTACTATA -42

Puc. 29. Oxonuanne

B paccmarpuBaeMoM (parmente nocienosarenbHocty JJHK npomoropa
reaoB CBF, camxaromieecst y pacTeHHIA, MPOIICAIINX dTAIl XOJIOI0BOTO
3aKaJMBaHUs, NP CHATUU CTPECCOBBIX YCIOBHU BO3BpallaeTcss K HC-
XOHOMY YpPOBHIO.
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Takum 00pa3oM, ypoBEeHb XUMUYECKOH MOIU(PHUKAIIMN XpOMAaTHHA
HE SIBJISIETCSI CTATHYHBIM, B YACTHOCTH, ypoBeHb MeTuiupoBanus JJTHK
MOXET NpeTepreBaTh ONpPEACICHHbIC N3MEHEHUS, BBI3bIBAsI N3MCHEHUS
CTPYKTYPBI XpOMaTHHA. DTH U3MEHEHHS YacTO B3aUMOCBS3aHbI C MOAY-
nsiueit sxcnpeccuun reHoB (Nelissen et al., 2007) u ooparumsr (Chen,
Tian, 2007). Moaudukauu XxpoMaTuHa, TO €CTb U3MEHEHUSI B CTETICHU
metuiupoBanust JTHK u ypoBHe anernnupoBaHHs U METHIUPOBAHUS
ructoHoB H3 n H4, MoryTt oTpaxarh U3MEHEHHsI B KOJJMYECTBE TPaHC-
KPHUIIIIMOHHO AaKTUBHOTO W KOHJCHCHUPOBAHHOTO TPaHCKPUIIIMOHHO
HEaKTHBHOTO XpoMaTHHA. Tak, ¢ MCIOJIb30BaHUEM aHTHUTENl K TpaHc-
KPUIILHOHHO aKTHBHEIM M HEAKTUBHBIM KOMIOHEHTAM XPOMATHHA HH-
TepdaszHbIX sAAep KIETOK KOH‘{HKOB"KOpHeI/I cou OBIIO ITOKA3aHO, YTO
BO BPEMsi XOJO/IOBOTO CTPEQLa HHTCHCHBHOCTD ¢yopecreHn Mapke-
POB, XapaKTEPHU3YIOIINX QeTepoxpOM THH/BO3PACTAET, B TO BPEMsI Kak
MHTEHCUBHOCTD @nyo@cue,%fp I ¢ %;Eamepmy}omnx IyX-
pOMaTHH, CHU)Kae L Hp eMEIICHUU PAaCTCHUH
) a Ha@l}ozlaeTc;I oOparHas

Muna népeCTaeT OBITH
. OOHaKo B OTBET

YUTHY, TaK U <<BLIKn1cf§y4 b)) EJICIIEE

Js noHumanus 3 u eTI)nt/I'poga\‘;iHﬂ JHK Ba)kHO BBISICHUTb,
KaK OTpa)kKaeTcsl METHINPOBaHNE/IeMeTuiNpOBaHNe Ha MOCIETyIONINe
MIPOIIECCHI, TaKMe KaK U3MEHOHME CTPYKTYPhl XpOMaTHHA W PETYISAIIS
sKcnpeccud TeHOB. OJHUM M3 MEXaHHU3MOB TAKOTO BIIUSHHUS SIBIISICTCS
n3MeHenune ruokoctn HUTH JIHK npm meTunmupoBanum u panmpHeiee
W3MEHEHHUe [T03UUNOHNpoBaHus HykiaeocoM (Segal, Widom, 2009), uto
orpaxkaercst Ha goctymHocTd JIHK ans pasnuvHbIX (akTopoB, BOBIIE-
YEHHBIX B PETYJAIMIO TPAaHCKpHUMIUU. J[pyroil myTh nepeaayn CUTHA-
Jla 0 METWJIMPOBAHUU MIpeArnoaraeT oonee NpsmMoe IeicTBUE JAHHOTO
mpolecca, Korjaa CBsI3bIBAHHE TPAHCKPUIIIMOHHBIX (DAKTOPOB OTpaHH-
YEHO BCJIEACTBHE METUIIMPOBAHMSA UX IIEJIEBOM IMOCIIEA0BAaTEIbHOCTH.
Hanpumep, MeTonom 3amensieHus B rejie moka3aHo, 4TO METHIMPOBA-
Hue CpG oCTpoBKa B OJUTOHYKJICOTHUIHOM AYIUIEKCE, COAEpIKAIIEeM
KoHCeHcycHyto nocienoBaresibHOCTs TGACGTCA rena, Komupytore-
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ro CREB 6enok (cAMP response element binding protein), npuBonut
K MHTMOMPOBAHUIO CBS3BIBAHUS ATOTO IymjeKkca ¢ OelKkaMu U3 saep-
HBIX 9KCTPAKTOB KIJIETOK CEMSIH ropoxa, 3apOAbIIICH MIICHUIbI, [IBET-
HOU KaryCThl U JIUCTHEB COM. B TO BpeMs Kak 10 METHIMPOBAHUSI TaKOE
cBsi3biBaHMe HaOmonanoch (Inamdar et al., 1991). Bo3moxHo, mocie-
QYIOIIHE MOCIIe METHIIMPOBAHHS IPOLECCHI peryaupytorcs MeTni-CpG-
cesizpiBatoinMu (MBP) Genkamu, y3naromumu MetuinrpoBannyto JTHK
(Zemach, Grafi, 2007; Saze et al., 2012).

KioHupoBaHHYI0 HaM# NPOMOTOPHYIO MOCIIEIOBATENLHOCTh TeHA
CBF xamycThl CpaBHUBAJIN C TIPOMOTOPAMHU T€HOB PaCTCHHM apaOuIo1-
cHca C TIeTbI0 BBISBICHUS B HUX CaIdIOB CBSI3bIBAHHS TPAHCKPHITIIMOH-
HBIX (HAaKTOPOB, BO3MOXKHO, Bnm{mm X'Ha IKCTIPECCHIO HCCIEYEMOTO

HaMU T'eHa. - a g
BepositHble calThI CB@LIBaHH;I TaHegpnnuHOHHLIx (baxropoB
B KJIOHUPOBAHHOM HaMU [{POMO bp\HG \ g CBF xamycTsl ycra-
HaBJIMBAJIU C TOMO TIp .' ’&gp ://'www.dna.affrc.
T e 700 \ 20
go.jp) (Higo et al, 19 ridg 1) (P 0).

Bcero 6bu10 I/I,E[e A x“ 57\ n.\ MQ}?II/I‘IHLIX LHC-
perymATopHbIM snemMeHTam. O \. Bb w\ JIi AWUIIB T€, KO-
TOpBIE TaKxc%,Bcheqa 0 Cst B POMO N\H "'apa Joricuca

Y YYacTBYIOT B pggyﬂﬂun 1 \c
TPBO

Taxk, 66110 06H‘<i"py>1<e IR ix@noumxca B IIPO-
Motopax CBF-reHoB a@vm > KaK M) CC%D%, ICEr2 (puc. 30).
Yk

<,
-450 TTAATAGATAAATACAGAGTTGTCCTGCTCAACCCATACATAGCCACACAT -401
-400 TCACCCAGTACAAGTTAARAACACATAAAAGTATAACGAGTGAAGAGTCAGC -351
-350 AGCCATACCACAAAGGTCAAGATGACACGTGGCAGCATATAAGTGAATGAA -301

-300 ARCAACGCATTCACACARACCGTGGGATGATCAATTTAGCTGTGTCGTGTC -251
-250 [CACTTGGCAETEEEAGAGCCARRARAACACCGTGTTCTTTTCTAARATCCA 201
-200 GCCCCACCCATTTCCAAATATCTCATGCCAATATAAACACCAACTCTCGCT -151
-150 ccACTTTTCTCHEEEEECAAACTTTTAACTCCACCTGAARAGAAGATAARA -101
-100 GAGAGAGAAATAAATATCTTATC-GACAGAACAGAGATCTTGTTAC -050
-049 TTACTATACTACACTCAGCCTTATCCAGTTTTCAAAAGAAGTTTCAACT  -001

Puc. 30. Bo3MOXHBIE CaliThl CBSI3bIBAHUSI TPAHCKPHUITLIHOHHBIX (haKTOPOB
B IIpoMOTOpHO# obnactu rena CBF KaHyCTLI. MYC motussl (CANNTG);
B - V/YB motussl (WAACCA); ACTCCG — motus ICEr2 (ACTCCQG).
MetunupoBaHHas 00J1aCTh IPOMOTOPA TTOJUEPKHYTA

115



I'maBa 4

BoNBIIMHCTBO M3 MOTHBOB, C KOTOPBHIMH MOTYT CBSI3BIBATHCS TpPaHC-
KPHUILMOHHBIE (DAaKTOPBI, HAXOAATCS B METHIMPOBAHHON 00JIaCTH MPO-
motopa. Motusbl MYC u /CEr2 B nocnenoBarenbrocti JJHK karrycto
CXOKHU ¢ TakoBbIMU y reHoB CBF apabupmoncuca (Chinnusamy et al.,
2003; Zarka et al., 2003), y KOTOpPOro OHU Y3HAIOTCS TPAHCKPHUIILIU-
ounbiM QakropoM ICE (Inducer of CBF expression) — MOJI0XKHTEIBHO
perynupytomuM 3kcnpeccuro CBF. Motusst MYB, oOHapyxuBaembie
B TIPOMOTOPHBIX MOCJIEN0BATENbHOCTIX reHa CBF apabunorncuca, cBi-
3pIBatoTCs ¢ OenkoM MYBI1S5, 9To mpruBOIUT K CHIKEHHIO SKCIPECCHHU
renoB CBF (Agarwal et al., 2006). Taxxe W3BECTHO, YTO ITOT MOTHB
00Hapy»XHUBaeTcs B TMPOMOTOPHBIX. y4aCTKaX IPYTHX TCHOB apabuyorn-
cuca, HampuMmep, B HpOMOTope'_""rel'ﬂ!iI RD22, yyacTByIOIIETO B OTBETE
Ha JCTUAPATAINIO, I OH,(PyHg_HQHHgyeT Kak yuc->nement B ABK-
3aBHCHMO¥ 9KcnpeccuH 3Poro reHa (Abe efal., 2003). Crout 0TMETHTS,
YTO MOCIeN0BaATEILHOETH [ B ¥
ca pacrojoxkena rof ,Z[O@ FOBOMY KOJIOHY, HEIKEIH B IPO-
MOTOPE KamyCThL > % N O

Unrepec npe;
OTH[ B TIOJIOKEHIN ~23:
k ICEr2 ‘caiiry cBsi3biBain
YeM y MONOBHHbI 3aKAlE
a TaKKe 9To ONiiL U3 4 i
METHIIPOBAHHBIM TOCIE

v "M3YyHEHHBIX KIIOHOB),
118 Psi1e KITOHOB OCTAETCs Jie-
aCTeRMii B HOPMAIBHBIE TEMIIEpa-
TypHBIE YCIOBHS IPOU3PAC 3% WiongB). [Ba Apyrux UMTO3MHA,
KOTOPBbIE MOTYT IIPENICT Th MHTEPEC, H@B‘ﬂﬂc;{ B MYB caiitax, oHn
TakKe, XOTSI U ¢ MEHBIIIeH HaCTOTON, YAETHYHO AEMETHIHPYIOTCS TpU
3akanuBaHuu (19% kiIoHOB Bﬁﬁnox@a 1 -136 1 -73 COOTBETCTBEHHO).

IMpoBeneHHasT CepHst HKCTIEPUMEHTOB IO OMPEICICHHIO CTaTyca
M 4acToThl MeTwiupoBaHus reHa CBF kamycThl, MoKa3bIBaeT, YTO KO-
JTUPYIOIIAsl YaCTh MCCIENYeMOTO TeHa CBOOOIHA OT METUIIMPOBAHHBIX
OCHOBAHHM, OHAKO €r0 MPOMOTOpPHASI 0OJACTh MMEET METUIIUPOBAH-
HbI y4acTOK. BOJNBIIMHCTBO METHUJIMPOBAHHBIX LIUTO3MHOB OCTAKOTCS
TaKOBBIMH BHE 3aBUCHUMOCTH OT TEMIIEPATYypPHBIX YCJIOBHH, B KOTOPBIX
BBIPAIINBAIOCH pacTeHue. OMHAKO 9aCTh U3 HUX BCE )K€ IEMETHIINPYET-
s TIpH 3aKajauBaHUM (Ta0. 1).

W3 mectuaecaTi METUIMPOBAHHBIX HYKJIEOTHIOB, B TOM WM MHOU
Mepe JIEMEeTHIINPYeTCs IBaarh. J(eBITHaIaTh 3 HUX — 3TO IIUTO3UHBI,
pachoimKeHHble B accuMeTpuuHoi nocnenosarenbHocTd CNN. Hau-
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Cmamyc memunuposanus JJHK pacmenuil u ycmouuusocms K Cmpeccosbim ...

OONBIIMK YPOBEHb JIEMETHIMPOBAHUS NPH 3aKaJMBAaHUW PACTCHUN Ha-
OnromaeTcs B IEHTPE JAHHOTO METHIIMPOBAHHOTO yyacTKa. B monoxeHusx
o1 200 10 194 Bce IMTO3MHBI YTPAauUBAIOT METHWJIBHYIO TPYIIIY BO BCEX
HCCIIeIOBAaHHBIX HAMH KJIOHAX, @ HYKJICOTH/I B IosioxkeHun —193 ocTtaercs
METHJIMPOBAaHHBIM JHIIb B 20% ciydasx, B TO BpeMs KakK B OCTaJbHBIX
MOJIOKEHUSIX JIEMETUITMPOBAHNE HOCUT YaCTHYHBINA XapakTep U METHIIH-
POBaHHHBIC IIUTO3MHBI 00HapYx)KUBatOTCs B 70—90% KIIOHOB.

Taroke CTOUT OTMETHTb, YTO OOJBIIMHCTBO LIUTO3MHOB, YTPAuHBAIO-
LIMX METHJIbHYIO TPYIILY B XOZ€ XOJIO0BOTO 3aKaJIMBaHMUs, BO3BPAILAOT-
Csl B MCXOJIHOE COCTOSIHHME, €CIIM PACTCHUE IIEPEHECTH B OJIarolnpusTHbIC

Conep:kaHue MeTHINPOB

Q—;]hl);lﬂl’l’o.;l/l§

KallyCThbl, BbIPAIEHHbJX, B Pa3]YHE
- :

Tabmuua 1

reie CBF pacrennii
LeMIEPATYPHBIX YCIOBHSIX

y pﬁc;eﬂnﬁ KarycTel (%)

HOSI/IHI/IS{ K}HCPGHCCCHHHX B
AJIBHBIC YCII0-
Hylicotiaa }gpn:f{pocm anne
. 3aKAJIMBaHUS
-234 o 2l
216
-204
-203
-200 ,
-199 80+1,5%, 2
-198 80+1,5 = N 0
-197 80+1,5 K, ™0 95,45+4,55
-195 100 = 0 0
194 100 0 100
-193 100 19,05+0,95 100
-178 100 90,48+0,48 100
-158 70£1,5 80,95+0,95 100
-156 100 76,19+6,19 100
-152 100 80,95+0,95 100
-150 100 80,95+0,95 100
-136 100 80,95+0,95 100
-73 100 71,43+1,43 100
-63 100 80,95+0,95 100
-49 100 90,48+0,48 100
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I'maBa 4

ycnoBust iporspactanus (puc. 31). Tpu qeMeTHIMpOBaHHBIX HYKJICOTHAA
13 LIECTH BO BCEX UCCIIECIOBAHHBIX KIIOHAX 3aKaJICHHBIX pacTeHUI, HE Me-
TUJIIPYIOTCS IAKE TIOCIIe BO3BPALICHUN B OJaronpusITHbIE YCIOBHS IIPO-
u3pacTanus. B oTnume ot ocTanbHBIX HIUTO3WHOB IUTO3WH B MOJIOKEHUU
-158 mpu XonomoBOM 3aKaJMBaHUKM METHIIMPYETCS Y OOJBIIEro YHcia
KJIOHOB I10 CPaBHEHHIO C HE3aKaJICHHBIMHU pacTeHusMu. [Ipu nepenece-
HUM PacTeHU! B HOPMAJIbHBIC TEMIIEPATypHbIC YCIOBHUS TOCIE PeKUMa
3aKaJMBaHMSA YacToTa ero MeTuinpoBanus gocturaet 100% y n3ydeHHbIX
KJIOHOB. TO €cTh B OTIIMYHUE OT JIPYTHX IIMTO3MHOB B HCCIIETyeMOM METH-
JIMPOBAHHOM Y4YacTKe y 3TOTO HYKJICOTH/Ia B OTBET HA 3aKaJIMBaHHE MCTH-
JIMPOBaHUE YCUIIMBACTCS.

Takum oOpazom, pe3ynLTan>1 Hamnx MCCIIEIOBAHMH TTIOKA3aJIH, 9TO
MOCJIEIOBATEILHOCTH I[HK;Q‘IpOM Topagena CBF pacrenmii Kamycrsl,
Yy KOTOPBIX CTENEHb MG”QUII/IPOBB.HI/I neﬁmnnacx, Ipy 3aKaJIMBaHMU,
CTaHOBSTCS OosIee MeT@Hp B2 HOCE pacTeHuii B Onaro-
MPUSITHBIC yCHOBHg CT or Ln.pouecca MOKa HEsICeH

100 o I - o
90

50 I '

0

o0

0

40

30

0

10

0 L B B B3 B B

-234 -216 -204 -203 -200 -199 -198 -197 -195 -194 -193 -178 -158 -156 -152 -150 -136 -73 -63 -49

CTeneHs MeTHINPOBAHIA, %o

TTosnnna vy KJaeoTnaa

.l | 3

Puc. 31. YactoTa METHIIMPOBAHUS LINTO3MHOB B poMoTope reHa CBF kamycTbr:
1 — pacTeHusi, BbIpallleHHbIE B HOPMAIIbHBIX TEMIIEPATYPHBIX YCIOBUSX;
2 — pacTeHusl, MPOLIEIIHE CTAJUIO XOJI00BOr0 3aKaluBaHus; 3 — pacTeHus, HepeHe-
CEHHBIE B HOPMaJIbHbIE TEMITPATypHBIE YCIOBHS TOCIIE ATala 3aKaluBaHHs.
ITo ocu abceryce OTMEUEHBI MOJT0XKEHHS IIUTO3MHA OTHOCHTENBLHO CTAPTOBOTO KOJIOHA,
a 110 OCH OPJIMHAT — CTENEHb METUINPOBAHUS
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1 MOXET OBITh MPEIMETOM JalbHEHIINX UCCIEA0BaHUMI. B cBs3u ¢ aTUM
MOKHO OTMETHTh ACHCTBYIOIIYIO Y pacTenuit cucremy DME/ROSI, o6e-
CIECUYMBAIOILYI0O 00paTUMOEe J1eMETHUIIMPOBAHHE/METUINPOBAHUE COOT-
BeTcTBytOIMX nocienosarenbrocteit JJHK (Gong et al., 2002; Gehring
et al., 2006). BeposiTHO, oHa HeoOXoxMMa JIJIsl POCTa M Pa3BUTHUS pac-
TEHUH, NJIs UX aJanTalnuu K ycrnoBusiM cpeasl (Marike, [lenn, 2010).
MO’KHO MIPEATIOIOKUTD, YTO, BO3MOXKHO, JIEMETHIIUPOBAHHIE [IUTO3MHOB
B METHIIMPOBaHHOM oOnactu mpomoropa reHa CBF xamyctsl crioco0-
CTBYET aKTHBAI[IH SKCIIPECCHUU ITOTO TeHA ITPU XOJIOAOBON aKKIMMAIIHH.
B pesynbrare ynydineHHss METONOJOTHM aHAM3a PACTHTEILHBIX
T€HOMOB I10Jy4€Hbl HHTEPECHBIE JIAHHBIE O MEXaHM3MaX PerylInpoBa-
Husa metunuposanus JJHK, GHHI/IE?) ﬁgpymeHbI HOBBIE KOMITOHEHTBHI,
YYaCTBYIOIME B TAKOM PCTy/HIPOBAHNH. 8,[(Hal(0 MOJIEKYJISIDHBIE Me-
XaHU3Mbl (D)YHKIIMOHMPOBAHHS Pa3NNYHBIX-haKTOPOB, BOBICYEHHBIX
B MIPOLIECC PETYISIA METHITUP ba\HH B 0ZIeHiCTBHE, OCTAIOT-
¢ Ib30BAHMEM PE3YIbTaTOB

Csl ele BO MHOTOM YQHH
TIOJTHOT€HOMHBIX aHAIM3Q MeTVTHPOBAHNUS U IeMe-
i OfIelCTBUA pe-

THJIMPOBAHHUS, TIPEACTON;

TyJISTOPHBIX OeIKOB CHIXL eJ0BATE]IbHO, HALIM

no3HaHMs B3aHMOCBA3CH MEHK) K 1 koHTpOIEM

TPaHCKPHUIILMH PACIIHPSIOTE: '
% Q




3AK/IIOYEHUE

COBOKYITHOCTh MOTYYEHHBIX PE3YJIETATOB MO3BOJIIET KOHCTATUPO-
BaTh, YTO B OCHOBE (PyHIaMEHTAJILHOTO TpoIiecca ajanTalui pacTeHUN
K TUIIOTEPMUH JIC)KHUT CIIOCOOHOCTh PACTUTEIILHBIX OPraHU3MOB Peaiu-
30BBIBaTh MIMPOKHH CIIEKTP 3aIIUTHO-TIPUCIIOCOOUTENHHBIX PEAKIHA,
HEOOXOAMMBIX ISl Pa3BUTHS MX YCTOWYMBOCTH K TaHHOMY CTPECCOBO-
MY BO3ZICHCTBHIO, CPEIH KOTOpLI§MO)KHO BEISIBUTH 001IME HecTienuhu-
yeckne (PU3HOI0r0-0MOXMMHYGCKHE,3alUTHEIE Peakiuu. K TakoBbIM,
MIPEXKIE BCETO, OTHOCATCS {SELBI/IT;T B-/COErOSHMN FOPMOHAJILHON CHCTe-
MBI PacTEeHUH, UTparo
FEHETHUYECKHUX PO
HOCTH KJIETOK, C HOQ%‘

nﬁ%erynﬂulxm NEPEKITIOYCHUS
HKLIUOHAJIBHOW aKTHB-
faK HA3bIBAEMbIE CTPECCOBBIE

.,yHKLmQHMpOBaHmI
PBYIOT O HAJIMYMHU He-
CHEICHHBIX OTBETHBIX pe-
MATY. Haipimep, CymeCTByoT
Hl\ﬁ)m‘rgy'f YOXOKIEHHS XOJIOJI0BOTO

' Gllmo“ur\@bmashow 1991). B 1o xe
BPEMsI 3aMETHOTO YBEITH 51 X0J10/10CT CTH MOYXKHO JIJOCTHYb H B OT-
cyrctBun dkcripeccuu CRT -Co, ammx COR-reHoB, Hampumep,
B cimyyae eskimol-myTtaHTa a GIQmé;’Icnca (Xin, Browse, 1998). Bos-
MOXKHOCTB pEaM3allii PAa3INYHBIX ITyTeH JTOCTHKEHHS XOJOIOBOU aK-
KIMMaluK TOATBepXkaaeTcss uccinenoBanusiMu ABK-nedummrHeix sfi-
(sensitive-to-freezing)-MmyTaHTOB apabuoICHca, HECIIOCOOHBIX K ITOJI-
Homy 3akanuBaHuio (Warren et al., 1996; Knight et al., 1999). Muorue
W3 9THUX MYTaHTOB AOCTUTaOT JHIIb 50% OT ypOBHS pacTeHUI AMKOTO
Tuna. BeposTHBIM 00BSICHEHHEM 3TOMY MOXKET OBITb TO, UTO Kaxaas Sf7-
MyTalus OJOKUPYET KOHKPETHBIH CHUTHAIBHBIN TyTh. CBEpXdKCIIpECCHs
TeHOB HEKOTOPBIX TPAHCKPHITIHOHHBIX (PAaKTOPOB YIydIlaeT CTPecco-
YCTOWYHMBOCTh apa0HONCHCa, pUca M HEKOTOPBIX JPYTHX PaCTEHHH,
SIBHO TIOKa3bIBasI, YTO PETYIISIIHS TPAHCKPHUIIIIMH SIBIISIETCS] BAYKHBIM TIPO-
TeKTHBHBIM MexaHu3MoM (Nakashima et al., 2009).
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Raxnouenue

K nacrosmemy Bpemenu anst COR-reHOB, IO KpaiiHel Mepe A1 He-
KOTOPBIX M3 HUX, HCCIICIOBAHBI 0COOCHHOCTH TOPMOHAIIBHOM peryIisiiyy,
LUC-aKTUBUPYIOILNE IEMEHTH U TPAHCKPHUIIIMOHHBIE (DaKTOPBI, yCTa-
HOBJIEHbI MX TEHBI, OMNpe/eNeHa BPEMEHHas I0CIIe0BATENbHOCTh TEX
WA UHBIX 3TanoB. B caMoM Hawasne cUrHaiIbHOTO Kackaja, BCIIe 3a Pe3-
KHMM YBEJIMYEHHEM KOHIIEHTPAIMH HOHOB KaJIbIMS B IIUTOIIa3Me, IIPOHC-
XOJISIIIIET0 B T€UEHHE HECKOJIBbKHUX CEKYHJ|, TIOCTYJIUPYETCs ITall aKTHUBa-
e (hakTopa, y:Ke MPUCYTCTBYIOIIETO B IIUTOILIA3ME TIPH ONITUMATEHON
Temneparype. 1ot atan juymtes 10-15 MuH 1 B pe3yssrare Ha9YnHAeTCs
cuHTe3 (PAKTOPOB TPAHCKPHUIIITHH, Y apadbumornicuca 3to CBF, mis aktrBa-
UM DKCIIPECCHUH TEHOB, 3a,Z[eI/ICTBOBaHHLIX B 3aIIUTy OT Xoioxa. Tpaxc-
KPHITLUS PETYINPYEMBIX XOJIOAOM r!:HOBgII AMEIOIINX B COCTaBE IPOMOTO-
pa CRT/DRE-snemenTsl, 06HaW)KI/IB TOS IRUMEPHO Hepes3 1-2 4 nocne
Hayaua XOJO0BOTO BO3ICHCTBHUS:, AKT Balpfl , (paKTOpa, UHUIMUPYHO-
mero skcnpeccuto reHos CBE, { 1, 3aKITIOYACTCS B MX
' K1 ason AKTUBUPYEMOH,

top CBFI, I/IHL[yKLmﬁ, CRT
HmKOTeMnepaTypHor(ngsz[ ) 1

benku xomomoBoro uﬁm p wil, npeunoﬁg)m/ITeano OTHOCSIIIHE-
s K CeMEWCTBY OOTraThIX aJlAHHHOM an)pmH@?X\TenKOB WTPAIOT BKHYIO
POJIb B TOPMOKEHUH 00Pa30BaHUSE BHYTPH HOTO JIbJIa B YCJIOBHSIX TH-
norepmuu. K HUM oTHOCHTCS U rex—@(]]_[ 'P5 xarryctbl. C UCTIONB30BaHU-
€M MHTHOMTOPHOTO aHAITH3a HAMHU Ha POTOILIACTAX M PACTCHUSIX KAITyCThI
MIPOCJICKEHBI ITyTH TIePeIadl HU3KOTEMIIEPATypPHOTO CUTHAJIA M3 BHEITHEH
cpenpl. Tak, BBISBICHO, YTO XOJIO-UHIyIMpyeMas dkcripeccus rena CSPS
00yCJIOBJICHa aKTHBAIMEH KaJIbIIMCBbIX KAHAJIOB M YBEJIIMUCHUEM ITOTOKA
MOHOB KaJIbIIHS B IIUTOIIIA3MY B PE3yJIbTare W3MEHEHHS COCTOSIHUS KIIETOY-
HBIX MeMOpaH. B cBOrO ouepe/ib, TOBBIILICHUE KOHIICHTPAIIMHA HOHOB KaJlb-
LIUsI B LUTOIUIA3ME MOYKET TPHBOIUTH K aKTHBAIIUM KaJbIMHA-3aBUCHMBIX
MIPOTEUHKHHA3, U, CIICA0BATEIhHO, 3Tamna (hochoprmpoBaHusi, HEOOXOIH-
MOT'O JIJIsI PETYJISILIMK HHAYLIMPYEMOM X0J10/10M dKcrpeccun reHa CSPD.

K xapaxkTrepHbIM OTBETHBIM PEAKIMAM PACTEHUNA HA HApYyIIIEHUS TEMIIe-
paTypHOTO peXXrMa OTHOCHTCS OBICTPOE, OOBIYHO TPAH3UTOPHOE, HAKOTIICHHE

Ol , 1998).
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Bakniouenue

ABK (Aroca et al., 2003), 4To TaKKe IPOAEMOHCTPHPOBAHO B HAIIIEH padoTe
Ha pa3HBIX PACTUTENIbHBIX OOBEKTax. B CBSI3M € 3TMM HE YIMBHUTENIBHO, YTO
rer CSP5 nposiBisieT 4yBCTBUTENBHOCTD K dk30reHHol ABK. Onnako anamms
TPaHCKPUINLMOHHOM akThBHOCTH CSP5-reHa B mpenoOpadoranHbix ABK u
MOJBEPrHYTHIX XOJIOIOBOMY BO3IICHCTBHIO PACTCHHUSIX KaIyCTbl, CBUJICTEIb-
CTBYeT B IIONIB3Y peanu3aryin kak ABK-, Tak 1 X0no/-3aBUCUMBIX ITyTeH peryJis-
MM JITAHHOTO TPOLIECCa, YTO, BEPOSITHO, 00YCIIOBIIEHO HAJIMUHMEM B IIPOMOTOPE
9TOTO TeHa pa3MIHbIX Kak ABK-, Tak 1 X0Io/-ayBCTBHTENBHBIX IIC-MOTHBOB.
HUcnonb3oBanue uHruoutopa cuntesa ABK dutyprioHa 1mo3Bosniio BbISIBUTh
Haymuue kak ABK-onocpenyembIx, Tak 1 XONOI-UHIYIUPYEMBIX ITyTeH pery-
JISIIUA KJIOHUPOBAHHOTO TEHA TADHN JIETHIPYHA B PACTCHUSAX MIUECHULBI B
X0J1e THIIOTEPMUH. ITO YKaBLIBae’I'Ha HESaBI/ICI/IMBIC MyTH cUTHATbHOM (ABK,
XOITOJ) PETYIILUH [CHOB 3aIITHBIX 6en1<0<g\n CBHZIETENBCTBYET O HAJEKHO-
CTH CHCTEM PEryJISILIH cmé\bcomro OTB WTCHI/H/I

CrienoBareIbHO, K@aCT v aeTCsl MHOTO BOIPOCOB
O MyTH Tepefait XQf ﬂ%ﬂ_KHGTOHHOI/I MeMOpaHsbI
JI0 STIEPHBIX CTPYKLYP \.',: Mnn"ékca aJlaNTUBHBIX Me-
XaHHU3MOB K COOTBETCT HOM) —G‘)’KI/JM}/ Tem He mMeHee
HMeIoIHeCs MHOID‘HJGHEH paCCMetIpHBaIOTcsi oT-
[[CJII:HI:IG eTanLI BOCl'Ip Tm 3Bon;1m TOBOPUTH O

& \3BeHo. B’ Bocnpmmn HU3KOM
TEMITepaTyphbl, TaK Kal(&gg "%alcmmunp;c@m KaJIbIMEBBIX KAHAJIOB U
notoky noHoB Ca?* B 11 u z[anbﬂgﬁﬂmM COOBITHSIM B IIEIH, WK
HETIOCPEICTBEHHO JBYXKO CHTHBIX TOPHBIX CHCTEM, COCTOSILIX
U3 PeLenTOp-TMOA00HBIX npOTeiﬁyUMH@) PETYISITOPOB OTBETA, C Mepesa-
Yeii CHrHaJIa K OCIISYFOIIMM 3BEHBSIM TPAHCTYKIMU. BeposiTHO, B KileTkax
MOTYT paoTarh 3TH U JAPYre CEHCOPHBIE MEXaHU3MbI BOCIIPUSTHSI TIOHH-
JKEHHS TEMITIEPATYPbI OKPYKAIOLIEH CPEJIbl, U IabHENIIINE UCCIIEAOBAaHMS B
9TOM HalpaBJICHUH MO3BOJISIT MPOSICHUTH B 3HAYUTEIIHEHON Mepe camble Ha-
YaJbHbIC ITAITBI 3/IANTAIMU PACTCHUH K HU3KAM TEMIIEPaTypaM.

Tem He MeHee OTBEThI Ha BOIPOCKI, KAKUM 00pa30M pacTeHHsI BOCIIPH-
HUMAIOT HU3KUE TEMIIEPATyPhl U HHUIIMHPYIOT PETYISITOPHYIO IPOrPamMMy,
KOTOpasi B UTOTE YCHIIMBAET XOJIOIOCTOMKOCTh PACTEHHMH, M KAKOBA IPHPOZA
PaCTHTEIILHOTO «TEPMOMETPA» M CEHCOPA HU3KOM TEeMITepaTyphl, OCTAIOTCS
OTKPBITBIMH. B OTiIM4YMe OT KMBOTHBIX KJIETOK, Y KOTOPBIX MICHTH(HIH-
poBansl perienitopel TRPA1 (transient receptor potential cation channel),

MaJICMMBI BBICTYHa.IQ:I Ka
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Raxnouenue

JCHCTBYIOIIME KaK CEHCOPbI HU3KoH Temmepatypsl (Karashima et al., 2009),
pactenust He 00Maal0T NOHHBIMU KaHajlaMy ¢ ofo0HoM Gynkimei. [Tpu-
HMMasi BO BHUIMaHHE BOBJICUCHHOCTh HOHOB KaJIbIMS B CUCTEMY Iepeadn
HU3KOTEMIIEPaTypHOTO CHTHAJIA, MOCTYIHPOBANach HAEs O KaJbIHEBBIX
KaHajlaX Kak o MepBUYHBIX ceHcopax xonona (Ding, Pickard, 1993; White,
2009). OnHako y pacTeHH KalbLEBbIE KaHabI, 00ECTICUNBAIOIIIE XOIO/I-
WHJYLIIMPYEMBIi MOTOK MOHOB KaJbIMS B KIETKY, TIOKa HE KJIOHUPOBAHBI
(Knight, Knight, 2012). K ToMy e ObUTO TOKa3aHO, YTO TOHWKEHUE TEKY-
4ecTH MeMOpaHbl U KI3MEHEHHS B CTPYKTYPE IEMEHTOB IIUTOCKENEeTa Ipeji-
IIECTBYIOT OTKPBIBAHUIO KaJlbIIMEBbIX KaHaioB (Suzuki et al., 2000; Los
etal.,2013). Yro xacaercs ,Z[OMI/IHI/IPYIQHLCI/I THITOTE3BI O TEKYIeCTH MeMOpa-
HBI, KaK 0 CEHCOPE TeMIIepaTypHBIX ImneGaHHH TYT €CTh CIIOKHOCTHU B 00B-
SICHSHHH BO3MOMKHOCTH TIOXOOHQIO «T pMOM‘nga» K Pa3IMYCHUIO YPOBHS
3HAYEHNH TeMIIepaTyphbL. ECTQrame VICCIIE/IOBGHIS, YKa3bIBAOLIE Ha TO,
YTO B BOCIIPUSITUU TEMIIEPATYPH: 3¢ OBITH 3a/1eiicTBOBA-
HBI [IPOLIECCHI peMoz[eJmﬂ% ~et al., 2012). Takum
o0pasom, B paCTI/ITenBI-EI HCTﬁ()BaHH HECKOMTBKO
MEXaHH3MOB BOCIIPHSIT '
JIb1, KOTOPBIX MOKHO OBLI0-OB1y
Takum o6pa30M aHATIN3 .
K PELICHHIO TPOQIEMbI Pass
PaTypHBIM BO3IEHCTBHSAM TIP
aBTOPOB U3 MHOTHX cnfia;i Y 1L
0COOCHHO B TIOCIICIHHE 3
HbIe ycriexu. OHaKo MHE%
PACTeHHI Ha XOJIOIOBOE BO3ICHETBHE, IPO3 SHHUE OTIEIbHBIX ITAIOB
CTPECCOBOTO OTBETA TPEOYIOT yTo@eHmﬁh 1 TIOITBEPIK/ICHUSI PaHEe BbI-
CKa3aHHBIX mpennonokeHnii. Eme HET equHOro MHEHUS OTHOCHUTEIBHO
MIEPBUYHOTO 3BEHA B MPOIIECCE BOCHIPHATHS XOJIOIOBOTO CUTHAIIA.
MHorue BHIBI PAaCTEHWH W3 PETHOHOB C YMEPEHHBIM KIMMAaTOM
CIIOCOOHBI K YMCHBIICHHIO TOBPEKIAIOIIETO BO3ICHCTBUS HU3KHX
Temneparyp. PasHooOpasHble mpucrocoOIeHns Ha pa3HbIX YPOBHSIX CTPYK-
TYPHOI OpraHu3alyy MO3BOJISIOT PACTCHUSIM aJalTUPOBATHCS K TAKUM BO3-
nercTBUsAM. PacTeHHs MOKa3bIBAIOT YBEIMYCHHYIO MOpPO30yCTOHYHMBOCTH
MOCJIE VX SKCIIO3UIIMH TIPY HU3KUX MOJIOKUTEIIBHBIX TEMIIEpaTypax, B Mpo-
1ecce Tak Ha3bIBAeMOT0 3aKaIMBaHMs. 3aKaIMBaHUE COMPOBOXKIACTCS pas-
HOOOpa3HBIMUA OMOXMMHYECKHMH, MOP(oIorndeckumMu u (Qu3noiIornye-
CKMMH U3MEHEHUSIMU B PACTUTEIIBHBIX KJIETKAX, ITO/ITOTABIMBAIOIIUMHI HX
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K TEPEHECEHHI0 MOPO30B: M3MEHEHHEM B DKCIIPECCHHU OTPE/ICTICHHBIX Te-
HOB, TPAH3UEHTHBIM YBeIUUeHHeM cofepxanus ABK, u3MeHeHUsIMU B cO-
CTaBe MEMOPAHHBIX JIMITH/IOB, HAKOTUICHHEM COBMECTHMBIX OCMOJIMTHKOB
(mposuH, OeTauH, MOJHOJBI ¥ PACTBOPUMBIC Caxapa), YBETHUCHHEM YPOB-
Hs antuokcuaanToB (Kacnepcka-Ilamag,1983; Thomashow, 1998; Hare
et al., 1998; Xin, Browse, 2000; Shinozaki, Yamaguchi—Shinozaki, 2000;
Taji et al., 2002; Hekneby et al., 2006; Guy et al., 2008; Miller et al., 2008).
BOJIBIIMHCTBO M3 3THX OHOXMMHUYECKHX U (DU3MOJOTHYECKUX M3MEHEHHI
PETYIUPYIOTCS HU3KMMH TEMITEPaTypaMH depe3 M3MEHEHHUsI B OKCIIPECCHI
TEX WM MHBIX TeHOB. VICCIIe0BaHms TI0 BEISICHEHHIO CTPYKTYPhI M OPTaHu-
3aIMH MOIOOHBIX TEHOB, HX PeryJIALUH 1 BKIIaZIa B PA3BUTHE CTPECCOBOTO
OTBETA PACTCHUIT MPOBOJISITCS ,I[(K:T&TO‘IHO JIABHO U HAKOILICH 3HAYMTEIb-
HBII 00BEM CBEICHUH B 3T01§06na TI/I 0GQOCHHO ¢ pa3BUTHEM MHUKPOUYH-
TTOBBIX TEXHOJIOTHI (Thorr@.show 199 é:gaozakl Yamaguchi-Shinozaki,
2000; Guy et al., 2008; Hirayama, " 0)

Y6ezLI/ITeJILHO
pacTteHuil K HHSK‘ﬁM
(bepmeHTBI  yuacTR
st MOpOBOCTOI/IKI/IX"‘paCT HTI/I(I)pI/ISHI:Ie
Oenkw, MHm6pr10m e p(:) u obecileunBatomue
CHIDKCHHE TeMnepa PBL. 3aMEp3aHsL, BOBL KI/I aQHAJIOTUYHBIE TI0

MelcTBa ﬂemapmfop B ]
Ha3bIBacMbIe COR-6e§:}R LKA _OHOIIOBQEQ\OTBCTB_) KittoueBoe 3Ha-
YEHUE JIJIS 3aI1yCKa U Kééyu u checc\P\boro OTBETA UMEET CTUMYJIS-
LM XOJIOZIOM 31<cnpeccm1 TEHOB, KOAUPYIOLINX KOMIIOHEHTBI PELCHIIIUH
U TPAHCAYKLMU CUTHAJIA, a TAKKE PELYIITOPHBIC OSIKH (MUTOICHAKTH-
BHUpYyeMbIe KHHa3bl, Kablnii-3aBuénmble npoTenHKHHAa3bl). Kpome Toro,
B MOCJICJIHHE TO/IbI IOCTUTHYT 3HAYMTEIbHBIH MPOrPecC B YCTAaHOBICHUH
CHUTHAJIbHBIX IyTEH, C IOMOIIBIO KOTOPBIX OCYIIECTBISICTCS aKTUBALMS
aJanTalMOHHBIX MPOLECCOB MPH HU3KOTEMIIEPATYPHOM CTpecce.
VYeunenue 3KCIpeccuy T'eHOB IIPU CTPeccax KOHTPOIMPYETCS MHO-
’KECTBOM PETYJIATOPHBIX CTa[Hi, TAKUMU KaK aKTHBALUS TPAHCKPHIIIIU-
OHHBIX (h)aKTOPOB, HOCTHKEHUE TPAHCKPHUITIIHOHHO aKTUBHOTO COCTOSIHHS
XpOMaTHHa U CBS3bIBAHKE TPAHCKPUTILIMOHHBIX (DaKTOPOB €O crienudude-
CKHMMU 3JICMCHTAMHU OTBETA. HCILaBHO 61)1.]10 TIOKa3aHO, YTO ITOYTH KaK1asl
HYyKJIEOCOMa B XpOMaTHHE JPO30(HIIbI CBA3aHA C OHUM HJIU HECKOJIBKHMHU
oenkamu (Filion et al., 2010). CooTBeTCTBEHHO B CiTydyae CXOJICTBA B Opra-
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Huszanuu pactutenproi JJHK n JIHK npo3oduisl, cBs3biBaHue OCTyIIA-
IOIINX B SAPO TPAHCKPUIILMOHHBIX (DAKTOPOB C IMC-3TIEMEHTaMH IPOHC-
xoauT He npocto yepe3 JAHK-0enkoBoe B3anmoneicTBre, a mocpeicTBOM
0eJI0K-0eNTKOBOr0 B3aMMOICHCTBHS, YTO TPeOyeT TaKKe JabHEHIINX HC-
CIE0BAaHUM JUIs yTOUHEHUs. He BBICHEHBI B IIOJIHOM Mepe IIyTH MOJU-
(UKaMu XpOMaTHHA ¥ aKTHBALIMK DIIEMEHTOB OTBETA VISl JOCTHKCHUSI
cnenru(pUUHOCTH CUTHAJIMHTA, U 3TO BbI3BIBAECT HEOOXOIUMOCTh MCCIIENIO0-
BaHMUS BCETO KOMIUIEKCA OEIIKOB, CBSI3aHHBIX C aKTHBHO TPaHCKPHOHpYe-
MBIMHU T€HaMH ¥ BBISICHEHHSI BCEX BOBJIEYEHHBIX B MTPOIIECC KOMIIOHEHTOB:
(epMeHTOB MOIM(HUKAIIUN XPOMAaTHHA, TPAHCKPHITIIHOHHBIX (haKTOPOB,
a TaKoKe IPYyrux OEJIKOB, BIMSIOLINX HA CTPYKTYPY XpOMATHHA U Ha B3aH-
MOJICHCTBHE OCITKOB APYT C APYTOM fVaa'htera Brosche, 2011).

BaxHoe MecTo B perymsugn ¢t €CCOPATo OTBETA pacteHuii mpu-
HauIekuT uroropmonam. fIpu BOS,I[CI/I TBH? HeOMaronpusTHEIX (ak-
TOPOB CpeJbl Ha6mo;:[aeT@ Ha "e- ; bKS<koTOpOil MpHUHAIIEKHUT
KJIIOYeBast poiib B HH;;\ }\i\i : ce IeCATKA [CHOB CTPeC-
COBBIX OEJIKOB, AL MHOLHS . ia 3afEYHTHaH byHKIMS,
' ) XO,[{WL Ha ciaaboM

JEHUCTBUSI KOTOpI)IX ﬂ CTONE
HOCTh. K TakoBbIM, B‘Ié_(:‘a‘HO ' :
IOIIHE B PETYISIUN YCTO{H’@@ CTCHHIH K p«t}p CCOBBIM BO3I[eI/ICTBI/I-
SIM, B TOM YHCJIE U K XOJIOZY. BBIC BI)ISIBHCI{@QKT Y4YacTusl B peryisiyn
MHIYKLWHU TPAHCKPUIILN reH6§ eruapu HAHE TONBKO ABK, npu3HaHHO-
IO UH]TyKTOPa 3KCIIPECCUU reHOB yﬂz[p@\éa HO U 24-31THOpacCHHONIA.
370 yKa3bIBaeT Ha CYIIECTBOBAHHE aJIbTepPHATHBHBIX ITyTeil FTOPMOHAIBHOM
PETrYJISLMHU SKCIPECCHHU TeHOB JICTHAPHUHOB, YTO MOXKET OBITH 00YCIIOBICHO
HaJIM4MeM B UX IPOMOTOPAX CAlTOB y3HABAHUS PA3IMYHBIX TOPMOHOB.
OTO 3aKII0OYCHUE CIIPAaBEAIMBO U B oTHOIIEeHNH reHa CSP5 karry-
ctbl. Tak, Ob-unaynuposannas skcnpeccust rea bXII BHocHuT Baxk-
HBIH BKJIQJ B peaiM3allMIO €ro 3allUTHOTO JCHCTBUS HA pacTeHus (Ka-
mycTa, MIICHUIA) IPH THIIOTEPMHUH, KOTOPOE MPOSIBIISETCS B CHIYKCHUT
YPOBHSI TIOBPEXJAIOIIETO AEHCTBUS HU3KOTEMIIEPAaTypHOIo cTpecca
Ha POCT pacTeHUi U B YCKOPEHHH BOCCTAHOBJICHHS POCTOBBIX MpoOIIec-
COB B IOCT-CTpECCOBBIN nepuos. CrenoBaTenbHO, BOBIEUEHHE OEIKOB
XOJIOZIOBOTO IIOKA U JICTHIPUHOB B CIIEKTP JAeicTBUs Db Ha mpopocTku
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Bakniouenue

MIICHULBI ¥ [IBETHON KAITyCThl B HOPMAJILHBIX M CTPECCOBBIX YCIOBHIX
MOXET CIIY>KUTb ITOKa3aTeJIeM Pa3BUTHS Y paCTEHHUH O] BIUSHUEM JaH-
HOTO (PUTOrOPMOHA MPeJaIalTUPYIOIIETO U MPOTEKTOPHOTO P PEKTOB.

Kpome CSP5 u gerunpuHoB, Bkiaa B pOpMHUPOBaHUE yCTOHYNBO-
CTH PAacCTCHMI BHOCHT TaKKe arrIIOTHHUH 3apOAbIla MIICHUIBI, TH-
MUYHBIA TPEICTABUTENb JICKTUHOB 3JIaKOB, KOTOPBIH, OTHAKO, SBIISIETCS
ctporo ABK-koHTpomupyeMbIm.

BeisiBnieHo BiMsSiHME HEONATONPUSTHBIX TEMIIEPAaTyPHBIX YCIIOBHUH,
a UMEHHO OXJIXKJCHHS, Ha CTAaTyC METHJIMPOBAHHS MPOMOTOPHBIX 00-
macTeit reHa TpaHckpumonHoro ¢aktopa CBF kamyctsl. lomydennsie
HaMH JaHHBIC 00 YMCHBIIICHIH CICUCHY MCTHIMPOBAHIS JHK mpu xo-
JIomoBoi 00pabOTKe pacTeHUit cornaGyIOTc;[ C KOHIIETIINEH B3aMMOCBSI3H
YPOBHS! SKCTIPECCHH TCHOB HLTENEHI METUANPOBAHHS reHOMa (Bird, 2002).
HoxreeprkeHneM 3ToMy QIyKaT Takge JaHble O TOM, YTO COACPKAHHUE
METWILIATO3UHOB B elie@ez%}?n npomotopa reHa CBF,

CHIDKAIOLIEECH y Pa part Q,‘H.O,E[OBOFO 3aKaJIMBaHUA,
B HOPMAJILHBIX TeNme

3YIBTATHI HAIIHX Hccﬂe,uoBa 1
Ha, O6yCHOBJleHHaH‘I HO

THGMPOBAHKA T, HAOOOPOL, IH; ' "6‘31 f’OHpI/IfITHI)IX WM HeO1aro-
MIPUSITHBIX BHeHJHecp,eao BIX ¥
MEXaHU3MOB B3aUMOC "EEI’ & 3MeHehP;eQLCTeHeHH METHIMPOBAHMUS
LIUTO3UHOB B IIPOMOTOP oomactu reHa.\{;BF KaITyCThl U1 YPOBHEM €r0
AKCIIPECCHH, TPEOYeT MATLHOMITINX HCCIT aHuil. BosMOXKHO, JeMeTHIu-
POBaHKE OMPE/ICICHHBIX TUTO3MHOB EMOCOOCTBYET M3MEHEHHUIO CKOPOCTH
nuc-akTuBanuu sxcnpeccun reda CBF win, BO3MOKHO, IMEET MECTO M3-
MEHEHHE CTPYKTYPBI XpOMaTiHa B 00HapyKEHHOM HaMU METHITMPOBAHHOM
Y4YacTKe, YTO TOKE MOXKET CIIOCOOCTBOBATH YCUIICHUIO TPAHCKPHUTIIIUHL.
Takum 00pa3om, aHAITU3 JTUTEPATYPHBIX HCTOYHHKOB ITOKA3bIBACT, YTO
rpo0IiemMa pa3BUTHS YCTOMYUBOCTH PACTEHUH K XOJIO/Y pa3padaThiBacTCs
B TEUCHHUE 3HAYUTEIBHOTO BPEMEHH M JOCTATOYHO IIHUPOKO. JIOCTUTHYT
3HAUUTENLHBIN MTPOTPECC B BBISBICHUU OT/JCIBHBIX JIEMEHTOB Pa3BUTHUS
X0JI0A0BOro OTB€Ta U HUCCICAOBAHNHN MEXAaHHW3MOB aKTHBallMM I'€HOB 3a-
IIUTHBIX OCJIKOB TP XOJIOJIOBOM CTpecce. B JmaHHON paboTe OCHOBHOE
BHHUMAHHUE YACJICHO OTAC/IbHBIM aCIICKTaM PEryiIalud aKTUBHOCTU I'€CHOB
0eJIKOB pacTeHNH, 33/ICHCTBOBAHHBIX B OTBETE Ha XOJIOZ0BOE BO3ICHCTBHE.
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