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B 0630pe cyMMUpOBaHbI COBPEMEHHBIE TIPEICTABICHUS O IIPUpPoIe U GYHKIIUSIX PETPOTPATHBIX CUTHAJIOB
(peTporpalHOM CUTHAJIMHIE) TUIACTUI, TTPEeMMYIIECTBEHHO XyioporuiacToB. [loguepkuBaeTcst yyacTue pe-
TPOTPATHBIX CUTHAJIOB TUTACTHU/I B MEXK- I BHYTPUKIIETOYHBIX CUTHATIBHBIX ITyTSIX, X POJIb B IIpolieccax po-
CTa ¥ pa3BUTUS pacTeHUii. M310KeHbI HEMHOTOYMCJIEHHBIE JaHHbIE O MAJIOM3YYEHHOM PETPOTpagTHOIl CUT-
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BBEJEHUWE

Kaxk u3BecTHO, mj1acTubl TPOU3OIILIN OT CBOOO/I -
HO XXMBYIIeH (OTOCUHTE3UPYIOLISH ITMaHOOAKTEpUN
oKoJ10 1.6 MIp JieT Ha3ad. B TeyeHMe TOCT-2HIOCUM-
OMOTUYECKOI 3BOJIIOLUMN XJIOPOIUIACTOB OOJIbIIMH-
CTBO TE€HOB, KOJIUPYEMBIX 3TUM OaKTepUaTbHBIM
MpeaKOM, ObUIM MEPEHECEHbI B SISPHbBII TEHOM KJle-
TOK X03s1uHa. ['€eHOMBI TIJ1aCTUl COBPEMEHHBIX Ha3eM-
HBIX paCTEHU KOAUPYIOT ToAbKO 60—200 6e1KOB, B TO
BpeMsI KaK YMCJIO O€JIKOB, (DYHKITMOHUPYIOLIMX B XJIO-
pomacrax, coctapisiet ot 2000 mo 4000 TeIcsy [1, 2].
DTH OeJIKA yJ4acTBYIOT B (pOTOCHMHTE3E, OMOCHMHTE3E
SKMPHBIX KUCJIOT, aMUHOKHUCJIOT, TOPMOHOB, BUTAMU -
HOB, HYKJIEOTMIOB M BTOPUYHBLIX METabOJUTOB, a
Tak>Ke BO BHYTPUKJIETOYHOM curHasinHre. Maentudu-
upoBaHo 1750 simepHbBIX O€NKOB, (hyHKIIMOHUPYIO-
II1X B Xyioporuiactax: ~344 6enka B ctpome, ~400 6e-
KoB B Tminakompax m ~400 OeKoB B IBYCJIOWHOM
oKpyxXartoleit memOpaHe miactun [1]. MynbTuden-
KOBbIE KOMIUIEKChI XJIOPOIUIACTOB, HEOOXOAMMbIE
ISt 00pa3oBaHUs MOJTHOCTBIO (PYHKIIMOHAJIBHBIX OP-
raHeJlJ, MO3aW4YHbI MO CBOEMY MPOMCXOXIACHUIO U
cocroat u3 cyorenuauil (CE), cuHTe3npoBaHHBIX B

Coxpauwenus: CE — cyobpenununa; PPR — menataTpukonentum-
Hblii ToBTOp; PAP — docdoaneHo3uH-5-pochar; MEcPP —
MeTtmwmputpoi-nmkionudodar; B-CC — B-IUKIONUTPATE;
CAS — Ca’t-cBsasbiBatommii 6e10K XJIOpOILIAcTOB; JA — kac-
MoHoBas1 kuciota; Et — sTiiieH; SA — canmuuuiaoBast KUCJIOTa;
ABA — abcuuzoBas kuciota; ER — sHooriazmaruyeckuii pe-
TukynyM; T®d — tpaHckpurnuoHHble dakroper; DTI[ —
9JIeKTpOH-TpaHcIiopTHas 1enb, ADK — akTuBHbIe (DOPMBI
KHCI0poa.
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caMmux opraHesiax, a Takke CE, KognpyeMBIX reHa-
MU B siIpe, TPAHCIUPYEMBIMU B LIMTO30JIe U MOCT-
TPaHCIISILUOHHO ITOCTYIIAIOIINMMY B XJIOPOILIACTHL. B
koMIuiekcax DT TmiakommHoili MeMOpaHBI OIHA
yacTb CE KoaupyeTcsi F’eHOMOM XJIOPOILIACTOB, a APY-
ras — reHOMOM sapa. B ctpome Gosblinast cyobeIuHM-
ua PB®K/O (pubynozo-1,5-6uchocharkapbokcuiia-
3a/0KCUTeHAa3a) KOAUPYETCSl TEeHOMOM TLIaCTUI, B TO
BpeMs KakK Majiast cyobeaumauiia — siapom [3]. Jloka-
JIM3alusl TEHOB, KOMUPYIOIINX OEJIKM XJIOPOILJIaCTOB
B Pa3JIMYHBIX KOMIIAPTMEHTAaX KJIETKU, CBUACTEIb-
CTBYET O CYIIECTBOBAaHUM MOJEKYISIPHBIX U (pU3MO-
JIOTUYECKUX MEXaHM3MOB, KOTOPbIe KOOPAUHUPYIOT
9KCIIPECCUIO SIIEPHBIX M TJIACTUAHBIX T€HOB, YTO
MO3BOJISIET COXPAHUTh (PYHKIIMU TUIACTUA U KJIETOK
Ha BCEX CTaIUsIX Pa3BUTHUS PACTECHUI IIPU pa3IMIHbBIX
YCJIOBMSIX OKpyKatolieii cpenbl [1, 4]. YToObI obecme-
YUTh IIPABILHOCTh COOPKM BaXKHEUINX (POTOCUHTE-
TUYECKUX KOMILICKCOB IUIACTUIL I X PEOPTraHU3aLInIO
B OTBET HAa U3MEHEHUST OKpYXKalollleil cpelbl, BOSHUK
IIPOIIECC TaK HAa3bIBAEMOI'O PETPOIPATHOIO CUTHAJIMH-
ra, KOorjaa riaCTUAbI IIOCHLIAOT B SIIPO CUTHAJbI, PETY-
JIMPYIOIIME SKCIPECCUIO SIIEPHBIX T€HOB B COOTBET-
CTBUM C COCTOSIHEM opraHesur [3].

Hacrostiuit  0630p CyMMHUpPYET COBpPEMEHHEBIE
MpeICTaBICHUS O OBICTPO pa3BUBAIOLICICSA 00acTh
OMOJIOrMKY — PETPOrPaIHOM CUTHAIMHIE XJIOPOILIACTOB.
Ocob0e BHUMaHUE yIeAeHO TUIIAM PeTPOrPagHbIX CUT-
Hanos. [IpuBoasATCS HOBBIE TAaHHBIE O META0OIMTAX KaK
WCTOYHMKAX PEeTPOrpagHbIX CUTHAJIOB, a TaKXKE O I10-
TEHLMAJIbHBIX PETPOrpagHbIX CUTHAlax. Takxke 00-
CYXIAIOTCs ITOJIydeHHBIE B IIOCJIENHEE BpeMs] TaHHbIE
00 yyacTuu (hakKTOpOB TPAHCKPUIILIMHU B Iiepeaade pe-
TporpagHbIX curHajioB. He o6cyxmaroTcss BOMPOCHI
y4acTUs PEIOKC-COCTOSHUS DJIEKTPOH-TPAHCIIOPT-
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HO LIETTH XJIOPOTUTACTOB B PETPOTPAIHOM CUTHAIMH-
re, KOTOPBIE TPEOYIOT OTAEIBHOIO PACCMOTPEHMS.

PETPOTPAJTHbINN CUTHAJIMHT

TpanuUIMOHHO peTpOrpagHblii CUTHAJUHT OIIpe-
JIeJISIIOT Kak mpoliecc Tepenayud WHGOpMaLMU OT
IUIaCTUI K SApYy, BeayllMil K W3MEHEHWIO TpaH-
CKPUIILUU SIIEPHBIX TEHOB U OMOTreHe3y OEIKOB, He-
00XOIMMBIX XJIopoTIacTy. B 6osee mmpokoM cMmbIciie
MOJi PETPOrpaiHbIM CUTHAJIMHIOM TIOHMMAIOT MpPO-
11ecc, MpY KOTOPOM BHEIIHUI “pa3npakuTelib’ Hapy-
IIIaeT roMeocTa3 IUIACTUI U JaeT Hayajao OMHOMY WU
psily peTpOrpaiHbIX CUTHAJIOB, KOTOPbBIE OCYIIIECTBISI -
I0T MHOI'OYPOBHEBBIM KOHTPOJb TPAaHCKPUIILIUU
SIIEPHBIX TEHOB O€JIKOB IMJIACTUA U B UTOTE€ U3MEHSIIOT
dyHKIMOHMpOBaHue TU1acTus [5, 6]. PerporpanHbrii
CUTHAJIMHT OOHAapyXeH Yy TMpeacTaBUTeel Bcex
LIAPCTB 3YKAPUOT: XKMBOTHBIX, TPMOOB 1 PACTEHMIA,
HO KaXJ/I0e 11apCTBO, BEPOSTHO, MMEET CBOU COO-
CTBEHHBIE PETPOrpagHble CUCTEMBI [7].

I1epBoe coobIIeHIE O PETPOrpagHOM CUTHAIMHTE
IacTU OBIITO OMyOoMKoBaHO oKoJjio 40 jeT Ha3azd B
pe3yJibTaTe WCCAeAOBaHUS IBYX MYTAHTOB STYMEHSI
(albostrians n Saskatoon mytanTtel Hordeum vulgare cv.
Haisa) ¢ mopdosornyecku abeppaHTHBIMU IIACTH-
namu [4, 8, 9]. Y 3TUX MyTaHTOB OblJIa YaCTUYHO IO-
HIDKEHa 3KCIIpeccus siaepHbIx reHoB. [lo3nHee aHa-
JIOTUYHBIE MYTaHThI ObLIM OOHAPY:KEHBI y IPYTUX
pacteHnuii [4, 9]. Ha 3ToM ocHOBaHMM ObLIO BhICKA3a-
HO IIPEAIIOJIOXEHHE, UTO IJIACTUIBI, II0-BUAUMOMY,
MOCHIJIAIOT CUTHAJI B SIIPO, “coodIas” eMy 0 CBOEM
¢dusnoaornyeckomM 1 (pyHKIIMOHATIBHOM COCTOSIHUM.
B HacTosIee Bpemsi M3BECTHO, YTO B ILIACTHUIAX
(YHKIIMOHUPYET CJIOXKHAsI CETb MHOTOYMCIIEHHBIX
peTpOrpagHbIX CUTHAIBHBIX IyTEi, KOTOpbIe B3au-
MOMACHUCTBYIOT APYT C IPYIOM U C APYTUMU CUTHAaJIb-
HeIMU cucTteMamn KiaeTku [10—15]. IToka3ano, uTo
OIVH PETPOTrpaIHbIii CUTHAT MOXET pPeryJupoBaTb
9KCIPECCUIO TEHOB, YUYaCTBYIOIIMX B Pa3JIMUHbBIX CUT-
HaJIBHBIX ITyTSIX, B TO XK€ BpeMsl, pa3Hble peTporpai-
Hble CUTHAJIbl MOTYT PEryJIUpOBaTh SKCIPECCUIO Te-
HOB OJHOTIO Y TOTO Xe CUTHajibHOro myTH [12]. CBSI3b
MEXIy OpraHeJUIaMu 1 SIIPOM OCYIIECTBIISIETCS C TI0-
MOIIBIO CJIOXXHBIX U OUYeHb TOYHO CHUHXPOHM3UPO-
BaHHBIX aHTEPOTPamgHLIX (OT sApa K opraHesjlamM) U
peTporpagHBIX (OT OpraHe/UT K SIIPY) CUTHAJIBHBIX
nyteil. Hanbosee n3ydyeHHOI MUIIIEHBIO peTporpai-
HOT'O CUTHAJIMHTA SIBJISIIOTCSI CBsI3aHHBIE C (POTOCHUH-
TE€30M siiepHbIe TeHbI. B TO ke BpeMsi peTporpamgHbIii
CUTHAJIMHT CJIYXKUT OCHOBHBIM ITYT€M PEryJIslun U
KOOPIMHAIIMY MHOTUX IIPOLIECCOB B KMBEIX Opra-
HU3MaX, BKJIIOYasi IPOLECChl pa3BUTHsI, PEaKIIMU Ha
OUOTHMYECKHEe U aOMOTUYECKUE CTPECChl, TPAHCIIOPT
0OEJIKOB M peMOIEIMPOBaHNE CTPYKTYPBI XpOMaTHHA.
Pactenusi, B cmiy cBoero HeEIOABMXKHOTO oOpasa
JKU3HU, B XOJI¢ DBOJIOLMU PA3BUIIM CJIOXHYIO pery-
JISITOPHYIO CETh IJIsI KOOPAMHALIMM KJIETOYHBIX aK-
TUBHOCTEI M U3BMEHEHMSI MeTab0JIM3Ma B COOTBETCTBUM

IOPUHA, OIMHLIOBA

C YCTIOBUSIMM OKPYXKAFOITIeit Cpebl, YTO TTOBBIIIAET MX
IIaHChI Ha BBDKMBAHUE MTPU HEOJIAaronpusITHBIX YCJI0-
BusIX [12].

TUIIbI PETPOI'PAIHBIX CUTHAJIOB

OOHapyXeHbl pa3HbIe TUIBl PETPOrpagHbIX CUT-
HAaJIOB, KOTOPLIE B ITOCJIETHEE BpeMs ITOAPA3ACsIOT
Ha JIBe IPYIINHI (B 3aBUCUMOCTH OT CTaAuK OHOTeHe3a
xioporuiactoB). IlepBast rpymnia — OMOreHHbIE CUT-
Hajbl (biogenic signaling) — peryimpyeT paHHUE CTa-
JINM OMoTeHEe3a XJIOPOIJIACTOB M COOPKM (POTOCUCTEM,
KOTJa MPOPOCTKHU TIEPEXOASAT OT TeTepOTPOPHOIO po-
crta K (otoaBroTpodHOMYy. [IprMepoM OGHUOreHHBIX
curHastoB MoxeT ciykntb GUNI1 06enok. Bropas
Ipyria — ornepalMoHHbIe cCUTHaIbI (operational sig-
naling) — (GYHKUIMOHUPYET B 3pEJbIX PACTCHUSX, B
MOJIHOCTBIO Pa3BUTHIX XJIOPOIUIACTaX. DTU CUTHAJIBI
pPeryJupyIOT 3KCHPECCUIO SIAEPHBIX T€HOB, OTBET-
CTBEHHBIX 32 WHAYKIUIO OTBETHBLIX peakuuii Ha
cTpecc (HarpuMep, cBeToBoM) [5, 6]. MeTaGoIuThI
XJoporuiacToB, Takue kak MEcCPP, aBastorcsa npu-
MEpPOM OIlepallMOHHbIX CUTHaIOB. B oTnenbHyto
IPYIITy WHOTIA BBIACISIOT CHUTHAJIBI, KOTOpPHIE
“ynpaBisioT” pacragoM IUIacTUd B Ipoliecce UX cTa-
PEHUS M UHAYLIMPYIOT THOEIIb KJIIETOK (IerpagaiioH -
HbIe CUTHAJBI) [16].

HMcxonst U3 MICTOUHUKOB CUTHAJIOB, TIepBOHAYAIb-
HO MIpeAIioarajii HaJIndrie B XJIOPOILIACTaX YEThIPEX
pPeTPOrpagHbIX MyTeil: OMOCHUHTE3 TETPaIlMppOJIOB,
BKCITPeCCUsi TeHOB XJIOPOILIACTOB, PEIOKC-COCTOSTHUE
xJioporiactoB U obpaszoBaHue ADK. B mocnemHee
BpeMs OBbUIO OOHapy:KeHO, YTO KpoMe “Kiacchye-
CKMX” TJIACTUIHBIX CUTHAJIOB, B PETYJISILIMUA OKCIIpeC-
CHU SIIEPHBIX T€HOB BO3MOXHO Y4acTHe MeTaboI-
TOB XJIOpoIuIacToB [ 14].

B 0630pe He OyaeT paccMaTpUBaThCs ydacTHe pe-
JIOKC-COCTOSIHUS ~ 3JIEKTPOH-TPAHCIIOPTHON  LIenu
XJIOPOTIJIACTOB B PETPOrpagHOil peryasimuu. BDTo
OJUWH M3 KJIACCUYECCKNX YYJAaCTHUKOB PETpOIrpagHOro
CUTHAJIMHTA U €T0 POJIb MTOAPOOHO U3JIOXKEHA B pse
craTeit 1 0030poB [2, 3, 6, 10].

BO3MOXHOE YYACTHUE TETPAITMPPOJIOB
B PETPOI'PAIHOUM PET'YJIALNN

OueHpb TONE3HBIMU B pacindpoBKe (eHOMEHa
peTpPOrpagHOro CUTHAJIMHIA OKa3aJIUCh gun- (genome
uncoupled) MyTaHTBI, Y KOTOPBIX HapyllleHa CBSI3b
MeEXIy XJtoporuractaMu 1 ssapoM [3]. C momomisio re-
HETUYeCKOTro CKpuHuHra Arabidopsis thaliana inenTn-
dunmposaHsl 6 gun-mytanToB [10, 14, 17, 18]. bsuio
OOHapy:XeHO, YTO, HECMOTPS Ha Ae(EKTHYIO (P3N0~
JIOTUIO WJIY MOIaBJCHHBI OMOreHe3, MyTaHTHBIE TTPO-
POCTKM B MPUCYTCTBUM MHTUOUTOPOB CUHTE3a OeJIKa
WIM KapOTMHOMIIOB MPOTOJIKAIOT 3KCIIPECCUPOBATH
CBSsI3aHHbIE ¢ (POTOCUHTE30M SIAEPHbIC T€HbI, KOAUPY-
fo1IMe 0eJIKU XJIoporacToB. Harmpumep, cBeTocoou-
patonuii xsiopohwn a/b cBsa3piBaomuii 6eyok 1.2
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(LHCBL1.2) [4, 10, 13, 17—19]. I1loka3aHo, 94TO T€HBI
ati 13 HUX (GUN2—GUNG6) konupyioT GeaKku, CBs-
3aHHBIE C OMOCHMHTE30M TeTpanupposioB. Kak m3-
BECTHO, 4 Kjacca TeTpaIllMppojIoB: XJTOpOoGWILI, TeM,
cuporeM 1 pUTOXpPOMOOMIIMH CUHTE3UPYIOTCS B XJTO-
pomacrax. CuHTe3 xjropoduiia, TeMa u GUTOXpOMO-
OMIMHA MPOTEKAET IO OOIIEeMY ITyTH IO IIPOTOIOphU-
puHa IX (ProtolX). Ilocnemyiomiee BCTpaMBaHUE B
TETPANMpPPOJIbHOE KOJIBLO MOHOB Mg?" mpuBoauT K
o0pa3zoBaHUIO xJiopodusia (MyTaHThl gun2—guns), a
noHoB Fe?™ — x obpasoBaHuIo reMa (MyTaHT gunb).
GUNI1 x cuHTe3y TeTpanuppoOB OTHOIIEHHUS He
uMeeT. Y gunl myTtaius ooHapyXeHa B reHe, KOIUpPy-
I011IeM JIOKQJIM30BaHHBIN B XJIOpoILIacTax 0eJIoK, Co-
JIepxXaluii TeHTaTpukonenTuaHblii mosTop (PPR)
[17]. Touanas posrb GUN 1 B OMOXMMHNYECKNX T MOJICKY -
JISIPHBIX TIpolLieccax ocTaeTcsl Hem3BecTHOM. Kak 6esok,
comepxamuii PPR, oH MoxeT ydyacTBoBaTb B peryJisi-
UM CIUIAMCUHTA, CTA0OMIBHOCTA WIM TPaHCIISIIINNA
MPHK mtactun [6]. [Ipeanonarator, uto GUN1 o6a-
JTaeT HYKJICOTHUI-CBSI3hIBAIONIEil aKTUBHOCTBIO.
Bosmoxnao, uto GUNI1 3aBUCUMBIN TIITaCTUIHBINA
CUTHAaJI MOXET PEryJINPOBATh SKCIIPECCUIO MEPHBIX
reHOB M (PYHKIMOHMPOBATh OO SIIEPHOrO TpaH-
cKkpuIIMoHHOTO (pakTopa ABI4, KoTOpEIiT perynm-
pyetrcss PTM, TpaHCKPUITLIMOHHBIM (paKTOPOM XJIO-
porutactoB PHD-tuna [8, 17, 19]. GUNI1, PTM u
ABI4 ygacTByIOT B OTHOM M TOM K€ CUTHAJILHOM ITy-
TH, OTHAKO MOJIEKYJISIPHBII MEXaHW3M, C TIOMOIIbIO
kotoporo GUNI1 cBsi3aH ¢ peTporpagHbIM CHUTHA-
JIMHTOM XJIOPOIIIIacTOB, He sceH. [8, 14]. Cunraror,
yto GUNI1 MoXeT yyacTBOBaTh KaK B BO3HUKHOBE-
HUY MHOTOYMCJICHHBIX IUIACTUAHBIX CUTHAJIOB, TaK 1
B MX MHTETpallii, BKJIIOYasi CUTHAIbI, CBSI3aHHBIE C
TeTpaluppojaMu, caxapaMM, BKCIIPeCCHEii TeHOB
mwiactun, ¢dorocuHTeTndeckoii DTL m pemokc-co-
CcTosTHMEeM IutacTud. MyrtaHT gunl Gojee 4yBCTBUTE-
JIeH K abCIU30BOI KUCIOTE, YeM pacTCHUSI TUKOTO
TUIIA, U OPEOIOJ0XUTEIbHO ydacTByeT B ABA-cur-
HaymHTe [18].

VYyacTie KimodeBbIX PepMEHTOB OMOCHMHTE3a TET-
parnuppoJioB B gun-(hEeHOTUIIE TPUBEIO K MHOTOYKC-
JIEHHBIM MCCJIEIOBAaHUSIM TETPaAIMpPpOJIOB, TJIaBHBIM
obpasom, Mg-niporonopdpupuna IX (Mg-ProtolX)
KaK BO3MOXKHOT'O peTpOrpagHoro curHaia [4, 5]. bouio
MoKa3aHo, YTO U3MEHEHUSI B 3KCITPECCUMU SIICPHBIX I'e-
HOB, WHIYLUUPOBAaHHbBIE CTPECCOM, KOPPEJIUPYIOT C
HaKOIUICHMEM MTPOMEXKYTOYHOTO MPOAYyKTa OMOCUH-
Te3a xjaopodmuia — Mg-ProtolX 1 ero MeTuI0BOIrO
acpupa Mg-ProtolX-ME [4]. briito 00HapyXeHO Tak-
K€, YTO Y BBICIIMX PACTEHUI MPOLIECC CBSI3aHHOTO C
MgProtolX curHanuHra 6oJjiee CJIOXHBINI, Y4eM Y BOIO-
pocJieit, IpruyeM MHOTME CBSI3aHHbBIE C TETpanupposia-
MU CUTHAJIbHbIE KOMIOHEHTHI CIEIMMUYHBI 17151 BBIC-
mmx pacreHmii [18]. IlepBoHayaabHO CUMTAIM, YTO
Mg-ProtolIX cBsI3pIBacTCS ¢ 6€IKaMM TETJIOBOTO IITOKA
tuna HSP90, a 3aTeM B3auMoneicTByeT ¢ TpPAaHCKpPUII -
moHHEIM (pakTopoM Long Hypocotyl 5 (HYS), ko-
TOPBII PETYIUPYET IKCIIPECCHUIO SANEPHBIX T€HOB (HO-
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TocuHTe3a [6]. OmHako 3Ta pojb Mg-ProtolX GbL1a
BITOCJIEACTBUU IMOABEPTHYTa COMHEHUIO, ITIOCKOJIBKY
He Bceraa HabIomaaach KOPPEsys MEXKIy HaKOII-
neaneM Mg-ProtolX m m3aMeHeHUSIMU B 3KCIIPECCUM
sIepHbIX TeHoB [4, 5, 16, 17]. Ha aToM ocHOBaHUU
OBLIO BBICKA3aHO MPEANOJIOXEHME, YTO aJibTepHa-
TUBHBIM MEIMATOPOM PETPOrpagHOro CHUTHAJIWHTA
IUIACTUI MOXKeET ObITh TeM [4, 9, 10, 13, 15]. 3BecTHO,
YTO TEeTPAalUpPpPOJI Te€M PEeryIupyeT IKCIIPECCHUIO Te-
HOB B KJIETKAaX KMBOTHBIX M Apoxckent (Saccharomy-
ces cerevisiae). T'em, mo0OaBIIEHHBII K KyJbTypaM
Chlamydomonas reinhardtii B TeMHOTE, aKTUBUPYET
akcrpeccuio HSP70A, B To BpeMsI Kak ripoToropdu-
puH IX 1 mpoToxIopodUIUIMI TAKOTO IEUCTBUS HE
okaspiBaloT. McciaenoBanus mpoduiieit 3KCIIpeccun
TeHOB B IIpUCYTCTBUM reMa uinm MgProtolX mokasa-
JIM, 4TO TETPanuppoJibl UHAYLMPYIOT TJ00aTbHbIE
M3MEHEHUS B 9KCIIPECCUU T'eHOB. DKCIIPECCHUSI II0UTU
1000 reHOB 3HAYNTETBHO U3MEHSIETCS B IPUCYTCTBUU
MgProtolX, a Takke rema. BoJILITMHCTBO 3TUX TEHOB
KOIUPYIOT (PepMEHTHI IIUKJIA TPUKAPOOHOBBIX KMC-
JIOT, TeM-CBsI3bIBalOIlMe OEIKMU, CTPECCOYYBCTBU-
TeJabHBIC OCJIKM, a TakKKe OeJKM, yJacTBYIOIIUE B
donguHre U Ierpagaluy 0eJKOB, U TOJBKO HEMHO-
rOYMCJI€HHbIE T€HBI CBSI3aHbI C TPOLIECCOM (hOTOCUH-
Te3a [3, 4]. ¥V cocynucThIX pacTeHUi pojib reMa Kak
MeIMaTopa PeTPOrpagHOTO CUTHAJIMHTA ITOITBEP-
KIEeHAa MCCIIeI0BaHUSIMU MyTaHTa gun6, KOTOPBIii Xa-
pakTepu3yeTcsl CBepxaKcmpeccueit deppoxenarasbl
(FC1, reMcuHTa3a) xjaopormjacToB — ¢epMeHTa, Ka-
Tajausupylolero scrpanBanue Fe?™ B ProtoIX ¢ 06-
pa3oBaHueM rema. I'eHeTuyeckue u OHMOXMMMYE-
CKHUE MCCJIefOBaHMs TOKa3aIu, 9YTO IeM, a HE CUHTE3
ProtoIX/Mg-ProtolX, B mepByio odepenb OTBeUacT
3a PEerysuio SKCIPECCUU SIIEePHBIX T'€HOB (POTO-
cuHTe3ay gunb [8, 13]. Bo3aMoxXHO, TeM sBisieTcs 60-
Jiee BEPOSITHBIM YYaCTHMKOM pPeTPOrpagHOro CUTHa-
JuHra, yeM Mg-ProtolX, Tak Kak reM 3KCIIOPpTUPYET-
¢S 13 XJIOPOIUIACTOB, B TO BPeM:I KaK J0Ka3aTeIbCTBA
skcropta Mg-ProtolX HaTMBHBIMUM XJIOpOILIACTAMM
comHuTenbHBI. KpoMme Toro, Mg-ProtolX uyBcTBH-
TeJIeH K CBETY U 00pa3yeT Ha cBeTy TOKCUUHbIe ADK,
B TO BpeMs Kak reM (poTOIMHAMMNYECKN HEaKTUBECH
[8]. DeHOTUI MYTAHTOB gUn2—gUnS MOXET ObITh CBSI-
3aH C MOBBIIIEHHOI KOHIIEHTpall1eit rema, a He € To-
HIKEeHHBIM comepskaHueM Mg-ProtolX [4]. Mexa-
HU3MBI TPAHCTIOPTa X METAa00IM3Ma TeMa in vivo ocTa-
IOTCs1 Heu3BecTHbIMU [6]. IToka3aHo, 4TO y Bomopoceit
(Chlamydomonas reinhardtii) Tem yHKIIMOHUPYET KaK
perporpanHbiii curHajl. Hapsimy ¢ remom, perporpan-
HBIMM CUTHAJIaMM BOIOPOCJIEit MOTYT CIIY>KUTh O~
HBI — MEeTa0OJIUTHI, 00Pa3yIOIINECS IIPU CUHTE3€E TET-
paIMppoJIOB, YYACTBYIOIINE B ITO3EICHEHUN KJIETOK
Chlamydomonas Ha cBety [5]. OueBUIHO, UYTO TETpa-
MMAPPOIbI YIACTBYIOT B PETYJISILIAM IKCIIPECCUU SIACP-
HBIX T€HOB, PEryJIupyloT (POTOCHMHTETUYECKHUE aK-
TUBHOCTU 1 UTPAIOT BaxKHYIO POJIb B amariTalliy pac-
TEHUI K CcTpeccaM oOKpyxXaromein cpenbl. OgHaKo
TOYHasI cUTHajbHas posib Mg-ProtolX m rema ocra-
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eTcsa HemokaszaHHoi. U rem, u Mg-ProtolX namymu-
pyioT ob6pasoBanue ADPK, riaBHBIM 00pa3oM, Cy-
nepokcuaa u H,0,. [To-BunumMomy, TOJIbKO UCHOJb-
30BaHNE HOBBIX METOAMYECKUX MOIXOI0B ISI Ooee
ITyOOKOTO TEHETUUECKOTO U (PU3NOJIOTUYECKOIO HC-
ciegoBaHusi MgProtolX-cBsa3beiBaromux (PAPPS,
CDR, HSP90) u rem-csassiBatoimux (HO u TSPO)
0€JIKOB TTO03BOJIUT BBISICHUTh CUTHAJIBHYIO POJIb 3TUX
JIByX TeTpanuppoJios [5, 18].

METABOJIUTbI — UICTOYHUKHU
PETPOI'PAIHBIX CUTHAJIOB

IlokazaHo, 4yTO MHOrMe MeTaboJIMYecKue IIPO-
LIECChI MOTYT CJIYKUTbh IMOTEHIMAIbHBIMUA UCTOYHU-
KaMM PETPOrpagHbIX CUTHAJIOB Ha Pa3HBIX CTaIMsIX
pa3BUTUSI pACTEHUI WU TIPU OTBETHBIX PEaKIUSIX Ha
pa3nYHbIE CTpecCchl. B oTimune oT paHee MACHTU-
GULIMPOBAaHHBIX CUTHAJIOB, TEHEPUPYEMBIX IIPU UC-
KYCCTBEHHBIX YCIIOBUSIX, HOBbIE CUTHAJIbHBIE MOJIE-
Kyl OBITM MOCHTU(UIIMPOBAHBI TP (PU3HMOTOTH -
YEeCKMX OTBETHBIX peaklVsIX Ha HeOJaronpusTHHIC
YCJIOBUS pOCTa, TaKMe KaK 3acyxa M UHTEHCUBHBIN
cBeT [5]. UcTtounmkamMm peTporpagHBIX CHUTHAJIOB
MOTYT OBITh TaKKWe METa0OJUTHI, KaK (pocdoaneHo-
3uH-5-ocdar (PAP), B-umkinomurpans (B-CC),
Metwspurpon-uukioaudodar (MEcPP) n aktus-
Hbie opmbl Kuciopona (ADK) [15].

PAP — @dochoaneHo3nH-5-pocdar (3'-phos-
phoadenosine 5'-phosphate) — MoGOYHBINM TPOAYKT
peakuuii aCCUMWJISILIAM CEPBI, IIPUCYTCTBYIOLINI B
KaxxnmoM opranusme. Ilpeamonarator, yro PAP mo-
JaBJseT aKTUBHOCTU S5'-3'-3K30HYKJIea3, KOTOpbIe
BAnUSOT Ha mipoueccuHr PHK, mpenmonoxureapbHO
OTBETCTBEHHbIII 3a U3MEHEHME 3KCIIPECCUU TEeHOB.
PAP HeoOxomuM s aKTMBALlUM CTPECCOYYBCTBU-
TeNbHBIX TeHOB, Taknx Kak APX2 n ELIP2. IToka3aHo,
yto PAP HakaniuBaeTcsl B XJIOpoIlIacTaxX MpU 3acyxe
WJIM U30BITOYHOM OCBEIIEHUU U (PYHKLIMOHUPYET KaK
MOOWJIBHBIII CUTHAJI, WU3MEHSIOMMUI MeTaboIn3M
PHK myrem mHrnoupoBaHUsI 3K30pUOOHYyKJIIeas [3,
4, 17]. Xots posnb PAP B kKauecTBe CUTHaJIbHOM MOJIe-
KYJIbI, KOTOpasl OIIOCPEIYyeT OTBETHBIE peaKIIUuM pac-
TeHUI Ha CTpecc, HEOCIIOpuMa, €ro poJjib B KaUueCTBe
TUIIUYHOTO PETPOTPATHOTO CUTHAJIA ellle OJHO3HAY-
HO He moka3saHa [15].

Bera-mukiaomurpans (B-cyclocitral; B-CC) — ne-
Tydyee, XMpPOPACTBOPUMOE COCIUHEHME, OIWH U3
MPOJIYKTOB OKUCJCHUSI KAPOTUHOUIOB B XJIOPOTLJIa-
crax. BosneiictBue Huskux KoHueHrparuii 3-CC Ha
pacteHus1 Arabidopsis U3MEHSIET 3KCIPECCUIO OOJIbIIIO-
ro 4uciia TeHoB, npudeM Gojiee 80% TeHOB YyBCTBU-
TesIbHBI K 'O,. DTH JaHHBIE MTO3BOJISIIOT MPENOJIararh,

uto 3-CC y4yacTByeT B CUTHAJIMHTE, CBSI3aHHOM ¢ 'O,
[5]. Dk3orennoe npumeHeHue B-CC mpensTcTByeT
o6pazoBannio ADK B xjopormiacrax, MOBBIIIAET
CUHTE3 CaJIMLINIOBOM KUCIOTH U B KOHEUHOM UTOTE
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pernporpaMMHUpPYET TPAHCKPHUITIIMIO TEHOB, YIaCTBY-
1o1mx B nerokcudukauuu APK [15].

MEcPP (methylerythritol cyclodiphosphate) —
CUTHAJIbHBIM MeTaOOIUT IJIaCTUl, (PYHKIIMOHUPYIO-
II1II KaK MPOMEXYTOYHBII IIPOMYKT OMOCHHTE3a
HW30IIPEHOMIOB U PETPOrPAIHBII CUTHAJI, CIIOCOOHBIN
M3MEHSITh BKCIPECCUI0 HEKOTOPBIX CTPECCOUYBCTBU-
TEJIbHBIX SIIEPHBIX I'€HOB, HAIIPUMEpP, TMIPOIIEPOK-
CHUI-JIMAa3bl ¥ U30XOPU3MAaT-CUHTA3bI 1, YTO IPUBOIUT
K HaKOTUIEHUIO CAJIUIIMIIOBOI KHCJIOTHI U B UTOTE TIO-
BBIIIAET YCTOMYMBOCTL K OMOTpO(HOMY IIaTOTeHY
Pseudomonas syringae. DTOT MeTabOJIUT PETYIUPYET
HEKOTOPBIE CTPECCO3aBUCHUMBIE ITPOLIECCHI HE TOJILKO
Yy pacTeHuii, HO U y 3yOakTepuii. CUTHAJILHBIC MeXa-
HM3MBEI, cBsI3bIBafonine yposeHb MEcCPP ¢ m3mene-
HUSIMU BKCIIPECCUU TeHOB, HeU3BeCTHHI. [1penmnona-
ratoT, yTo MEcPP MoXxeT BIUATh Ha CTPYKTYpYy XpO-
MaTHHa, 9YTO, B CBOIO O4Yepeb, BelleT K N3MEHEHUSIM
SKCIPECCUU OTAETbHBIX UyBCTBUTEIBHBIX K CTPECCY
reHos [15, 17].

A®K. V¥ sykapnotr APK npuHamiIexXuT K modoy-
HBIM MpPOAYKTaM a’poOHoro meradonusma. Hanbo-
Jiee yacTto BcTpevaloninumucsa dopmamu ADPK sasig-
torcst H,0,, cynepokcuaHble (RHUOHHBIE) PaAKaIbI

(0,), runpokcuibHble panukansel (OH™) u cuHrer-
Hbiii kuciaopon ('0,) [2, 4, 12]. 'O, oGpasyerca B

®C I, a cynepokcunusiii annoH (O,), KOTOPHIi B
npoiecce Merabonusma npespaiaercs 8 H,O,, — B
DCI [3]. Y pacTteHuit ADAK cuHTE3UpyeTCsl B XJIOPO-
TUlacTax, MUTOXOHAPHSIX, TIepoKCHCcoOMax U Tla3mMa-
TUYecKoi MemMOpaHe. B doTocmHTE3MPYIOIINX KIIET-
Kax JUCTbeB OoJiblast yactb ADK obHapyXuBaeTcst
B XJIOpOILJIACTaX U MepoKCUCOMAaX U HE3HAUUTEIbHas
4acTb — B MUTOXOHApHUsX. OCHOBHBIMU MPOAYlIEHTA-
mu ADK B nipoliecce (poTOCUHTE3A SIBJISIIOTCS XJIOPO-
mnactel [17]. Iloka3zaHo, 4TO OOJBIIME KOJUYECTBA
A®K oKka3bIBaIOT HNOBpeXIalollee AeiMCTBUE, BbI3bI-
Basi OKMCJICHWE JTUTTUAOB, 0€JIKOB 1 (DEPMEHTOB, HE-
00XOIUMBIX U151 (DYHKIITMOHUPOBAHUSI XJIOPOTIJIACTOB
U KJIETKU B 1I€JIOM, B TO BpeMsI KaK B HEOOJbIIIUX KO-
JudyectBax ADK (QYHKLIMOHUPYIOT KaK CUTHAJIbHbBIC
Monekynsl [3, 17]. CnenyeT, omHaKoO, 3aMETUTh, YTO B
TTOCJIETHUE TOIBI TOSBIIIMCH coobieHns 06 ADK
Kak 00 yHMBEpCaJbHBIX CUTHAIBHBIX METabOIUTax
[20]. Xopo1ro u3BectHa BaxkHasa poib ADK B oTBeT-
HBIX peaKklMsIX PacTeHMWIl Ha pa3IMYHbIE CTPECCHI,
HampuMep, CBET BBICOKO MHTEHCUBHOCTH, BBICOKASI
TeMIiepaTypa, 3acyxa [15] uiu 3apaxeHue rmaToreHa-
mu [21]. TermmoBoii cTpecc MOKET IIPUBOAUTH K Ha-
kormieHuio ADK B ®C I, ®C 11, a Takke B LUKIIE
KanbBuHa, BbI3bIBasi HEOOPATUMOE OKUCIUTEIbLHOE
MOBPEXJIEHWE KJIETOK. B 3aBUCMMOCTH OT Tpouc-
XoXneHuss u cuibl curHaia, ADK, reHepupyemblie
(OTOOKMCITUTENBHBIM CTPECCOM, MHULIMUPYIOT JIBE
MPOTUBOIIOJIOXXHBIE PEaKIUU: TPOrpaMMUPYEMYIO
ruoesib KJIETOK WM peakluio aKKauMarusauuu [3].
st 3amutel oT n30bITKa ADK pacteHus B Xxoae 3BO-
JIIOLIMM BbIpAOOTAIM PSIJl AHTUOKCUJIAHTHBIX CUCTEM,
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KOTOPBIE TTO3BOJISIIOT UM He TOJIBKO “CIIPaBISITHC” C
o6pazoBanuemM ADPK Bo Bpemsi cTpecca, HO U UC-
nosb3oBaTh ADPK B KauecTBE CUTHAIbLHBIX MOJIEKY.
OTU CUCTEMBI COAepXaT KapOTUHOUIBI, TOKO(epo-
JIBI, TJIyTaTUOH U ackopOaT. I'1yTaTMoH — oguH u3
HauboJiee BaKHbIX aHTUOKCUIAHTOB pacTeHuil. OH
MoXeT neiictBoBaTh Ha ADK HermocpeacTBEeHHO WU
yepes3 CucTeMy ackopoOar-riyratuoH. CUHTE3 TIyTa-
TUOHA HadyWHaeTcsd B xyoporuiactax [17]. Baxuyro
poib B 3a1uTe pacteHuit oT ADK urparoT Takske Takie
¢depMeHTBI, KaK CYIepOKCUI-IMCMyTa3a, acKkopoOar-
MepoKcuaasa, Karajgasza, TIyTaTMOH-TIEPOKCUIA3bl U
MIEPOKCUPETOKCHH, KOTOPbIe MOTYT METa0OIU3UPO-
BaTh paaukaibl O, u ynansats H,0,. XoTs paznuuHbie
dopmbpl ADK BbI3BIBAIOT CXOAHBIE ITOBPEXIEHUS
KJIETOK, OHM aKTUBUPYIOT pa3Hbie CUTHAJIbHBIC MTYTU
[3]. IIpennonarator, yto APK auddyHAupyOT OT
MECT 00pa30BaHMs U B YCIOBUSIX CTpPecca aKTUBUPY-
10T PSIT CUTHAJIBHBIX ITyTeit [4].

BonpmuHcTBO ADK-3aBUCHUMBIX PETPOTPATHBIX
CUTHAJIbHBIX IyTel cBsizaHo ¢ 'O, [22, 4]. 'O, o6nagaer
OYEHb BBICOKOI PEAKLIMOHHOW AaKTUBHOCTBIO U KO-
POTKUM BpEeMEHEM >KMU3HU B YCIOBUSX in vivo (200 HC)
[17]. Biaromapst KOpOTKOMY BpEMEHM 3KM3HU 1 BEICO-
KOWi BI3KOCTHM TWJIAKOMIOB XJIOPOIUIACTOB, 'O,, mo-
BUIVMMOMY, (PYHKIIMOHHMPYET BOJIM3M MeCTa CBOETO
obpasoBanus. Pamuyc muddysumn 'O, cocrabiaser
5.5—30 um [1]. BepositHO, Ooyiee cTaOMIILHBIE BTO-
PUYHBIE MECCEHIKEDPHI, obOpasyroumecs us 'O, B
IUlacTUIaX, aKTUBUPYIOT CUTHAJIIBHBIN MyThb, pery-
JIUPYIOLUKA 3KCIIPECCUIO SIISPHBIX TeHOB. MneHTu-
(ULIMPOBAHBI BE HEMOCPEACTBEHHBIE MULIEHH 'O, —
a10 B-KapotuH u 6e10k PCII-DI. Peakuus 'O, ¢
B-KapOoTUHOM TPUBOAMT K 0OPa30BaHUIO B-IIMKIIO-
LUTPaJisl, KOTOPbIA N3MEHSIET SKCIIPECCUIO OOJIBIIO-
IO YKCJIa YYBCTBUTENBHBIX K 'O, reHoB. Benok D1 3a-
ummaer ®C 11 or '0,, MOCKOIBKY OH HaXOIUTCS
BOJIM3M caiita oOpasoBaHust 'O, B peakLMOHHOM
neHtpe OC II. IIpu 3TOoM cam GeJIOK pa3pyliaceTcs.
JaHHBIE 0 OMOJIOTUYECKOM aKTUBHOCTH (DparMeHTOB
D1 y pacrenmnit orcyrcTByioT [17].

Hccnenosanus flu (fluorescent) MmyraHTOB Arabi-
dopsis TI0Ka3aJiv, YTO Ha CBETY OHU 00pa3yloT 3HA4YM-
TelbHbIe KonudectBa 'O,, KOTOPBIA, B OCHOBHOM,
aKTUBUPYET TE€HBI, y4acTBYIOIIME B MpPOrpaMMupye-
MO TMOENIN KJIETOK, U JINIIb MeHee 15% 4yBCTBUTEITb-
HBIX K 'O, reHOB KOIMpYIoT 6eiku tutactun. CpaBHM-
TeJIbHBII aHAJIN3 TPAHCKPUIITOMOB 3THUX MYTaHTOB U
pacrenuii Arabidopsis nukoro tmiia, o0pabOTaHHBIX
MapakBaTOM WJIU METUJIBUOJOIeHOM, KOTOphIE KaTa-
JIu3upyloT otoBoccTaHoBNIeHUE O, ¢ 0Opa3zoBaHUEM
O, u H,0,, nokasai, uro 'O, aKTUBUPYET UHOM Ha-
0Op TE€HOB, YE€M TOT, KOTOPbIA MHAYLUPYETCS Cy-
MepoKCUAHbIM aHuoHoM u/uiu H,O, [3]. TToBbI-
1IeHHoe o6pasoBaHue 'O, B XJIOpOIUIacTax flu MyTaH-
TOB CBSI3aHO C WHAYKLMEH OTBETHBIX peaKLuit
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pacTeHuii Ha CTpecc, BbI3bIBasi 3HAYMTEIbHbIE U3MEHE-
HUSI B 9KCIIPECCUU SIACPHBIX TEHOB U YBEJIWYEHUE Ha-
KOIUJIEHUSI CTPECCOBBIX TOPMOHOB — CaJIMIIMJIOBOM
kucaotel (SA), atuieHa (Et), xkacMOHOBOM KUCIOTBI
(JA), a TaKk:Ke IIPOMEKYTOYHOTIO ITPOAYKTa OMOCUHTE-
3a JA — 12-okcoduronmeHoBoit kuciaotel (OPDA)
[17]. NUnentudunmponansl aBa 6enka — EXECUTERI
(EX1) u EXECUTER2 (EX2), mokann3oBaHHBIX B
XJIOpOILIacTax, KOTOpbI€ YYaCTBYIOT B Ilepeaade MH-
JYLMPOBAHHbBIX ‘Oz TUIACTUIHBIX CUTHAJIOB B SIAPO [8,
10, 13].

bonee cradbwibHOii dopmoit ADK sasasercs
H,0,, KoTopasi y BbICHIMX pacTeHUil oOpasyercs B
pa3IUYHBIX KOMMApTMEHTaX KJIEeTKM B OTBET Ha
cTpecchbl U pazHooOpas3Hble ctumyisl [4, 22]. H,0,
nuMeeT OONBIINK Mepuond Mmojiypacrana M o0jamaeT
MEHbIlIell TOKCUYHOCThIO, YeM apyrue ¢hopmbl ADK
U 60JibllIe COOTBETCTBYET POJIM BHYTPU- U MEXKKJIIE-
TouHoro mecceHmxepa. H,O, Mmoxet nudpdyHaupo-
BaTbh Ha paccTosiHue 1 MKM U 00JiafiaeT BICOKOM pe-
aKIIMOHHOM aKTUBHOCTHIO [1]. ¥V npeBHUX mpokapu-
oT (uuaHobakTepuii, Synechocystis) H,O, u penokc-
M3MEHEHUST KOMIIOHEHTOB cuHTeTndeckoit DT (1ry-
Jia TIJTACTOXMHOHOB) MOTYT CIIYXUTb YHUBEPCAJIbHbI-
MM MHIYKTOpaMUu OTBETHBIX peakinii Ha cTtpecc [23].
CornacHo umerommMmcs gaHieiM, H,O, cnocoGHa 1ie-
pecekaTb BHYTPEHHIOIO U BHEIIHIOI ODOJIOYKHU XJIO-
pOILIACTOB U JApyrue MeMOpaHbl, YTO BaXKHO IJIsI €€
(GYHKIIMOHUPOBAaHUS B KaY€CTBE CUTHAJIbHOU MoJie-
kyJsibl. Kak okuciurens H,O, MOXeT U3BMEHSTDh pe-
JIOKC-COCTOSIHME KJIETOUHBIX COEIMHEHUW, TaKux
KakK IJIyTaTUOH M ackop6aT. OgHaKo yoeauTeIbHBIX
JokKazaTeabCTB Toro, yto H,O, siBiisieTcsi cCurHajabHOM
MOJIEKYJION, 10 CUX Mop HeT [4].

ITpeanonarator, yuro H,O, nocTtynaer B aapo ye-
pe3 CTpOMYJIbl, 00pa3oBaHUE KOTOPHIX UHAYLIUPYIOT
ADK xyoporutactoB. CTpoMyJibl PEICTABISIOT CO-
0oii TPYyOOUYKM IMHOM 10 65 MKM, HaIlOJIHEHHBIE
CTPOMOIi, 000JI04Ka KOTOPHIX 00pa3oBaHa ABYCIOM-
HOI OKpy:Kalolleit MeMOpaHoii riaactun. OOHapyxKe-
HBI KJIACTEephl IUIACTUI C IJIMHHBIMUA CTPOMYJIAaMU
(20—30 MKM), TOKIM30BaHHBIMM BOKPYT s11pa. AHa-
JIU3 pacripeieJIeHUsI CTPOMYJI B KJIE€TKax SMUAepMuUca
PO3eTOYHEIX JINCTheB Arabidopsis thaliana noka3zain,
YTO CTPOMYJIbI 3HAYUTEJIbHO Yallle BCTPEYaroTCs B
8 MKM 30He BOKPYT s1Ipa, YeM Ha Iepudepun KJIETOK.
JIBikKeHre 1 o0pa3oBaHME CTPOMYJ KOPPEIMPYET C
JIBIKeHMEM siipa. Bo3aMoXXHO, 4TO accoumanus siapa
CO CTPOMYJIAaMH HEOOXOaMMa IS TOTO, YTOOBI 0bec-
MEeYUTh KOHTAKT OMpPEeAeCHHOTO YMcia MIacTUi C
MMOCTOSTHHO OBYKyImuMcs siapom [24]. [Ipennonara-
IOT, YTO B3aWMOJEHCTBUSI CTPOMYJI C SIIPOM MOTYT
UIpaTh BaXXHYIO POJIb B OTBETHBIX peaKIUsIX pacTe-
HW Ha OmoTtmueckuii ctpecc [17].
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XJIOPOITNTACTHBIE CUTHAJIbBI,
ITPEAITIOJIOXUTEIBHO YYACTBYIOIINE
B PETPOI'PAJHOM CUT'HAJIMHIE

Ca2+-3061/lCLl.MblI/7 CUCHANUHZ

IMpenmnonarator, yto Hapsiay ¢ ADPK BaxkHYIO pojib
B peTporpagHoM curHaguure urpaer Ca?* — mmpoxo
pacnpocTpaHEHHBIII BTOPUYHBIII MECCEHIXEp KIIe-
TOK [25]. KanpimeBble CUTHAJIBI IIATO30JIST BO3HMUKA-
10T B anoryiacte. CooOleHUsT O KaIbLIMEBBIX CUTHA-
JlaX XJOpOIUIacTOB BIlepBble MosiIBUIUCH B 2002 T.
[26]. BbpL10 0OHapy:KEHO, YTO KaJIbLIMEBBLINA CHUIHA-
JIMHT TECHO CBSI3aH C peryjisinueil (oTocuHTe3a U
BPOXIEHHBIM MMMYHUTETOM pacTeHuii. B xjmopo-
rtactax Ca’?* ¢cBs3aH ¢ TUIAKOUIHBIMU MEMOPaHAMMU.
IMepemewenue Ca>" B cTpOMy NPUBOIMT K yBEJINYE-
HUIO eT0 KOHIIEHTpAllMM B CTPOME, YTO MHIYLIMPYET
doromHTNONpoBaHne. OCHOBHBIM pPEHETITOPOM U
nepeHocunkoM Ca’* y pacTeHUIA CIyXWAT KaJIbLWii-
cBSI3bIBaOIINi Oeslok xioporuiactoB — CAS [27].
DTOT CEHCOPHBIIT OEJI0K PEeryJInupyeT KOHIIEHTpalun
Ca’" B macTuaax U B LIUTO30JIE, a TAKXKE HAKOILIE-
HHE CTPECCOBOr0 TOPMOHA — CAJIUIIMIIOBOM KHUCIOTHI
[26]. CAS urpaer LeHTPaJabHYIO POJb B BOCIIPUITUU
U Tiepeiaue KaJbleBbIX CUTHAJIOB, CBSI3aHHBIX C M-
MYHHUTETOM pacTeHuii. CBSI3aHHBINA C THJIAKOWIaMU
CAS dochopunmmpyercs Ha cBeTy KmHazon STNS,
koTtopas (ochopunupyet Takke 6eaku OC 11 [27].
Pacrenus, numennsie CAS, He 00pa3yioT SA B OTBET
Ha 3apaxeHue naroreHamu [5]. CAS u Ca’" (uepes
MUKIAYECKUI IIOTOK 3JIEKTPOHOB) MOTYT aKTHUBHPO-
BaTb PETPOrPAIHbIil CUTHAIMHT, UHAYLIMPOBAHHAI 'O,
[26]. CAS peryaupyeT Takke akTUBHOCTh MAP-k1Ha3
MPK3/MPKS6, Bnustionminx Ha (GYHKIIMOHUPOBaHKE
TpaHCKpUNLMOHHOTO hakTopa ABI4, yyacTByroliero
B PETPOrpagHOM CUTHAJIUHIC. DTO CBUIETEIbCTBYET
0 HaJIMYMU B TJIACTUIAX MeXaHNU3Ma, C TOMOII[bIO KO-
TOPOTO KaJbIIMEBBII CUTHAJIMHT XJIOPOILIACTOB KOH-
TponupyeT MAP-KMHa3HBII ITyTh aKTUBAlIUM BaK-
HEUIINX KOMIIOHEHTOB PETPOTrPaJHON CUTHAJIbHOM
nenu [28].

YV Chlamydomonas nneHTUOUIIMPOBAH KaJbIINii-
CBSI3BIBAIOIIMI TUII TUOPEOOKCHWHA, Ha3BAHHBIN
KaJIbpeIOKCUHOM, KOTOPBIIA MOXET OBITH COSIMHU-
TEJIbBHBIM 3BEHOM MEXIY PEINOKC-COCTOSITHUEM ILIA-
ctug u Ca?'-zaBucumoii peryiasumeili. T'omosoru
3TOro 0ejKa y BBICIIMX PAacTeHUN He OOHapyKEeHBI
[26]. HccrmemoBaHWST MOJIEKYJISIDHBIX MEXaHH3MOB
Ca’"-3aBUCHUMOrO CUTHAJIMHIA [TOKA3aJIU, YTO JUHA-
Mu4deckue (B IIPOCTPAaHCTBE M BO BpeMEHM) U3MEHe-
Hus KoHueHTpauuu Ca?t, tak HazbiBaeMble Ca’t-sig-
natures, MHIYLUAPYIOT KacKadbl KJIETOYHBIX CHUTHA-
q0B. Ca’"-signatures GyHKUMOHUPYIOT KAK IIPSIMBIE
W/WIN HETIPSIMbIe MeXKOpraHe JIbHble KOMMYHUKAII-
OHHBbIC curHayibl. KileTku BbIpaboTaaIu MeXaHU3MBEI,
nosposigloIre HakarumBath Ca’™ B onpeneseHHbIX
KJIETOYHBIX KOMIIAaPTMEHTAX, TAKMX KaK arloIUIaCT, Ba-
KyOJIb, XJIOPOILUIACT U MUTOXOHIIPUH, B OTBET Ha JIeii-

CTBHE 030HA, 3JIMCUTOPOB 3alIMTHBIX peakinii, pak-
TOPOB, YUYACTBYIOIINX B 00pa30BaHNM KIIyOCHBKOB, a
TaK>Ke LIMPKAAHBIX M MTHEBHBIX pUTMOB [ 15]. IIpenro-
naraioT, uto Ca?t-signatures peryJmpyroT YCTbBUUHYIO
1LIeJIb, & TAKXKE BpeMsl HACTYTUIEHUST Pa3IMYHbIX KJle-
TOUYHBIX TIpolieccoB. CpaBHEHUE CIIEM(PUIECKUX Xa-
paktepuctuk Ca?*-signatures, BOSHUKAIOLLIUX B OTBET
Ha pa3JIMYHbIE CTUMYJIbI, TOKA3aJl0, YTO OHM CYIIIE-
CTBEHHO pa3nYaloTcs Mo Yuciy (a3, ux BeJIUIUHE U
MPOJIOJKUTEIBHOCTU, YTO COIJIACyeTCsl C TpeacTaB-
JeHueM o ToM, uto B Ca’"-signatures 3akoaupoBaHa
uHbopmanus, creuuduuHas M KaXIoro Tuma
ctumyioB. Ca’" gBisieTcss MHTEPMEIMATOM MEXIY
BOCIIPUSITUEM CTHUMYJIa U 3KCIIpeccueil TeHOB Ipu
TaKMX BO3NEUCTBUSIX, KAK OKUCIWUTEbHbIA U HU3KO-
TeMITepaTypHBI CTpecCHI, a Takke 3acyxa [25]. Ha-
KaIIMBAIOTCA JaHHbIE 0 ToM, uto Ca?* u H,O, BricTy-
MaloT B PO BTOPUUYHBIX MECCEHIKEPOB, KOTOpbIE
aKTUBUPYIOT 3KCIPECCUIO TeMIIepaTypO-4yBCTBU-
TeJIbHBIX T€HOB, COACPXKAIIMX B CBOMX ITPOMOTOpPaXx
HSEs (peryyisiTopHbIe 37IeMEHTHI TEIJTOBOTO 11TOKA), Ta-
kue kKak HSF u HSP, a Takke ackop0ar-riepokcuaasbl
uurosonst [4]. UHdopmauus, “3akonvpoBaHHast” B
Ca’"-signatures, ynasnusaercss Ca’"-CBA3BIBAIOLIN-
MU OeJIKaMu, TAKMMU KaK KaJIbMOIYJIMH, KaJlbMOMIY-
JIUH-TIono0HbIE 6enku, Ca’t ¥ KanbMOIyJIMH-3aBU-
CUMble MPOTeMHKMHAa3bl. KaTbMOAYIUHBI SIBISIOTCS,
MO-BUIMMOMY, KOMIIOHEHTaMU OTIpeJeSIeHHbIX CTa-
IUI OTBETHBIX peaklUil pacTeHUii Ha TEeIJIOBOi
ctpecc. Y Arabidopsis npennoaraloT HaIu4ue 6osee
40 kanplIMeBbIX KAHAJIOB C KAJIbMOIYJIMH-CBSI3bIBAIO-
M nomeHoM. Kommieke Ca?t—KanbMoOLyIuMH ak-
TUBUPYET HEe TOJIbLKO MHOTOUYHCIEHHbIE KUHA3bI, HO U
peryaupyeTr akKTMBHOCTb TPaHCKPUMILIMOHHBIX (hak-
TOPOB, CBSI3aHHBIX C TEIJIOBLIM cTpeccoM. [To-Bunu-
MOMY, KaJIbMOJYJUH MOXET OBbITb MHTErpaTopoM
pa3HbIX, CBSI3aHHBIX CO CTPECCOM CUTHAJIBHBIX ITy-
Tel, MO3BOJISISI PACTEHUSIM COXPaHSITh TOMEOCTa3 MpU
pPasIUYHBIX (pU3noI0rMYecKux npoieccax. HecMor-
DSl Ha TO, YTO OTBETHAsI peaKlusl paCTeHUI Ha TeT0-
BOIi cTpecc MHUIIMUpPYETCS pa3HbIMU (aKTopamu,
Ca’" gpisgerca KJIIOYEBBIM “UTpOKOM” B Ieperade
CUTHAJIOB TEIJIOBOTO CTpecca, MHAYLIMPYIOIIUX OT-
BETHBIE peaknuu KieTok [4]. OcraeTcsd 1moka Hesic-
HBIM, KaK “mexogupyeTrcsi” uHpopmMalus, coaepxka-
wasica B Ca2t-signatures, ¥ YTO NPEACTABIISIOT COOOM
“nemm@poBIIUKN”. DTU 3HAHUSI, B KOHEUHOM MUTOTre,
MO3BOJISIT PETYIMPOBATh OTBETHBIE PEaKIIMU PACTEHUIA
Ha CTpeccC U IMoJyyaThb yCTOMUYUBbBIE K CTPECCY KYJIbTY-
pel [4]. HakarumBaioTrcsi maHHBIE O B3aMMOCBSI3U
mexny APK u Ca?'. Hanpumep, TpaHCIOPTEPHI
MOHOB B Itactuaax aktusupytorca ADK, a Ca?*-sig-
natures, B CBOIO ouepelb, MOTYT MHIYLIMPOBaTh 0Opa-
3oBaHne ADK B masmaTnyeckoii MmeMOpaHe U, Be-
POSATHO, APYTHX KIIETOUYHBIX KOMIapTMeHTax. DyHK-
LIMOHUPYIOIIKE B IUTOILIa3Me curHaiibl ADK, kak u
CAS, aktuBupyior MAP-kunaszet MPK3/MPKG6 [26,
28]. Takum o6paszom, curHaisl ADK u Ca?* aensior-
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Cs OCHOBHBIMHM WHAYKTOPAMM BHYTPU- U MEXKKJIIC-
TOYHbIX CUTHAJIBHBIX KaCKaa0B, KOTOPHbIC IlCﬁCTBy]OT
IOCJIEIOBATEAbHO WJIM KOHKYPEHTHO, WHAYLHPYS
00I111e OTBETHBIE peaKIM KJIETOK Ha aeiicTBue pak-
TOPOB OKpYyXKaromieit cpeasr [15].

Oxcud azoma

Oxcup azora (NO) — HeOosblrass razoodpas3Hasi
MoOJIEKyJa, KOTopasi UTpaeT BaXKHYIO pOJIb B Tiepeaaye
CUTHAJIOB Y PACTEHUM U KMBOTHBIX 1 CYUTACTCSI BO3-
MOXKHOM peTporpamHOii CUTHAJIBHOM MOJIEKYJou [12,
17]. NO BaxkeH B pU3HOJIOTMUYECKHUX MpoLeccax y pac-
TeHMIA, TaKMX KaK ITOKOI ceMsIiH, IIpopacTaHue, Iepe-
X0l K IIBETEHUIO W OTBETHBIC peakKlIMM Ha CTpecC.
VYposeHb NO OBICTPO U3MEHSIETCSI B OTBET HA OMOTHU-
yecKue U abMOTUYECKIUE CTPECCHI: 3apaskeHHE IaTore-
HaMU, 3acyxa, HU3K1E TeMIIepaTyphbl WM 3aCOJICHHE.
V pacrenuii NO cuHTe3upyeTcs B XJopoIliacTax, U
cuaTe3 NO TeCHO CBsI3aH ¢ METa0OJIM3MOM JIUIIUIOB,
ocobeHHO ¢ onenHoBOI kucnortoii [17]. Iloka3aHo,
YTO BOCCTAHOBJIEHVE OJIEMHOBOU KWCJOTHI MOBBIIIAET
ypoBHU N O, 4TO BisieT Ha TedeHue 3aboneBanuii. NO
¥ OJIEMTHOBASI KMCJI0Ta MHAYLUPYIOT SKCIIPECCUIO CXOI-
HBIX SIAEPHBIX TeHOB. DTO MO3BOJISIET MPEAIoarath,
YTO OJIEMHOBAsI KUCJIOTA SIBJISIETCS PETYISITOPOM CUH-
te3a NO u, ciaenoBaTeabHO, omocpemoBaHHOro NO-
curHanuHra. Peakuust mexxay NO 1 HEHACBIIIEHHbI-
mu KK BemeT K 00pa3zoBaHNIO MOIUGUIIIPOBAHHBIX
KK. HemaBHue mcciieqoBaHMs MMOKa3aJid, YTO CHUT-
HaJibHas1 poyib MoaudumpoBaHHbiXx KK coctout B
yyactud NO,-JTMHOJIEHOBOW KMCJIOTBHI B OTBETHBIX
peakumsax pacTeHuii Ha abMOTUYECKUIA CTpece, I1aB-
HbIM 00pa3oM, MyTeM MHAYKIIUW OEJIKOB TEIJIOBOTO
moka [15].

Kupnuie kucaromet

Kupneie kucnorel (XKK) dyHKUMOHAIBHO U
CTPYKTYPHO SIBJISIFOTCSI KOHCEPBAaTUBHBIMUA MaKpOMO-
JIEKyJIaMU, KOTOpbI€ BIMSIIOT Ha COCTaB M MPOHMIIAE-
MOCTb MeMOpaH, aKTUBHOCTb (hepMEHTOB 11 OMOXUMU-
yeckue npouecchl. B pacreHusx 2KK o6pa3yroTrcs mpe-
nUMyIIecTBeHHO B Tiactuaax [12]. HenacwimeHHBIE
KK — curHajibHble MOJICKYJIbl, MOAYJIMPYIOLIUE pa3-
JIMYHBIE OTBETHHIC peaKIIMK Ha OMOTUYECKUE 1 aONO-
TUYECKUE CTPECChl. DK30T€HHOE MPUMEHEHNE U DH-
JIOTEHHOE U3MEHEHME COMepPKaHUsI HEHACBIIIEHHBIX
KK MoxKeT 3HaUMTEeIbHO U3MEHSITh ITPOMIIIB 9KCIIPEC-
CHU T€HOB M MeTa0O0JIM3M, YTO BIUSIET HAa aKKJIMMATH-
3alMI0 K aOMOTUYECKOMY CTpeccy (TeMrepaTypHOMY,
COJIEBOMY, BBI3BAHHOMY 3aCYyXOI MJIN TSKEJIBIMU M-
TaJUlaM{d) W B3aUMOAEMCTBUS pACTCHUE-NATOTeH U
pacTteHue-HaceKoMble-BpeauTean. HeHachllleHHbIE
KK urpaioT Takxke BaxXHYIO pPOJIb B OTBETHBIX peaK-
OUSIX pacTeHUsT Ha OMoTndecKmii ctpecc. Hammpumep,
apaxugoHOBas 1 3HKo3alleHTaeHOBasi KUCJIOThI, KO-
TOpPBIE HEe 00Pa3yIOTCs B COCYAUCTBIX PACTEHUSIX, HO B
OOJIBIIIMX KOJIWYECTBAX COMIEPKATCSI B OOMMIIETaX,
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TaKuX Kak (puToraToreHHbie BUIbl Phyfophthora, Bbi-
JEJISIIOTCSl TTaTOTeHaMU B PACTUTENbHYIO TKaHb Ha
paHHUX CTagusx WHGEKIUU, CIIOCOOCTBYSI TEM ca-
MBIM WHAYKIWW 3alIUTHBIX peakuii. AKTHBaLUS
YYBCTBUTEJILHOTO K CTPECCY cCis-2JeMeHTa, U3BECT-
HOT'0 KaK OBICTPHI YyBCTBUTEIILHBIN K CTPECCY 3JIe-
MeHT (RSRE), B oTBeT Ha 3K30reHHOE IIPUMEHEHNE
psana KK, cBuaeTenbCTBYET O TOM, YTO HEKOTOpPHIC
HeHachlleHHbIe 2ZKK MoryT ¢ yHKIIMOHMpPOBATh B Ka-
YecTBe peTporpagHoro curHama [12, 15]. Xopoimo n3-
BecTHAa curHaibHasg poiab KK-cmHTa3HOro Kom-
IUIEKCA IIJIACTHUI, KOTOPBIl KaTaIM3UpyeT CUHTE3
KK de novo B otBeT Ha (haKkTOpPEI, CBSI3aHHBIE C pa3-
BUTHUEM U OKpyxXalolleil cpenoii. EHoun-penykrasa,
akTuBHas cyobenuHuia XKK-cMHTa3HOro KOMILIeK-
ca IUIaCTU, yYaCTBYET B PEryJISIIUY Pa3BUTHUS U IIPO-
rpaMMupyeMoii rubenun kietok. MneHTngunmpona-
HBI HEKOTOpPHIC I'eHBI, YYacCTBYIOIIME B OMOCHHTE3E
JIMOWAOB, TIPU MYyTallAsIX KOTOPBIX BOCCTAaHABJIMBA-
€TCsI HE TOJIbKO YPOBEHb OJIEMHOBOI KHUCJIOTHI, HO 1
SKCIPECCUsI TCHOB YCTOMYMBOCTH, UTO SIBJISICTCSI TO-
MOJTHUTEIBHBIM  J10KA3aTeIbCTBOM PETPOTPAITHO-
curHanbHO# pyHKM KK [15].

Jpyroit ki1acc MmoguduimpoBanHbix KK, odmaga-
IOLIMX 3BOJIIOLIMOHHO KOHCEPBATUBHOM CUTHAJIBLHOM
¢byHKIIMENH, — 3TO OKCUJIUIIUHBI, KOTOPBIE SIBJISIIOTCS
okucneHHbIMI KK, obpasyionmmMucs, TIaBHBEIM 00-
pa3oM, Npu OKUCJIIEHUU JUHOJIEBOM U JIMHOJIEHOBOM
KHCJIOT Y PAaCTEHUI W apaXUIOHOBOM KUCIOTHI Y XK1~
BOTHBIX. M1 pacTeHusi, n XUBOTHBIE HUCIIOIb3YIOT OK-
CUJIMITUHBI KaK CUTHAJIbI B OTBET Ha OMOTUYECKUE U
abuorndeckue crpecchbl. C MOMOIIBIO CKOOPIUHUPO-
BAaHHBIX OTBETHBIX PEAKIIMA OHU CXOOHBIM 00paszoM
pearupyroT Ha U3BMEeHEHUs1 oKpyxKaroliieii cpennl. Hau-
0oJ1ee M3y4eHHBIMY OKCYJIMIIMHAMY PACTCHUIA SIBJISI-
FOTCsI JKACMOHATHI 1 aIbAETUIBI, KOTOPBIE 00pa3yIoTCs
B KOHKYPEHTHBIX TMAPOIIEPOKCUI-TUA3HBIX U aJljie-
HOKCHUI-CUHTAa3HBIX META0O0JIMYECKMX ITYTSIX, COOT-
BETCTBEHHO. DTH COCAMHEHUSI yJ4aCTBYIOT B MEX- U
BHYTPUKJIETOYHOI KOMMYHUKALIMU W BBIOJIHSIIOT
KJIIOYEBYIO POJIb B MHAYKUMM 3allIMTHBIX peaKIUid
pactenuii. AOS (Allene oxide synthase) myTb OTBET-
CTBEH 3a o00pa3oBaHUE CTPECCOUMHIYLIMOCTHLHOMN
12-OPDA ¥ XacMOHAaTOB, a UMEHHO >XKaCMOHOBOW
KMCJIOTBI M1 METHJKACMOHATa, KOTOPhIE 00pa3yIoTCs
B IIepoKcrcoMax. Takasi opraHu3anusi MeTadboJim3ma
OKCWJIMIIMHOB TPeOyeT TOHKO PEeryJIMpyeMOil KOOp-
IWHAIIMYA 1 KOOMNEepalluy MEXIY IUIaCTUIAMM M IIe-
poKcHcOMaMM, a Takxke cOajaHCHPOBAHHOIO 3KC-
nopTta yactu 12-OPDA u3 niactua B meEpOKCUCOMBI
IUIST CUHTE3a XaCMOHOBOI KMCJIOTBHI IIyTeéM OTHOIO
WJIN HECKOJbKMX MEXaHM3MOB, KOTOpbI€ IMOKa He
n3ydeHsl [ 15]. [epekncHoOe OKMCTIeHWE TUTTUAOB IO
neiicteueM A®K (npeumymectseHHo 'O,) mpuso-
IUT K pacLIeIUICHUIO XUPHBIX KHUCIOT U 00pa3oBa-
HUIO TaKMX MPOAYKTOB, KaK a3eJanHOBasi KMCJIOTa.
OTOT MEeTabOJUT, KOTOPBI TaKXKe CUMTAIOT MOOUJITb-
HBIM CHUTHAJIOM, BaXXeH I (DOPMUPOBAHUS IIPHUOO-
pPEeTEeHHOI CUCTEMHOM ycToiumBocTH [15].
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IT'OPMOHBI U PEAKLIMOHHO
AKTUBHBIE MOJIEKVIJIbI
KAK CUTHAJIBI XJIOPOITJIACTOB

Dusnonorndeckrie MPoIecchl, B KOTOPBIX TTPUHM-
MaloT ydyacTue OMOTeHHbI€ M OIEepallMOHHBIE PETPO-
IpagHbIe CUTHAJIBI, CBSI3aHbI TakKe C TOPMOHATbHBIM
CUTHaJuHTOM. MIMeIoTCcsT MHOTOUYMCIIEHHbIE JaHHbIE
0 B3aMMOJICMCTBUSIX MEXAY CIIEIM(PUICSCKUMU OITe-
pallMOHHBIMU CUTHajaMu U ropMoHamu [6]. Pacre-
HUS BEIpaOOTaJIM B IIPOIIECCE DBOJIIOINN MEXaHU3MBbI
OOpPBOBI C IKCTPEMATLHBIMM YCIIOBUSIMHM OKPYKaro-
e cpeabl U UX U3MeHeHUsIMU. K HUM OoTHOCATCSA
3acyxa M 3aToIUIeHWE, KOTOpble CHMXKAIOT HOCTYII-
HOCTb KMCJIOpPOJa, a TAKXKe 3KCTpeMaJIbHbIE TeMIIe-
paTtypsl. KpoMe Toro, OoTOCMHTETUYECKUIA arIrapar
YYBCTBUTEJIEH K M30BITOYHOMY OCBEIICHUIO, KOTO-
PBIii TIPUBOAUT K OKUCIUTEIBHOMY CTPECCY KJIETOK.
Kpome »THX abMOTHMYECKHX CTPECCOB, ITaTOTCHHI,
BBI3bIBAIOIIIME 3a00JI€BAHUSI, SIBJISIIOTCSI TOCTOSTHHOM
yrpo3oii mist pacteHuii. O6pasyeMble B XJIOPOILIa-
CTaX TOPMOHBI CaJIULIMJIOBast, XKaCMOHOBAsI 1 a0OCLI-
30Bas1 KUCJIOTHI, 4 TAKXKE APYTMe BTOPUYHBIC MECCEH-
mxepbl, Takue Kak AD®K u aktuBHble (pOpMBI a3oTa
(RNS), aBasttoTcsl BAXKHBIMU KOMITOHEHTaMU OTBET-
HBIX peaKlL Ml pacTeHuit Ha cTtpecc [17].

Canuyunosas Kucioma

CanuuuniaoBasi KUCI0Ta XOPOIIIO U3BECTHA B CBSA3U
C €€ POJIbIO BO B3aMMOOTHONIIEHUSIX paCTEHUEe—NAaTO-
TeH U 0OCOOCHHO B 3aluTe pacTeHuii. OgHaKko caiu-
LujaoBas KuciaoTa (SA) ydacTByeT TakxKe B ITpolieccax
pa3BUTUSI, BKJIIOYas TpopacTaHue, pocT U pa3BUTHE
KOpHEN U MoOeroB, a TakKe B OTBETHBIX peaKIIMsIX
pacTeHUII Ha aOMOTHMYEeCKUit cTpecc. SA — DEeHOIIb-
HOE coeluMHeHue, oOpa3oBaHUE KOTOPOTO B XJIOPO-
IJlacTax CBsS3aHO, B OCHOBHOM, C U30XOPU3MATHBIM
myteM cuHTe3a. KoHbloraTel SA ¢ TJII0OKO301 WX Me-
TWIbHOII OGOKOBOI I'pyNMoil SIBIASIOTCSI OOBIYHO aK-
TUBHBIMU opMaMu SA. MeTwicaauLiaT CIy>XKAT
BaXXHbIM MEIMATOPOM TPUOOPETEHHON CUCTEMHOM
YCTOWYMBOCTU. SA MOBBIIIAET yCTOMYMNBOCTD K MaTO-
reHaM. Kanbuuii-cBsizpiBatoinuii 6emok (CAS) pery-
JqupyeT 6umocuHTe3 SA B xjiopormjacrax. Kak Obu10
OTMEUEHO BHILIE, pacTeHUs, tuiieHHbIe CAS, He 00-
pasyioT SA B OTBET Ha 3apaxkeHue rmatoreHoM. MHo-
rue orocpenoBaHHble SA-3allIMTHBIE PEaKIIMU CBSI-
3aHbI C ee B3aUMOJIEHICTBUEM C aKTMBATOPOM TpaH-
ckpurnuuu Non-expressor of PR1 (NPR1), Ho NPR1
HEe eIMHCTBEHHBIN OEIOK, KOTOPBIN CBSI3bIBAET SA.
YcraHoBieHo, yTo SA MMeeT MHOTOUYUCIEHHbIE MU-
ILIEHU B KJIETKE, B UYMCJIe KOTOPBIX OEJIKK XJIopoTia-
cros [17].

Kacmonamut

TepMmuH “XxacMoHaThl” OTHOCHUTCS K TPYIIIE CO-
eIWHEHWI, 00pa3yIoIINXCs M3 JIMHOJIEBOI KICIIOTHI.
KacmonoBas kucnora (JA) — TOpMOH, KOTOPBIH SIB-
JISIETCSI TIPOU3BOIHBIM JIMITUAOB U YIaCTBYET B POCTE

IOPUHA, OIMHLIOBA

" pa3BUTUM pacTeHmnii. CuHTe3 JA HaUMHAaeTCs B XJ10-
porjiacTax M 3aBepllaeTcsl B MEPOKCHUCOMax. 3aTeM
JA mpeBpaiaercs B pa3jinudyHblie MeTaOOJUTHI, 00J1a-
Jawliue pa3HbIMU (QyHKUUAIMU. Hanbonee akTuB-
HBIM METa0OJIUTOM SIBJISICTCS KOHbIorat JA ¢ nusonei-
muHoM. bruocunTe3 JA u curHajIbHBIE ITYTU C y9aCTU-
eM 3T1oro ropMoHa m3BectHHI [17]. IlokazaHo, 4TO
MEXaHM3M CUTHaJIMHIa ¢ yyacTueM JA o4eHb CXOIeH
C MEXaHW3MOM CUTHAJIMHTA C YYaCTUEM APYroro rop-
moHa — atwieHa (Et). SA u JA/Et yacto BbiCTymaloT
aHTAarOHMCTAaMM, 4YTO YKa3biBacT Ha B3aMMOCBSI3b
CUTHAJIbHBIX ITyTeil xyoporuiactoB. IIpomexyTou-
HBII TpoayKT omocuHTe3a JA — OPDA moctymaeT B
MEPOKCUCOMBI, Tl YIJIEBOIOPOMHAS LIEMb KHUCIOTHI
yKOpauMBaeTcst B peakiuu B-okuciaeHus. Kakum 06-
pazoMm OPDA mocTynaeT B IEpOKCUCOMEBI HE U3BECT-
HO, HO ITPOLIECC TOJKEH CTPOTro PEryInupoBaThCs, €C-
mm cama OPDA ¢(yHKUIMOHMpPYET KaK CUTHaJlbHasI
moJiekyna. OPDA ydJacTByeT B mpopacTaHUM CEMSTH Y
Arabidopsis, B pa3BUTUM 3apOAbllIeii y TOMAaTOB U B
npolieccax dhepTunbHoCcTU y Physcomitrella patens, a
TaK>Ke B 3alIMTHBIX peakLusIxX pacTeHuii. Takum o6-
pa3oM, CUTHAJIbI XJIOPOIJIACTOB, SIBJSIOIINECS IIPO-
W3BOOHBIMM JIMIIAIOB, — O3BOJIOLMOHHO AIpeBHEE
“mpuobperenmne” pactenunii. Mcrmonb3oBanme JA Kak
CUTHAJIbHOM MOJIEKYJIbl MOTJIO TIPOU30MTHU B 3BOJIIO-
1 no3aHee [17].

Abcyuszoeas kucioma

Abcuu3zoBas kuciiota (ABA) — onuH u3 Hauboliee
Ba>KHBIX TOPMOHOB, Y4aCTBYIOIINX B OTBETHBIX PeaK-
LUSIX pacTeHUiII Ha OMOTUYECKUN U aOMOTUYECKMIA
crpecchl. Kpome Toro, ABA ygacTByeT B Ipyrux pu-
3MOJIOTMYECKMX MTPOLIECCAX U COCTOSTHUSIX PACTCHUIA,
TaKWUX KaK ABMKEHUE YCThUII U TTOKOM ceMsiH. ABA —
CECKBUTEPIEHOU, KOTOPHIil obOpasyercs B MEcPP
CUTHAJIbHOM IYTH B IUVIACTUIAX, CHHTE3UPYIOLINX Ka-
poruHounbl. Bece cramum de novo 6mocunTe3a ABA
MIPOTEKalOT B IUIACTUAAX, 32 UCKIIOUYEHUEM ABYX I10-
CJIEMHUX, KOTOPbIE MPOTEKaloT B 1iuTo30ie. CUHTe-
3UPOBAaHHBIN TOPMOH Yepe3 KCUIEeMMY U (hJI0OAMY TT0-
CTymaeT K MecTaM (pyHKIITMOHUPOBAHUSI U TAKUM 00-
pa3oM CTAaHOBUTCSI JOCTYIHBLIM KOPHSIM U IToOeraM.
OnxuMm mn3 peuenrtopoB ABA ciayxat H-cyobennnm-
bl Mg-xenarasbl. PeTporpagHbelii CUTHAJIMHT € ydJa-
ctueM ABA urpaer ocoOeHHO BaXXHYIO POJIb MNPU
cTpeccax, CBSI3aHHBIX C 3aCyXOii, 3aCOJIEeHUEM U HU3-
KuMu Temnepatypamu. I1pu 3apakeHun natoreHaMu
STOT CUTHAJIVHT SIBJISICTCSI aHTaTOHUCTOM CUTHAIMH-
ra ¢ yaactueM JA/Et 1 MoXeT OBITh TAKXKEe aHTarOHU -
ctoM SA-curHanmHra [17].

YYACTHUE TPAHCKPUIILIMOHHbIX
®PAKTOPOB B PETPOI'PAIHOM
CUTHAJIMHTE

HecmoTpst Ha Oonbliye ycnexu, JOCTUTHYTHIE B
MOCJeAHNE TOABI ITPU U3YYEHUU PETPOTPATHOTO CHUT-
HaJIMHTA KJIETOUHBIX OpraHeJuI pacTeHui (0COOeHHO
DOU3BNOJIOTUA PACTEHUN Ne 4
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TLTACTU]I), MHOTHE BOIIPOCHI, CBSI3aHHEBIE C PETPOrpa-
HOIl KOMMYHUKAIMEH, ellle OCTAITCS HESICHBIMMU.
OnuH 13 HanboJjiee BaXXHBIX BOIIPOCOB — KaK PeTpo-
rpagHble CUTHAJIbI TTOCTymnaoT B siapo. Ilpenmnonara-
0T, YTO OCHOBHBIMU ITePEHOCYMKAMHU PETPOTPATHBIX
CUTHAJIOB SIBJISIFOTCS TPAHCKPUITLIMOHHBIE (DaKTOPHI
(TdD), Ttakme Kak “kiaaccuueckue” simepHble TD
(mepBast rpyrma — ABI4, PTM, HY5, GLK1/2), a
takke T, KOTOpble MOTYT IEPEMEIIAThC U3 Opra-
Hesi1 B sapo (Bropas rpynna — Whirlyl 1 WRKY)
nan ocBobdoxaarbes u3 ER nipu nmporeonutnueckoit
akTuBanuu (TpeThs rpymma — ANACOI17) [14]. Ho-
Ka3aHO y4YacTue B PETPOrpagHOM CUTHAJIWHTE Tijia-
ctun takux T, kak ABI4, PTM, HYS5, GLK u
AP2/EREBP. OnHako mexanusm ydactust T® B me-
peHoce MHGOPMALIUKY U3 TUIACTUI WJIM MUTOXOHIPUIA
B SIIPO OCTAETCSI HEM3BECTHBIM.

ABI4 — snepnbiii T® ABI4 (ABA-INSENSI-
TIVE 4) — orHocuTcsad K OOJBIIOMY CEMEUCTBY
TUMMWYHBIX IJIs pacTeHuid T, M3BECTHOMY Kak
AP2/EREBP.  TpaHckpuIIMOHHBIE  (haKTOPbI
AP2/EREBP yuacTByIOT B pa3siU4HbIX CUTHAJbHBIX
MyTsIX, CBSI3aHHBIX C META0OJIM3MOM, TOPMOHAMU U
aKKJIMMaTU3alMeil K CTpeccy, a TakXke B peTporpai-
HoM curHaiuHre. [Ipenmnonarator, utro ABI4 siBasiercst
LIEHTPOM KOHBEPreHIIMA MHOTOYMCIIEHHBIX PETPO-
IrpagHbIX CUTHAJIbHBIX ITyTeH IJIACTUI B OTBET HA CUT-
Hajbl XxJoporuiactoB, reHepupyemble GUNI1 [4].
GUNI1 nepenaet curHaji, MHAYLIMPYIOILIWI CBSI3bIBA-
Hue ABI4 ¢ mpoMOTOpHBIMU TIOCJIEIOBATEbHOCTSI-
Mu Lhcb n npyrux reHoB (pOTOCUHTE3a, B SIIPO, UYTO
0JIOKHUPYET IKCIPECCUIO ITUX FT€HOB, BEPOSITHO, TIpe-
nsATcTBys noctyny T, rakux kak HYS, k G-box uiu
K G-box-cBsi3biBatoiiuM akropam [8, 17]. ABI4 aB-
JIsIeTcsl, TaKUM 00pa3oM, HETaTUBHBIM PEryJsiTOpOM
aKcrpeccuu reHa Lach. Henb3s UCKIIOUNTD, OTHAKO,
yto GUNI1-3aBUCUMEBIEC CUTHAJIBI IIJIACTUI MOTYT pe-
TYJIMPOBaTh 9KCHPECCUIO SIIEPHBIX TeHOB (DOTOCUH-
Te3a C MMOMOIILLIO MHBIX MEXaHU3MOB |8, 29, 30].

B mipoMoTOpax simepHbBIX TeHOB, KOTOPBIE PeTyiIr-
PYIOTCS TIACTUIHBIMYA CUTHAJIAMU, OOHAPYKEHEI CIs-
SJIEMEHTHI. Y BBICIIUX PACTeHUU Cis-2JIEMEHTOM,
YYBCTBUTEJIBHBIM K CBETY M PETPOTPAaTHBIM CUTHA-
nmaMm, sBisietcst G-box (CACGTG) mwnu 61u3Kopo-
crBeHHblii CUF1 (CACGTA) u GATA snemenr [13].
IIpomotopsl reHoB, perynmupyembix GUNI, comep-
kaT Takke ABI4-cBs3biBaloliMii MOTUB, KOTODBIi
nepekpbiBaeTcs ¢ G-box win JIOKaJIM30BaH BOJU3U
Hero [8].

N3BectHo, uto GUNI XommpyeT JOKaIn30BaH-
HBII B TJ1acTUAAX 60K, COAePXKALIMM JOMEHBI TTeH-
TaTpukonenTuaHbIX ToBTOpoB (PPR). 3a cuer atux
JIOMEHOB MPOMCXOAUT criel(PUIeCcKOe CBSI3bIBaHUE
GUNI1 c¢ mocienoBaTeIbHOCTSIMU HYKJIEMHOBBIX
kuciaor, npeumyiiecteeHHo ¢ PHK. Hexoropnie
PPR-conepxamnine 6eJKM y4yacTBYIOT B ITOCT-TpaH-
CKPUIILIMOHHBIX MPOLEeCCaX, TAKUX KaK CIUIAiCUHT
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PHK, penpaktupoBaHme, IIPOIIECCUHT U TPAHCIISIINS
B IJIACTUIAaX U MUTOXOHIPUSIX.

ABI4, nopmo6Ho gpyrum T® cemeiicTBa
AP2/EREBP, saBnsiercsi penpeccopoM TpaHCKpPUII-
muu B npucyrctBun ABA, Et u JA [13]. ABI4 cayxur
TaKXe PeryIsTOPOM PeTPOTrpagTHOIO CUTHAJIMHTA MU~
TOXOHIAPUI M SIBJISIETCS, TO-BUAMMOMY, LEHTPOM
WHTETPallMi PETPOTrpagHbIX CUTHAJIOB OpraHe M
CUTHAJIOB, CBSI3aHHBIX C COJIEP>XKaHUEM CaxapoB U pe-
JIOKC-COCTOSIHUEM XjoporiacToB [8]. YV Arabidopsis
reH ABI4 "HTEeHCUBHO 3KCIPECCUPYETCS B ceMeHax
(B IPOTUBOMNOJIOXKHOCTH MPOPOCTKAM) Y MHIYLIUPYETCS
[JTIOKO301 M, BEPOSITHO, IPYTUMU caxapamu [4]. [Tyrem
TeHEeTUYECKOI0 CKpMHUHTAa MyTaHTOB Arabidopsis ycTa-
HoBJIeHO, uTo ABI4 peryaupyeTr 3KCIpecCHiOo T'€HOB
ajpTepHaTMBHON okcunasbila (AOXl1a) — depmeHTa,
KOTOPBIM 4acTO MCIIOJb3yeTCs KaK MapKepHbIi TeH
MPU UCCIICIOBAaHUU MUTOXOHIPUATBLHOI peTporpa/-
HoIi peryasuuu [14].

PTM (tpaHckpunimoHHbIi ¢akTop PHD-THNA)
OCYLIECTBJISIET B PETPOTPAJIHOM CUTHaJIMHIE (hU3M-
YEeCKYIO CBSI3b MEXIY XJIopoTuiacTamMu 1 simpoM [17].
On coenuHser GUNI1-nyTs B mutactuaax ¢ ABI4-
nyteM B saape (GUNI1-PTM-ABI4) [18, 31]. DTot
T® mmeer deThbipe TpaHCMEMOpPAaHHBLIX JOMeHa Ha
C-KOHIle ¥ JIoOKaJdu30BaH Ha BHElIHEil 000J04YKe
xjaoporiactoB. N-KoHIeBas obiaacte PTM conep-
xwnt JJHK-cBs3pI1BaIonmii romeogqomMeH, J0MeH pas3-
JIMYHBIX TPAaHCKPUMUMOHHBIX (akTopoB (DDT) n
pactutenbHbI TomMeonomeH (PHD). PactBopumas
ykopoueHHast popma PTM (~58 kDa), He nmeronas
TpaHCMEMOpaHHBIX TOMEHOB, 00pa3yeTcsl B PE3yJib-
tate mpoteonu3a TM cepuHOBOII TMpoTeaszoit [32].
Ata popma PTM ocBoboXIaeTcss 13 000JIOUKH XJI0-
poruiacTa B UTOILIa3MYy, TIEpEMEIAeTCs B SIIPO, TIe
¢ nomouibio PHD noMeHa akTUBHUPYET 3KCIIPECCUIO
ABI4. Tlocnennuii, Kak OBIJIO OMMMCAHO BBIIIE, CBSI-
3bIBACTCS C IIPOMOTOpoM Lhch, noKaan3oBaHHBIM
Bomm3u CUF1-aneMeHTa, 1 IPEnsITCTBYET TAKKUM 00-
pazoMm cBsa3biBaHuiO G-box dakTopoB, HEOOXOIM-
MBIX 11 OKcrpeccuun Lhch v Npyrux siiepHbIX T€HOB
¢ortocuHnTesa [4, 17].

HY5 (n1vHHBIA TMITOKOTWIbL 5) — TPaHCKPUILIM-
OHHBII (pakTOp bZIP-TNIIa, KOTOPHINT GYHKIMOHNUPY-
€T B PETPOrpajHOM CUTHAJIMHIE IIOCJI€ HECKOJIbKUX
dotopeuentopoB, Bkiwyasds CRY1, u uHayunupyer
9KCIIPECCUIO CBSI3aHHBIX C (hOTOCMHTE30M TeHOB. HYS
n CRY1 (pyHKUMOHUPYIOT B OAHOM U TOM XK€ CHUT-
HaimbHOM myTu. Ilokazano, uto CRY1 yuacTtByeT B
PEeTyJISILIMU DKCIPECCUU SIIEPHBIX TEHOB, KOHTPOJIU-
pyeMbix 'O,, U B IporpaMMUpyeMOil TMOEIN KIIETOK
[8, 13]. ®oropeuenTop CRY1 BbICTYynaeT Takxke Kak
HETaTUBHBIN PETyJsSITOp, MOAABISIIOIIUIA 3KCIIpeCc-
cuto reHa Lhcb mpu HapylleHUsIX OuWoreHes3a Ija-
ctua. [ToMumMo peTporpaiHOro CUrHajaMHra, CBETO3a-
BUCHUMBII CMHTE3 XJIOpOo(WIIa U 6e1Kka Ha paHHUX CTa-
JUSIX pPa3BUTUSI XJIOPOTLIACTOB MOXKET MHIAYLIMPOBATHCS
€ TIOMO1IbIO (hOTOPELIENTOP-3aBUCMMOIO CUTHAJIUHTA.
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OO0a ThIta CUTHAJIBHBIX IMyTei MOTYT B3aUMOAECTBO-
BaTh IPYT C APYTroM, YCUJINBATh WIN OCJIA0JISITh B3auM-
Hbli a¢pdekr. Tak, hoToakTUBUPYEMBIE POPMBI (DUTO-
XpoMa M KPUIITOXPOMOB WHAYLUPYIOT YIAJIECHUE U3
sgapa TakKux penpeccopoB, Kak Constitutive photo-
morphogenic 1 (COP1) u Phytochrome-interacting
factors (PIFs), koTopbie obecieunBatoT MopgoreHe-
TUYECKOE pPa3BUTUE PACTEHUM B TEMHOTE. DTU pe-
npeccopbl  (poToMopdoreHe3a IMpeaoTBpaIlaloT Ha-
KOIUICHME MO3UTUBHBIX TPAHCKPUIIIIMOHHBIX (haKTO-
POB  CBETOMHIYLIMPYEMBIX T€HOB, BBI3bIBAsI UX
MIPOTEOIUTUYCSCKYIO Aerpagauuio. Ilocie ynmaneHuUs
peTpeccopoB U3 SIapa IIPOMCXOIUT HAKOIUIEHHE TPaH-
CKPUITIMOHHBIX (phakTopoB, Takux kKak HYS5, LAFI,
HFR1 u GLKSs, u akTuBaust 3KCIPeCcCun SIACPHBIX
reHoB (orocunTte3a. C Opyroil CTOPOHBI, TpaH-
CKPUMIILUS SIIEPHBIX TEHOB (DOTOCUHTE3a MHTUOUPY-
eTCsl, ecid OMOreHe3 XJIOPOIUIACTOB MOAABJICH WU
(YHKIIMS XJIOPOILIACTOB CEPhE3HO HapyllleHa, U CO-
OTBETCTBYIOIIIME XJIOPOIUIACTHBIE CUTHAJIBI OTCYT-
CTBYIO0T. PeTporpamHplii CUTHAJIMHT YYBCTBUTEICH K
¢iykTyausiM cBeTa. BOJIBIIMHCTBO peTporpagHbIX
CUTHAJIOB XJIOPOILUIACTOB 3aBUCHUT OT HaJIMUMS WIU
HEeJOCTaTKa CBETOBOII dHEPIruUM. 3pelible XJIOPOILia-
CTBI SIBIISTIOTCSI OCHOBHBIMU CEHCOpPaMM M3MEHEHUI
CBETOBBIX YCJIOBUII OKpyxXKaroleil cpeanl. B3anmo-
CBSI3b CBETOBBIX M IUIACTUAHBIX CUTHAJIOB HE SIBJISICT-
Csl YINBUTEIBHO, IIOCKOJILKY ITUIACTUIHBIE Y CBETO-
Bble CUTHaJbl MOTYT pEryJupoBaThb 3KCIIPECCUIO
SIIEPHBIX TeHOB (DOTOCUMHTE3a, UCIIOIL3YS OTHU U TE
Ke WK OJIM3K1e 3JIEMEHTHI IIpOMOTOPOB. Takas B3a-
MMOCBSI3b JIByX TUIIOB CUTHAJIOB (CBETOBBIX U Iljia-
CTUIHBIX) BaXXHa HE TOJBKO UIsI OMOreHe3a XJIOpO-
IUIACTOB, HO U IJIs IIOOAEepPXKaHMs MUX CTPYKTYpPhI U
¢yHKIIMIT B yCIIOBUSIX CTpecca.

GLK1/2. SIaepHblii TpaHCKPUITLIUOHHBIN (haKTOp
GLK cynepcemeiictBa GARP oOHapykeH y pa3HBIX
BUJIOB COCYIUCTBIX PaCTEHUI, MPUYEM KaKIbIi1 BU CO-
JIEP>KUT, IO KpaliHeii Mepe, 2 reHa GLK (golden 2-like 1
u 2). beaxkun GLK, sgBnsionimnecs yieHaMH cyliepce-
meiictBa GARP, HeoOXommMmbl T HOPMAaJbHOTO
Pa3BUTHUS XJIOPOILUIACTOB. DTU OEJIKM aKTUBUPYIOT
9KCIIPECCUIO TEHOB, YYaCTBYIOIIMX B OMOCUHTE3€ XJI0-
podmiuia, KOTUPYIOIINX KOMIIOHEHTHI CBETOCOOMpa-
IOIIMX KOMITJIEKCOB U 3JICKTPOH-TPAHCIIOPTHOM LIeTH,
IIPY 3TOM CYIIECTBEHHO CTUMYJIMPYS Pa3BUTHUE XJIO-
porutactoB. I'mnepakcnpeccuss GLK wmaoynmpyer
pa3BUTUE XJIOPOIJIACTOB B KaJUlyce puca U KJieTKax
KopHeii Arabidopsis [33]. YpoBenb GLK perynupyer
YOMKBUTUH-TIpOTeacOMHas cuctema. “MwumeHsamn”
9TO# CUCTEMBI SIBJISIFOTCS TIPEIIIECTBEHHUKU OEJIKOB
XJIOPOILIACTOB B IIUTO30JI¢, KOMITOHEHTHI aIliapaTta
TpaHCJOKallM1 OEJIKOB Ha IOBEPXHOCTU XJIOPOILIA-
croB u T® B aape [33]. Joka3aHo, 4YTO 3KCIIPECCUSI
reHoB GLK perynupyeTcst peTporpagHbBIMU CUTHAJIa-
MM XJIOPOIJIACTOB, IIpUUYEM, T10 KpaitHEN Mepe, OJIUH
U3 CUTHAJIBHBIX IyTel HE 3aBUCUT OT CUTHAJILHOTO
oyt ¢ ydactueM GUNI. Ilomumo perymsiuuu Ha
YPOBHE TPaHCKPUIILINHU, TUIACTUAHBIC CUTHAJIBI PETY-

IOPUHA, OIMHLIOBA

JIMPYIOT TakkKe ypoBeHb Oenka GLKI1 ¢ mmomomibpio
yOUKBUTUH-TIpoTeacoMHOM cuctemnl [34]. GLKI1 —
KJTIOUEBOI PEryJIsSITOp CBETOMHAYLIMPYEMOM TpaH-
CKPUIILIMOHHOM CETH, KOTOpas WMIpaeT OCHOBHYIO
poab B poTomopdorenese [35]. IIpenmonararoT, 4To
GLKI1 gBisieTcs TO3UTHUBHBIM PETYJISITOPOM PETPO-
rpagHOr0 CUTHAJIILHOIO MYTU, KOTOPBIiI KOOPAMHUI-
pyeT MMIIOPT OEJIKOB B IJIACTUABI U DKCHPECCUIO
SIIEPHBIX TEHOB B OTBET HAa (DYHKIIMOHAJIBHOE COCTO-
STHUE TUIACTUO. YOMKBUTUH-IIPOTEACOMHAsI CUCTEMa
perynupyeT Takxke ypoBeHb GLK B miomax TomaToB
Solanum lycopersicum. Pa3zBuTne XJIOPOIJIACTOB B IUIO-
max TomatoB peryiaupyeT SIGLK2. Ilokaszano, 4dto
SIGLK2 pas3pymaercs youkBuTUH-E3 aurazHeIM
KoMIuIeKcoM, KoTopblit cogepxxut CULLIN4 (CUL4)
n UV-damaged DNA-binding protein 1 (DDB1) [36].
Mytanuusg B DDB1 mpuBoauT K CyIiecTBEeHHOMY yBe-
JIMYEHUIO COJIEPKAHUS IMUTMEHTOB U COOTHOIIECHUS
XJIOPOTUIACTOB K XpoMoruiactaMm [37], 1o Bceil BUIM-
MOCTH, 3a cYeT uype3MepHoro HakoruieHus SIGLK?2.
Xots ToyHast posib SIGLK2 B perporpaiHoM curHa-
JIMHTE OCTAeTCSI HEBBISICHEHHOM, MMEIOIIMECS] TaHHbIE
MOJATBEPKIAOT ITPeACTaBIeHNE O TOM, YTO YOUKBUTHH -
IpoTeacoMHasl CUCTeMa HeoOXoayMa ISl PeryJIsiiuu
GLK [33].

WHIRLY1 — 6e10K, KOTOPHBIiA BXOAUT B COCTaB Ma-
neHbpKoro cemerictBa oenmkoB WHIRLY, cBsa3piBato-
muxcst ¢ ogHoHuteBoit JIHK. WHIRLY1 nokanuzo-
BaH B IUIaCTUAAX U siape. Y OTHOMIOJIBHBIX PACTCHUIA
cemeticteo WHIRLY comepxxur 2 6enka, y IByIOIb-
Heix — 3 [38]. benku cemeiictea WHIRLY monu-
¢dyHKIMOHaANBHBL. X YHKIIUY 3aBUCST OT BHYTPU-
KJIETOYHOM JIOKAIW3alluM W/WiIA CTaguu Pa3BUTHUS
pactenumii [39]. WHIRLY1 BrepBbie ObLI OIMcaH Kak
saepHblil TM, KOTOPEI1 y4acTBYET B 3KCIIPECCUU T'e-
HOB, CBSI3aHHBIX C ATOT€HE30M, 3aBUCSIINX OT SA.
Btor TA ObUT OOHApYKEH TaKXe B XJIOpOIIacTax
[40]. UccnenoBanuss WHIRLY1 nokazanu, uro y Ara-
bidopsis aTor T® npuaaet cTaGUIILHOCTD INTACTUIHO-
My reHomy, y sumeHss WHIRLY1 ygyacTByeT B KOM-
MaKTU3alUY HYKJISOUIOB U PETYJISILIN Y1 CIa KOIUA
mnactugHoit JIHK. B xiropomimacrax KyKypy3sl
WHIRLY1 cBa3siBaetrcss ¢ IHK u PHK u yyactByer
B CIUIAlICTHT€ UHTPOHOB.

B xnoponnacrax Arabidopsis u ssamenst WHIRLY1
SIBJISIETCSI YAaCThIO TPAHCKPUIILIMOHHO aKTUBHOI XpO-
mocombl (TAC). Kpome Toro, WHIRLY1 — onun u3
npeodiafaIux 0eJKOB HYKJICOUIOB XJIOPOIIACTOB
[41]. WHIRLY1 urpaet Tak:xe BaxKHYIO poJib B (pOTO-
CUHTE3€ U BiusIeT Ha aKcnpeccuto reHoB @C I u ce-
Tocobuparimux koMmiuiekcoB (LHCI). IlokazaHo,
yro WHIRLY1 yyacTByeT B MHTerpauyu cCBETOBOTO U
IUIACTUIHOTO CUTHAJIMHIOB, XOTSl Ne€TajJbHas pOJb
WHIRLY1 B 3TUX CUTHAJIbHBIX MY TSIX OCTAE€TCS HEU3-
BecTHOI [38]. T® WHIRLY1 He BIusieT Ha cTapeHUe
JIMCThEB, 3aBUCSIIIEE OT X BO3pacTa U UHTEHCUBHO-
CTH OCBEIIIEHUSI, HO, BEPOSITHO, YYaCTBYET B IIPEXKIe-
BPEMEHHOM WHIAYKLMK TIPOLIECCOB CTapeHUsl Ju-
CTBEB B OTBET Ha (POTOOKUCIUTENbHBIN cTpecc [40].
®U3UOJNOTUSI PACTEHUI Ne 4
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Pacnpenenenme WHIRLY1 Mexny ssmpoM 1 TracTu-
namu perynaupyeT nporenHkuHaza CIPK 14, kotopast
WUTpaeT KIIIOUYEBYIO POJIb B MHIYKIUM OOpa30BaHUS
WHIRLY1 B 3tnx opranennax. CBeTOBEIC YCIOBHSI,
caxapa, LIMTOKWMHUH WU CUTHaJ KaJbLMii-KaJbMO-
IyIAH, KOTOopble WMHOyHupyoT cuHTte3 WHIRLY],
MOTYT TaK:K€ BIMSTH Ha BHYTPUKJIETOUHYIO JIOKAIM-
3allMI0 M1 OCHOBHEBIE (DYHKIIMM 3TOro oenka [40].

CylecTBYIOT pa3jIu4yHbIE TUIIOTE3bl, OOBSICHSIO-
mue Mexann3Mmbl TpaHcnopta WHIRLY1. CornacHo
onHoI m3 HuX, B TpaHciokaimmn WHIRLY1 B sapo
y4acTBYIOT CTpOMYJHI U sinepHbie ADK [26]. B mia-
ctugax WHIRLY1 npuHuMaeT ydactue, B HEpPBYIO
ouepenb, B Metabonmame PHK. B aope on perymmpy-
€T TPaHCKPUIILIMIO CTPECCOYYBCTBUTEIBLHBIX T'€HOB
[3, 13]. B mnactumax WHIRLY1 nmoaBepraercst mmpo-
LIECCUHTY TTyTeM OTIlIeTIeHUs1 N-KOHIIEBOTo MenTu-
J1a, MpeBpalllasiCb Py 3TOM B YKOPOUYEHHBbII 3peJIblii
6enok. YkopoueHHast popma WHIRLY1 ocBoGoxkxma-
eTcsl M3 XJIOpOIUIACTOB, HaKarlJIuBaeTcs B siIpe U
(GYHKIIMOHUPYET KaK TeJIOoMep-CBI3bIBalONIUi Oe-
JIOK, a TakKxXe KaK aKTUBaTOp WX perpeccop TpaH-
CKPMITLIMU Psila TEHOB, KOTOPbIE Y4acTBYIOT, B TOM
Ylclie, B OTBETHBIX PEaKIIUsIX Ha CBET BbICOKON MH-
TEHCUBHOCTH Y 3apaxkeHUe maToreHaMu. DTOT 6eJIoK
HaxoJIUTCs B CBOOOJHOM COCTOSIHUM B LIMTO30JIE, €C-
JIV TUIACTUABI TTOBPEXAECHBI CTPECCOM WU CTApEeHU-
€M, SIBJISIICh CPEICTBOM TpaHCIIOpTa CTPECCOBOTO
CUTHaJIa HeTIOCPEACTBEHHO B siapo [1, 39].

HecMmoTps Ha TO, 9YTO HET yOeIUTEIbHBIX JOKa3a-
tenbeTB yyactust WHIRLY1 B peTrporpanHoM curHa-
nuHre, gokanusauusd WHIRLY1 B nByX KJIETOYHBIX
KoMnapTMeHTax (IUtacTuiaax M siape), a TakKKe TOT
daxT, yTo 00e cyononyJsIun 0ejKa UMEIOT OIMHA-
KOBYIO MOJIEKYJISIDHYIO Maccy, nejaeT 3ToT Td oueHb
BEPOSITHBIM KaHAUAATOM Ha poJib NepeaaTumKa CUr-
HAJIOB OT XJIOPOILIACTOB B SIAPO TP HOPMAJIbBHOM pas3-
BUTHH JIUCTHEB U Pa3IMYHBIX BUAaX cTpecca [3, 38].

T® WRKY. B perporpagHoM CUTHAJIMHTE ydacT-
BYIOT MeMOpaHOcCBsI3aHHble TQ® KJIETOYHBIX Opra-
HeJUT pacteHuii: 6onbinoe cemeiictBo WRKY, a Tak-
xe Oenku ANACOI17 u ANACOI13, coaepxalue
NAC nomeH. MccaenoBanue 1196 reHOB, mpeAIioo-
KUTEJIBHO KOAWPYIOIIUX MUTOXOHIpUAJbHbIC Oe-
KU, MOKAa3aJI0, YTO OOJIBIIMHCTBO M3 HUX COAEPKAT
W-box, kotopslii y3Haerca T® WRKY-tuna u Kkoto-
pBIii BaXkeH ISl aKTUBAlLIMM TPOMOTOPOB CTPECCO-
YyBCTBUTENBHEIX TeHOB. [ eHOM Arabidopsis kogupyet
6osiee 70 pasznmumyHbix T@® WRKY, koTopble, mo-Bu-
JIUMOMY, UTPAIOT Pa3HYIO POJIb B OTBETHBIX PEaKIIUSIX
Ha ctpecc. T® WRKY40 1 WRKY63 KoopauHUPYIOT
SKCIIPECCHIO SIIEPHBIX T€HOB, YYBCTBUTEILHBIX K Ha-
pyleHusIM QYHKUM XJIOPOIUIACTOB U CTpOMYII |14,
26]. BeIcka3bIBaeTCsl IPEAITOIOKEHNE O TOM, YTO Ha-
pylieHus (PYHKIUI opraHeJI MOTYT UHAYLIMPOBaTh
MPOTEOJIUTUYECKOE BHICBOOOXICHNE MEMOPaHOCBSI -
3aHHbIX T®, nokanu3oBaHHbBIX B ER (ANACO17 u
ANACO13) unu B xnopomiactax (PTM), u moctyn-
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JICHWE WX B IIUTOTUIa3MYy, 4TO obecrieunBaet 3TuM 1D
BO3MOXXHOCTb CIY>KUTh CUTHAJIbHBIMU UHTEpMENIUa-
TaMU MEXIy OpraHejulaMy M SIIPOM WJIM HeNOoCped-
CTBEHHO JeiCTBOBATh Ha siiepHbIe reHsl [ 14, 31].

WRKY40, WRKY18 1 WRKY60 peryimmpyior skc-
npeccuio ABI4 B ABA curnanunre. 9t T® ygact-
BYIOT TaK>XKe B MOBBILIEHUN YCTORUYUBOCTU K OUOTH-
YECKMM CTpeccaM W B PEeryJisiliuv B3auMOJEUCTBUS
Mexay SA 1 JA CUTHaAJIbHBIMU ITyTSIMU. AKTUBHOCTD
WRKY, takxke kak apyrux Td, yacto peryaupyercs
MyTeM TOCT-TPAHCISILMOHHBIX MOoAUdUKaLIU, Ha-
npumMmep, TyreM dochopunnpoBanust. Mnentudmn-
nupoBaHbl T® WRKY, KoTopble SBISIOTCS IIPSIMbI-
MU MUILLIEeHIMU MA knHas [26].

T® ANACO17, cogepxamuiit NAC goMeH, CBsI-
3aH ¢ ER u F-aktunowMm 3a cuer C-KOHIIEBOTO TpaHC-
MeMOpaHHOro foMeHa. [1pennonaraior, uto 3ToT TM
aKTUBHUPYETCS IIyTeM IIPOTEOJIUTUIECKOTO OTIIETIIe-
HUs C-KOHIIEBOI'O TPAaHCMEMOPAHHOTO YYacTKa pOM-
OOBUIHOI MpoOTea3oit, pu 3ToM N-KOHIIEBOI JOMEH
ANACOI17 ocBoboxkxaaercs u3 ER, uto 11o3BosisieT emy
MUTPHUPOBATH B SIIP0. XOPOIIO M3yYeHBI TeHbI-MUIIIe-
Hu ANACOI17. ¥V Arabidopsis nx, o KpaiitHeil mepe,
200. K HUM OTHOCSITCSI T€HbBI, KOTOPbIE KOTUPYIOT MU~
TOXOHApUAaJIbHbIE OeJiK1, Takue Kak AOXla, anbTep-
HatuBHBle NADH-neruaporenassl, OPA3, a Ttaxkke
Ppsio MHIYLIMPYEMBIX OKUCIUTEIbHBIM CTPECCOM I'€HOB
¢ MaJIo u3ydeHHbIMU (GyHKIMIMHU. HemaBHME ncciie-
JIOBaHUS MOKa3aju, YTO Y 9YKapuOT LIMKIUH-3aBUCH-
mas1 kuHaza E1 (CDKEI), koTopast 1oKaiu3oBaHa B
saape, nepegaeT uHpopMauuio ot JHK-cBsizaHHBIX
T® na PHK-nmonumepasy Il u Takum oGpazoM ocy-
miecTBisAeT peryisuumio skcrnpeccuio MPHK LHCB2.4
1 AOXla B OTBET Ha peTpOrpagHbie CUTHAJIBI XJIOPO-
TUIACTOB U MUTOXOHIpUii [ 14].

IIpennomnaraiot, yTo ogHa U3 pyHKIMi ANACO17
COCTOMT B MOAABJICHUU IPOrpaMMUpPyeMOil rudenu
kietok (PCD), Hanboiiee BEpOSITHBIM MEXaHU3MOM
KOTOPOM SIBJISIETCS IIpeloTBpallieHrne oOpa3oBaHUS
n3onITouHoro koiandecrsa ADK. YcraHoBieHO, YTO
ANACOI17 yyacTByeT B PEryjsiiliu peTporpagHOro
CUTHAJIMHIa MUTOXOHIPUIA, a TAKXKE HEKOTOPBIX BU-
JIOB PETPOrpagHOTrO CUTHAJWHIA XJIOPOILIACTOB [6,
7]. Cuurarot, yto T® ANACO17 BBICTYNAET B PO
JIBYCTOPOHHETO IepeJaTyrnKa CUTHAJIOB MEeXIy opra-
Heyutamu U sapoM. ANACO13 — apyroit T®, conmep-
xkamuit NAC moMeH, KOTOPBIA SIBIASETCSI PEryJIsiTo-
pOM pETPOrpagHOro CUTHAJMHIA MUTOXOHIPHUIA.
Ortot T® nokanuszoBaH B MeMOpaHe ER u gBisgercs
YacThI0 CTPECCOUYYBCTBUTEIBHOIO PEryjoHa MUTO-
xoHapuii. AktuBanusi ANACO13 curHajiaMm MUTO-
XOHJIPUil IIPOUCXOIUT, ITO-BUIMMOMY, IIyT€M TOIO
XKe IIPOTEOIUTUIECKOIO MEeXaHU3Ma, KOTOPHIM OIM-
can o111 ANACO17 [14].
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ABNsIsICH HEOTHEMJIEMOI YaCThI0 BHYTPUKIETOY-
HOTO CUTHAJIMHTa, PETPOrpagHblii CUTHAIMHT TIpE-
CTaBJIsIeT cO0OI CIIOXKHBIM U MHOTOYPOBHEBBI TIPO-
1ecc, LieHTpajabHasl PoOJib B KOTOPOM MPUHAMLIEXKUT
xnoporuiactam [14]. M3BecTHO, 9TO B XJTOpOILIacTax
JIOKAJIM30BaHbl KOMITOHEHTBHI (hOTOCHMHTETUYECKOTO
arraparTa BBICIIMX PAaCcTeHUIi, OQHAKO B 3THUX Opra-
HeJIJIaX IPOMCXOAUT HE TOJBKO (POTOCHMHTE3, HO U
CUHTE3 MHOTUX BaXXHbIX IJII KJIETKU COCIVUHEHWIA,
TaKMX KaK XWpPHbIE KUCIOTbI, aMUHOKHUCIIOThI, pU-
TOTOPMOHBI, BATAMUHBI, HYKJI€OTUAbI 1 BTOPUYHBIE
MeTabosuThl [5, 14]. Ilnactunbl Takxke ciiyxkar MC-
TOYHUKOM PETPOrpagHbIX CUTHAIOB, MOCTYIIAIOLINX
M3 XJIOPOIUIACTOB B SIAPO U PETYJIMPYIOIIMX OCHOBHBIE
TIPOLIECCHI KU3HEeAesATeIbHOCTU pacTeHuid [17]. MHo-
roJIETHUE UCCASA0BaHMSI TOKA3aJIM, YTO PeTpOrpagHbIe
CUTHAJIBI OCYIIECTBIISIIOT PETYISILIUIO U KOOPIUHALIVIO
MPOLIECCOB Pa3BUTHUS, IPOLIECCOB HAaIlPaBJICHHOIO
TpaHCIIOpTa OEJIKOB U PEMOISIUPOBAHUS CTPYKTYPHI
XpOMaTHHA, a TAKXe OTBETHBIX peakKlMii Ha OMOTH-
yecKue 1 abnotuvyeckue crpeccol [12, 15].

PerporpagHble CUrHAJIbI XJIOPOIUIACTOB BAaXKHBI
JUISI HOPMaJIbHOTO pOCTa U Pa3BUTHS pacTeHUil. OHU
peryaupyior npopacranue [15], userenue, [42], Mop-
(oreHes u ABKeHUE opraHelul. [1oBpexaIeHns KoM-
MIOHEHTOB PETPOTrPAIHBIX MyTel, YU4aCTBYIOIINX B OUO-
reHese IUIacTU 1 MOP(OTEHE3E JIMCThEB, IPUBOIAT K
3HAYUTENILHBIM (PEHOTUITMUECKUM U3MEHEHUSIM: 00eC-
LBEYMBAHUIO CEMSOJNEN, MECTPOIMCTHOCTU, CMOp-
IIEHHBIM JIMCThIM U U3MEHEHHOI (POpME PO3ETOK.

PerporpagHble CUTHaIBI XJIOPOILIACTOB PETYINPY-
IOT TaKXXe OTBETHBIE peaklIMM PacTEHUII Ha CTPECCHI,
BbI3BAHHBIEC MATOTeHAMU U aOUOTUUYECKUMU (haKTopa-
MU cpenpl [6]. YI3MeHss1 SKCIIPECCUIO ThICSY T€HOB Ha
YPOBHE TPAHCKPUIILMU U TTOCT-TPAHCKPUILIMOHHBIX
MPOLIECCOB, PETPOrpagHble CUTHAJIBI TO3BOJISIIOT IIPU-
COCOOUTh METa0O0IM3M B IIACTUIAX U APYTUX Ya-
CTSIX KJIETKHM K M3MEHEHUSIM OKpYKarwlleil cpelbl,
yJaBJIUBaeMBIM IDIaCTUAAMU/XI0oporiactamu [9].

B orimume ot perporpagHOro CUTrHaJIMHTa Ia-
CTUJ, PETPOrpaaHbIii CUTHAJIMHT MUTOXOHIPUIA pac-
TeHUIi, UCCIIeMOBAaHUSI KOTOPOTO HAYalIUCh TOJBKO
okoyio 10 jer Ha3anm, u3ydeH ropa3go MeHsbie. [1o
BCEil BUOAMMOCTH, HEKOTOPbIE KOMIIOHEHTHI PETPO-
rpalHOTO CUTHAJWHTA SIBJISIIOTCS OOIIMMU IS Tija-
ctun 1 MutoxoHapuii. Tak, HampuMep, KOMIIOHEHT
peTporpagHoro curHajauHra xioporuiacto Td ABI4
SIBJISIETCSI TAKIKE PETYJIITOPOM MUTOXOHIPUAIbHOM pe-
TporpamHoii cuctembl. @ocdaraza SALL, paciieruisio-
mast PAP 1o AM®, obHapyXeHa KakK B XJI0pOIuIacTax,
TaK U B MUTOXOHIpUSIX. B TO ke BpeMsi, peTporpaaHbIii
cUTHaIbHBIN ITyTh SAL1-PAP B MUTOXOHIpUSIX HE 00-
HapyXeH [6].

HaxkaniuBaioTcst n7aHHBIE O B3aUMOJIEACTBUM CHUT-
HaJIbHBIX TTyTeii XJIOPOIJIACTOB U MUTOXOHIPUIA TIpU
HOPMaAaJIbHBIX YCIIOBUSIX POCTa, a TaKKe IIPU aganTa-
LIMU K CTpeccaM OKpyxalollei cpenbl [4, 16]. HJaib-
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Hellue uccaegoBaHusl peTporpagHOro CUTHAIMHIA C
HCMOJb30BAHMEM HOBEMILNX JOCTUXKEHUIN TTPOTEOMMU -
K1, METa0OJIOMUKHU 1 BLICOKO3(h(HEKTUBHOTO CEKBECHM -
pOBaHUSI HOBOIO ITIOKOJIEHMS TI03BOJISIT B KOHEUYHOM
WUTOTE MOJIYYUTh JE€TaTbHOE MPEACTABIECHUE O TOM, Ka-
KMM 00pa3oM M3MEHEHMS Cpelibl PEryIUPYIOT COCTOSI-
HUE BHYTPUKJIETOYHBIX KOMMOAPTMEHTOB KJIETKWU U
KaKy10 poJib B 3TOM UTPaIOT PETPOrpaaHble CUTHAbI.
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