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3a mocneaHue rojibl JOCTUTHYT 3HAYUTENBHBIH MPOTPECcC B M3yUEHHN XEMOCHTHATBHBIX CUCTEM PAaCTEHHH,
gyepe3 MOCPEACTBO KOTOPHIX (PHTOTOPMOHBI OCYIIECTBISIOT PETYIISIUIO IIMPOKOTO CHEKTPa OMOXMMHUUECKHUX U
(DU3HOTOTHUECKHX MTPOIIECCOB B PACTUTENBHOM KileTke. B 0030pe paccmMaTpuBaeTcsi HECKOIBKO THIIOB XEMOCHUT-
HaJbHBIX CHCTEM PAaCTEHHH, KOTOPbIE Pa3IMYaIOTCS CTPYKTYPHO-()YHKIMOHAIBHON OpraHU3aluei U MOJEKy-
JISIPHBIMHM MEXaHM3MaMU TIepeiau curHaia K 3Gp@GekTopHbIM OeiikaM, OTBETCTBEHHBIM 3a PEryJILUI0 SKCIIpec-
cun reHoB. Cpelii HUX aKTUBUPYEMbIe IUTOKMHUHAME, STUIICHOM U OPaCCHHOCTEPOUIaMH JIBYXKOMIIOHEHTHbBIE
CUTHAJIbHBIE CUCTEMBI, BKIIIOYAIOLIHE B ce0sl B KaUeCTBE CEHCOPA PELIEITOPHbIC IPOTEMHKUHA3BI, & TAKXKE aKTH-
BUpYEMbIe ayKCHHOM, I'HO0epeIuInHaMy U )KacMOHaTaMu MHOrokomrnoHeHTHbIe SCF-KoMIUIeKChl, HaleIeHHbIe
YOUKBUTHHIINTa3HOH aKTUBHOCTBIO. HetaBHO y pacTeHuii ObliIM 0OHAPYIKEHBI CHIHAIBHBIE CHCTEMBI, BKITIOYAI0-
mye B ceOsi pelenTopbl CEpIaHTHHHOIO TUIA U CONPSHKCHHBIE ¢ HUMH reteporpuMepHbie G-Oelku, KOTopble
LIMPOKO PAaCIPOCTPAHEHBI Y )KUBOTHBIX U IrprboB. [IpencraBieHHbIe B 0030pe JaHHbIE yKa3bIBAIOT Ha CXOJCTBO
JIBYXKOMITOHEHTHBIX M CONPSDKEHHBIX ¢ G-OeTKaMM CUTHAJIBHBIX CUCTEM PacTeHUI M TPHOOB U CBUIETEILCTBY-
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10T 00 YHUKAJIBEHOU MPUPOJE CUTHAIBHBIX CUCTEM pacTeHHH, BKiIto4aomux B ce6st SCF-KoMIIIeKCHI.

KnroueBrre cioBa: abcuu3oBas KUCIOTa, ayKCUH, OpaCCHHOCTEPOU I, TeTepOoTpuMepHbIi G-0e0K, THo-
OepeuinH, TUCTHIMHKIHA3A, PACTCHUE, PELIENTOP, XeMOCUTHAIbHASL CUCTEMa, LIMTOKUHKH.

B HacTosimmee BpeMs 0OHAapy>KEHO HECKOIBKO KIacCOB
PA3IMYHBIX 0 XUMHUYCCKON MPUPOIC CHTHAIBHBIX MOJICKYII
9K30T€HHOTO W 9HIOTEHHOTO MPOMCXOXKACHUS, KOTOPHIC BbI-
MTOTTHSIOT (PYHKITUM TOPMOHOB B KIICTKaX PACTCHUN M KOHTPO-
JIUPYIOT UX pocT, audHepeHIIupoBaHUE, aNoNTO3, IHPOKHIA
CHEKTp (PU3HONOTHYECKUX M OMOXUMHYECKHX IIPOIIECCOB.
Hawubosee xopomo cpeu TopMOHOB ¥ TOPMOHOIIOIOOHBIX Be-
HIECTB pacTeHUi (PUTOrOPMOHOB) HCCIICIOBAHBI [IUTOKUHH-
HBI, ATHWJICH, OpPacCHHOCTEPOWIBI, ayKCHH, THOOCpEITHHEL,
JKAaCMHUHOBAsI KUCIIOTa U abcim3oBas kuciota (puc. 1). Heko-
TOpBIE (PUTOTOPMOHBI CTPYKTYPHO OJIM3KH TOPMOHAM KHBOT-
HBIX 1 TpuOoB. Tak, OpacCHHOCTEPOUIBI 00TaIAI0T CTPYKTYP-
HBIM CXOJICTBOM CO CTECPOHIHBIMUA FOPMOHAMHM TO3BOHOYHBIX
JKUBOTHBIX;, AYKCHH, SBISIOMINANCS TPOW3BOIHBIM HHIOJA,
OJIM30K O CTPYKTYpE CEPOTOHHMHY M MEJIATOHHMHY; abCIH30-
Basi KUCJIOTA CXO/IHA C TEPIICHOMIAMH, )KACMOHATBI — C IPO-
CTarTaHAWHAME, TUTOKUHUHEI — ¢ mypuHamMu (Chow, McCo-
urt, 2006). B To e Bpems HEKOTOpble (UTOTOPMOHBI (ITH-
JIeH, U THOOEpEeNINHBI) HE UMEIOT CTPYKTYPHBIX TOMOJIOTOB
CpeI W3BECTHBIX B HACTOSIIEE BPEMs TOPMOHOB JAPYTHX
npencraButeneid sykapuor (Gray, 2004).

Jis BoCTIpHUATHS TeHEPUPYEMBIX (PUTOTOPMOHAMH CHUTHA-
JIOB ¥ UX IpeoOpa3oBaHMs B KOHCYHBIH OTBET KICTKH PacTe-
HUSI MCHOJIB3YIOT Pa3JInYHbIE MO0 CBOCH CTPYKTYPHO-(DYHKIIHU-
OHAJBHOI OpraHU3aIMy XeMOCUTHAIBHBIE CHCTEMBL. DTHJICH,
LUTOKMHUHBI U OPAacCHHOCTEPOH/IbI peatn3yroT cBou 3ddex-
THI Yepe3 JBYXKOMITIOHEHTHBIC CHUTHAJIBHBIC CHCTEMBI, BKIIIO-
YaroIue B ce0s pelenTOPHbIC MPOTCHHKUHAZEI U PETYIIATOPHI
oTBeTa. DTH CHCTEMbl MIPAIOT KJIIOYEBYIO POJIb B Iepeiaye
XAMHYECKHX CUTHAJIOB Y OakTepuil U TprOOB. AYKCHH, THO-
OCpEIUTMHBI M )KACMOHATHI B3aUMOJICHCTBYIOT C PELECITOPHBI-
MH OeJKaMHu, KOTOpbIe COZepKaT 00OralieHHbIe OCTATKAMH
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nevinnaa LRR-moBTopsr (leucine-rich repeats). AKTHBHpYS
BKJIIOUAIONIME B CeOsl 3TH OEJKH KOMIUIEKCHI, HajeJeHHbIE
YOWKBUTHHIINTA3HOH aKTHBHOCTHIO, (DUTOTOPMOHBI BIHSAIOT
HAa MOAU(DUKAIMIO OCTaTKAMH YOWKBHTHHA PETYISTOPOB
TPaHCKPUITLIUK — MPOLIECC, KOTOPBIN BEJET K Jerpaialiiy Ta-
KHX PETYIATOPOB M KaK CIEICTBHAE K U3MEHEHHUIO IKCTIIPECCHU
TCHOB. Y JIPYI'HX OPraHU3MOB CHTHAJIBHBIC ITYTH, CXOJHBIC C
TEMH, Yepe3 KOTOPBIC CBOU PEryIATOPHBIC 3B (HEKThI peanu3y-
0T ayKCHH, THOOEPEITHHBI U )KaCMOHATHI, BCTPEUAIOTCSI HCK-
JIIOYUTENBbHO penko. CpaBHUTENBHO HEJABHO y PACTCHUH
OpUTH OOHAPY)KEHBI CHUTHAIBHBIE CHCTEMBI, BKIIOYAIOIINE B
ce0s B Ka4ecTBE COMPSATAIONIET0 KOMIIOHEHTA TeTePOTPHMEp-
Hbie ['TD-cps3piBatoniye Oenku (G-0eiKn), KOTOPhIe OCYIIe-
CTBIIIIOT TIepefady CHTHajla ¢ aKTHBHPOBAHHOTO TOPMOHOM
penentopa K 3ddekropHbM OenKaMm, reHepaTopaM BTOPHY-
HbIX TOCPEAHUKOB, UJIN K HOHHBIM KaHaJIaM. COprDKeHHI)Ie C
G-0enkaMu CUTHAITBHBIE CUCTEMBI COCTABIIAIOT OOIBITIHHCTBO
XEMOCUTHAJIIBHBIX CHCTEM Y MO3BOHOYHBIX U OECHO3BOHOY-
HBIX KMBOTHBIX, IIMPOKO MPEACTaBICHbBI y rpuboB (Shpakov,
Pertseva, 2008). Takum oOpa3oM, y pacTCHHI UMEIOTCS CHT-
HaJIbHBIE CUCTEMBI, CXOHBIE 110 CTPYKTYpPHO-(pYHKIMOHAIIb-
HOW OpPTaHU3AINH C TAKOBBIMH IPOKAPHOT U MPEICTABUTEICH
BCEX LAPCTB DYKAPHOT, U CUTHAJILHBIC CHCTEMbI, YHUKAIBHBIC
JUIsL pacTeHUI.

I[ByXKOMHOHeHTHLle CHUTI'HAJIbHBbIC¢ CHCTEMBbI

Kak u3BecTHO, KIIaccuueckre JBYXKOMIIOHEHTHBIE CHCTe-
MBI COCTOSIT U3 CEHCcopa CUrHaja u peryistopa orsera. CeH-
COpHBIf KOMITOHEHT OOBIYHO IIPEJCTABIICH PEIENTOPHBIMU
(hopMaM¥ TMCTHUIMHKHHA3 WM CEPUH-TPEOHHUHOBBIX IPOTE-
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Puc. 1. BemectBa ¢ ropMOHaIbHON aKTMBHOCTBIO, OOHAPY>KECHHbIE y PACTECHHM.

1 — UUTOKMHUH, 2 — OpaccuHocTepous, 3 — ayKCHH, 4 — rud0epesin, 5 — KacMUHOBAs KUCIIOTa, 6 — a0CIM30Bast KUCIIOTA.

WHKMHA3 U B OOJIBIIMHCTBE CIIy4aeB COJIEPIKUT HECKOJIBKO
(yHKIMOHATHHBIX Moxynell. CeHCOp OMO3HAET CHTHAJIBHYIO
MOJIEKYJTy, IEPEXOJUT B aKTHBUPOBAHHYIO (OpPMY U OCyIIle-
ctBisier ocopripoBaHHe CONMPSIKEHHOTO C HUM peryJisi-
TOpa OTBETA, KOTOPBIH JINOO caM B3aMMOJICHCTBYET C PEryJis-
TOPHBIMU Y4aCTKaMu I€HOMa U KOHTPOJIMPYET, TaKUM o0pa-
30M, 3KCIPECCHIO T'€HOB, SIBISAACH MO CYHIECTBY (DaKTOPOM
TPAaHCKPHIILUH, JTHO0 perynmpyer (yHKIHOHAIbHYIO aKTHB-
HOCTb APYIHX (DaKTOPOB TPAHCKPHUIILIUU MU CONPSDKEHHBIX C
HUMH 3P PeKTOpHBIX O6eaKoB. Heo6X0amMo moa4epKkHyTh, 9TO
JIBYXKOMITOHEHTHBIE CHCTEMBI SIBJISIOTCSI OCHOBHBIM HHCTPY-
MEHTOM TIepepadOTKH BHEIIHMX CHIHAJIOB Y HPOKApHUOT
(TeHsl, KomUpyOMME OCIKH, KOMIIOHEHTBI 3THX CHCTEM, CO-
cTaBIsOT Oosiee 1 % reHoma OakTepuil), a TaKKe IIHMPOKO
pacnpocTpaHeHbl y TPUOOB U HU3IINX 3YKapHOT.

B Hacrosiiiee BpeMsi y pacTEHHH XOPOIIO MCCIIEAOBAHBI
JIBYXKOMITOHEHTHBIE CHCTEMBI, B KOTOPBIX (DYHKIHIO CEHCOpa
BBINOJHSAIOT KaK TUCTUAWHKUHA3BL, TaK U CEPHH-TPEOHUHO-
BbIe MIPOTEMHKHMHA3bl. Uepes mocpecTBO pelenTopHbIX I'HC-
TUJIMHKMHA3 CBOU PETrYJIATOPHbIC d(PEKThl PEalu3yIoT ITH-
JIeH U IUTOKUHUHEL. Y Arabidopsis thaliana n puca Oryza sa-
tiva BBISIBIICHBI TPH CEMeEICTBa PELENTOPHBIX TMCTHIMHKIHA3,
NIEpBOE M3 KOTOPBIX BKIIIOYAET B ceOsl PELENTOPHI ITHIICHA,
BTOpOe — (hoTOpenenTopsl, B TO BpeMs Kak TpeThe 00bean-
HieT ructuauHkuHasel AHK-cemeiicTBa, BKIIOUarolue B
ce0s1 IIMTOKNHUHOBBIE PELENTOPBI M OCMOCEHCOPHBIC THCTH-
muaknHa3el (Hwang et al., 2002; Pareek et al., 2006). [IByx-
KOMITOHEHTHAsi CHCTeMa, BKJIOUarolas B ceds B KadyecTBe
CEHCOPA CEPHH-TPEOHNHOBYIO IPOTEMHKNHA3Y, OTBETCTBEHHA
3a mepejady B pacTHTENBHYIO KJIETKY CUTHAIIA, TeHepUpYeMO-
ro 6paccunocrepougamu (Belkhadir, Chory, 2006).

U TOKNHUHBL OTH PUTOTOPMOHBI, KOTOPBIC SIBIISIOT-
Csl IPOM3BOJIHBIMH IIyPHUHOB, PETYJUPYIOT pa3BUTHE XJIOPO-

ITUIACTOB, YTO HEMOCPEJICTBEHHO BIIMSET Ha 3€JICHBIH IIBET pac-
TEHUSI, YCKOPSAIOT CO3PEBAHHE CEMSH, KOHTPOJIHPYIOT POCT
JHUCTHEB W pa3BUTHE IpoBosmuXx TkaHed (Mahonen et al.,
2006). Onu crierupUUeCKy B3aUMOICHCTBYIOT C TUCTHIHHKH-
nazamu AHK-cemeiictrBa — AHK2, AHK3 u AHK4
(CRE1/WOL), uHTerpaibHbIMH OelIKaMH, MPOHU3BIBAIOIIN-
MU IazMatudeckyro memopany 2 (AHK4) nnu 3 (AHK2 u
AHK3) pasa (puc. 2) (Inoue et al., 2001; Higuchi et al., 2004;
Riefler et al., 2006). ['omMosOrHsl IEPBUYHON CTPYKTYPBI IIPH
cpaBaennn ructuanaknHaz AHK?2 n AHK3 HacTonpko BBICO-
ka (Oonee 81 % WAEHTHYHOCTH), YTO HPEAIOIAraeTCs BO3-
MOXHOCTb B3aMMO3aMEHACMOCTH 3THUX PEUCITOPHBIX 6CJ'[KOB
MIPH B3aMMOJICHCTBUH C NMUTOKHMHWHAMH. CBS3BIBAHHE MOJIC-
KyJIbl IUTOKMHUHA CO 3HAYNUTEILHOM 110 pa3mMepy BHEKIIETOU-
HOW TMeTyed TUCTHINHKUHA3BI, KOTOPast MPEICTaBIsET cOO0M
CHASE-nomen (cyclase/histidine kinase-assiciated sensing
extracellular), BbI3bIBaeT M3MEHEHHE KOH(OpPMALUKM PACIO-
JIO)KEHHOTO B NHUTOIUIA3M€ THUCTHAMHKHHA3HOTO JOMEHA H
MIPUBOJIMT K 3aIyCKY peakiuy ayTo(hochOpHInpoBaHUs ITOTO
JIOMEHa TI0 OCTAaTKy TMCTHJIMHA, KOTOPBIH JOKAIN30BaH B BbI-
COKOKOHCEPBAaTHBHOM CPEIN BCEX PEHENTOPHBIX THUCTHIUH-
kuHa3 caiite XHQXKGSSXS (puc. 3). B nampneiimem doc-
(dar ¢ ocTaTka THCTHUIMHA BCIICICTBUE PEaKIMK TpaHchocho-
PUIMPOBAaHHUS TIEPEHOCUTCS HAa OCTAaTOK AacIlaparuHOBOM
KHUCJIOTHI, KOTOp]:Iﬁ JIOKAJIN30BaH B C-KOHI.[CBOM BOCIIPpHUHU-
MaromeM jaoMeHe. Ha criemyromem »Tarme OCYyIIeCTBISETCS
nepesiada CUrHaja B siipo, Juist yero ¢ocdar ¢ ocrarka acra-
ParMHOBOI KHCIIOTHI BOCIPUHUMAIOINIETO JOMEHA IIePEeHOCHT-
cs Ha ructuauHpochoTpanchepusii AHP-6emok, KoTopsIi
TPAHCIIOIHUPYETCS Yepe3 SACPHYI MeMOpaHy U (ocopuiiu-
pyer Tam ARR-0eI10K, BBITOTHSIOMUN (DYHKIUIO PEryIsSTOpa
OTBETa B ABYXKOMITOHEHTHOI CHTHAJIBHOHN CHCTEME, 3aITycKa-
emoil nurokuHuHamu. ARR-6enokx B dochopunmpoanHom
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Puc. 2. JlomeHHas opraHu3anys pelenTopHbIX THCTUANHKIHA3 pac-
tenust Arabidopsis thaliana.
AHK?2, AHK3 n AHK4 — penenrops! nurokuausos; ETR1 u ERS1 — pe-
nenTopsl atwieHa. 'K/l — ructuaunakuHa3uelii fomen; H — ocraTok rucru-
JINHA, MUIIEHb U151 ayTO(POCHOPUIMPOBAHHUS, IOKATU30BAHHBIA B THCTHIUH-
KMHAa3HOM JoMeHe; D — ocraTok acrnaparnHOBOW KHCIIOTBI, MUILEHb IS
TpanchochHOPUIMPOBAHUS, TOKATU30BAaHHBIA B BOCIPUHUMAIOIIEM JTOMCHE;
RLD — joMeH, pOJCTBEHHbIH BOCHpuHHMMaroLmeMmy jgomeHy; GAF —
GAF-nomen. Cepoim yeemom 3aKpalieHbl TpaHCMEMOpPAHHBIE YYacTKH, 3d-
WmMpUX08aH BHEKIJIETOUHbIH JOMEH.

COCTOSIHUU CTUMYJIHPYET TPAHCKPUMIIMIO 3aBUCHMBIX OT IH-
TOKMHHHOB T€HOB, YTO MU OOYCIIOBIMBAET KOHEYHBIH OTBET
KIETKH Ha JeictBue 3tHX ¢uroropmonos (Suzuki et al.,
1998, 2001; Hwang et al., 2002). Heo0Xx01uM0 MO T4E€PKHYTH,
YTO MEKy TUCTHAMHKAHA3HBIM W BOCTIPHHUMAIOIINMH JI0Me-
Hamu B ructuaunkunazax AHK2, AHK3 u AHK4 pacnoso-
skeH RLD-1oMeH, poJICTBEHHBIN MO CBOEH CTPYKTYpHO-(DyHK-
[UOHAJBHOW OpPTaHW3alMK  BOCIPHHUMAIOIIEMY JIOMEHY,
HO HE YYacTBYIOIIUH B peakuuu TpaHchochopHIMpOBaHNS,
(YHKIIMM KOTOPOTO B HACTOAIIEE BpeMsI HE BbIsICHEHBI. [1oka-
3aHO, YTO ATOT JOMEH IPUCYTCTBYET TOJIBKO B TEX THCTH/UH-
knHa3zax AHK-cemeiicTBa, KOTOpBIE aKTUBHPYIOTCS LUTOKH-
HUHAMH.

Emie ogna penentopras ructunuakunaza AHK1 A. thali-
ana, kogupyemas reHoM AtAHK I, koTopas Takke OTHOCHTCS
k cemeiictBy AHK-kuHa3, kak npeamnonararor, BBIIOIHSIET
¢ynkmmo ocmocencopa (Urao et al., 1999). B monb3y sToro
CBUJICTEIILCTBYIOT CieAytontie (akTel. DKcmpeccus TeHa
AtAHKI B xneTkax IpOXOKEeH, KOTOpBIE JIMIIEHBI cOOCTBEH-
HBIX OCMOCEHCOPHBIX T'MCTHIMHKHHA3, MPHUBOJUT K BOCCTa-
HOBJICHHUIO UX CIIOCOOHOCTH PAacTH Ha CPeJlax C MOBBIIICHHBIM
cojiep’KaHneM O0CcMoJINTOB. Hanbosee BRICOKHIT YPOBEHB JKC-
npeccun reHa AtAHKI BeigBneH B KOpHAX A. thaliana, npu-
YeM OH OTUYETIIMBO MEHSETCS MPU N3MEHEHUN KOHIIEHTPALUH
coJieit BO BHEIIHEH cpejie.

OTtunen. Camplil IPOCTON MO CTPYKTYpE (UTOTOPMOH
9THJIEH B KieTKax A. thaliana cnennduyeckn CBS3bIBACTCS C
MATHIO THMaMU penenTopHbix ructuauakunas (ETR1, ETR2,
EIN4, ERS1 u ERS2). Our coCTOSAT U3 CBSA3BIBAIOIIETO ITH-
JICH MHTETPAIBLHOTO JIOMEHA, CO/IEPIKAIIEero TPH TpaHCMeMO-
PaHHBIX ydYacTKa, a TaKXe PACIOJI0KEHHBIX B IIUTOIIA3ME
GAF-momena (vertebrate cGMP-specific phosphodiesterase,

cyanobacterial adenylate cyclase, and formate hydrogen lyase
transcription activator FhlA), orBercTBenHoro 3a obpa3zosa-
HHE MEXMOJICKYJISIPHBIX KOMIUIEKCOB, M THCTHANHKNHA3HOTO
momeHa (puc. 2) (Chang, 2003). ETR1, ETR2 u EIN4 (Ho He
ERS1 u ERS2) Takke MMEIOT 3HAYUTEIBHBIN IO pa3Mepy
C-KOHIIEBOH BOCIPUHUMAIOIINI TOMEH, KOTOPBIN SBISAETCS
THUIIMYHBIM (DYHKIIHOHAJIBHBIM MOAYJIEM B PEIIENTOPHBIX THC-
TUJIMHKMHA3aX OaKTepHil U CIYXKUT Ul OCYLICCTBICHHS pe-
akuuu Tpancdocdopmmupoannsa. B ETR1 u ERS1 ructu-
JVMHKAHA3HBIH JOMeH oOnagaer (epMeHTaTHBHONW aKTHB-
HOCThIO, B TO BpeMst kak B ETR2, EIN4 u ERS2 on ee nuiien,
YTO CBs3aHO ¢ oTcyTcTBUEM psina AKO, ompenensronmix ero
KHHA3HYI0 aKTUBHOCTb. COBOKYNHOCTb AAHHBIX O TOM, 4YTO
ructuauakuaasel ETR2, EIN4 u ERS2, sBasonuecs perer-
TOpaMH JUIsl STHIICHA, HE 00J1a/laloT KHHA3HOW aKTUBHOCTEIO,
U O TOM, 4TO MyTanuu B reHe ETRI, Bexylue K norepe UM
(hepMEHTATUBHON aKTHBHOCTH, CYIIECTBEHHO HE BIIMSIOT Ha
YYBCTBUTEIBHOCTh PACTUTENBHON KIETKH K OTHIIEHY, M03BO-
JISIeT CIIeNaTh BBIBOJ O HE3aBHCHMOCTH MEXaHH3Ma Mepeadn
STUJIEHOBOTO CUTHAJA OT TUCTUANHKHUHA3HON aKTUBHOCTH pe-
LENTOPOB.

IIpennonaraercs, 9To B OTCYTCTBHE STHJICHA PELETTOP-
HBbIC THUCTUAWHKUHA3BI, CBS3BIBAIOIINE €r0, CTUMYJIUPYIOT
CTR1-6enok, npencrapinstomnmii coborr RAF-nogo6nyto mpo-
TEMHKNHA3y, KOTOPasi B aKTUBHOM COCTOSIHUM SIBJISIETCSI HeTa-
THUBHBIM PETyJISITOPOM KacKaJa MHTOTCHAKTUBHPYEMBIX IPO-
TeuHKHHAa3. CBA3BIBAaHHE ATUJIICHA C PELIENTOPHON TMCTHINH-
KMHA30# HapymaeT ee B3anmoaeiicteue ¢ CTR1-6enkom, 9To
Be/IeT K CHATHIO MHrHOmpytomero Biausaust CTR1-6enka Ha
KacKaJ] MUTOTCeHAKTHBUPYEMBIX IPOTEHHKNHA3. B pesynbrare
AKTUBUPYIOTCA 3aBHUCHMEBIN 0T 3Toro Kackama EIN2-6erok,
JIOKJIIN30BAHHBIA B siiepHON MeMmOpaHe, ¥ (DyHKIMOHAIBHO
cBs3anHbIe ¢ HUM (axTopsl Tpanckpunmmu EIN3 u EIL1, xo-
TOpBIE PETYIUPYIOT IKCIPECCUIO TEHOB, ONPEACIAIONINX OT-

HutokuHuH
[IM
CH2 = CH2
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(P XAHP
9@ ['eHbl

Puc. 3. AKTHBUpYEMbIC LUTOKHHWHAMH M 3THJICHOM CHIHAJIbHBIC
nytu y Arabidopsis thaliana.

EIN3
I'ennl

AHP — ructunuadocdorpancdepusiiit AHP-6enox; ARR — perymnsarop or-
BETa B JIBYXKOMIIOHEHTHOH CHCTEME, PperyJupyeMol IHMTOKMHUHAMM,
CTR1 — RAF-nono6nas nporennkrHaza; EIN2 — Gelok, 3aBUCHMBII OT Ka-
CKaJla MUTOTe€HAaKTUBUpyeMbIX nporeuHkuHas; EIN3 u EIL1 — ¢akropst
tpanckpunuy; [IM, PM u SIM — nna3Matudeckas, peTUKYJIsIpHas U siaep-
Hasi MeMOpPaHbl COOTBETCTBEHHO. 3HAK «1» — CTUMYJIMPYIOLIEE BIUSHHE.
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Puc. 4. AxtuBupyeMble GPaCCHHOCTEPOUIAME CUIHAJIbHBIE [TYTH Y
Arabidopsis thaliana.

BRI1 — penenTopHas cepuH-TpeOHNHOBAst NpoTeHHKHHAa3a; BAK1 — memo-

paHHO-CBsI3aHHAs CEPUH-TPEOHUHOBAS KMHA3a, acconuupoBanHas ¢ BRII;

BIN2 — kuHa3a 3 riaukoreHcunTerassl; BSU1 — sinepHas cepuH-TpeoHnHO-

Bast pocdarasza; BRF — (axTopsl TpaHCKPHUIINHY, 3aBUCUMBIE OT OPacCHHO-

CTEPOHIOB. 3HAKH «+» U «—» — CTUMYJIHPYIOLIEe U HHTHOUPYIOIee BIUSIHUC
COOTBETCTBEHHO.

BeT KJIeTKH Ha jeiicteue stmieHa (puc.3) (Chang, 2003;
Gray, 2004).

CBsi3pIBaHNE THIICHA C MHTETPAILHBIM JOMEHOM peLer-
TOPHBIX TUCTUAWMHKHUHA3 OCYHICCTBIACTCA B HAHOMOJIAPHOM
Jrara3oHe KOHIIEHTPAIHiA, KaK U B ciiydae JAPYTHX (uTorop-
MoHOB. OJTHaKO He 10 KOHIIA SICHO, YeM 00yCJIOBJICHA BBICO-
Kast CHCHI/I(bI/I‘IHOCTI) B3aPIMOJ1€ﬁCTBHH C JIMTaHACBA3BIBAIO-
IOIFM CalTOM 3TOTO JOMEHA CTOJIb IMPOCTON MOJIEKYIIBI, KakK
9THiIeH. BaxkHyI0 pojb B TaKOM B3aMMOJEHCTBHU WUIPAET Ka-
THOH MEJH, KOTOPBIA aCCOIMUPOBAH C STHICHCBI3BIBAIOIIIM
CalTOM pelenTOPHON THCTUANHKUHA3EI B KIIETKaX A. thaliana
U B T€TEPOJIOTUYHON CHCTEME IPONIKEH C IKCIPECCUPOBaH-
HeIM TeHOM ETR1 (Rodriguez et al., 1999). Heobxomumo oT-
METHTb, YTO Yy IMAHOOAKTEPHH Synechocystis TakKe BBISBICH
STHJICHOBBIH PEIEeNTOp, KOTOPHIH ¢ BBHICOKOM a(GUHHOCTHIO
CBSI3BIBACT ITWJICH TOJNBKO B MPHUCYTCTBHU KaTHOHA MEAH B
kagyecTBe KoakTopa. HecmoTpst Ha TO uTO OGakTepus HE UyB-
CTBHUTEJNbHA K STHJICHY, OOHapy)XKeHHE y Hee TeHa, KOAUPYIO-
IIEr0 ATWJICHOBBIH PELENTOP, MOXET CBHUJICTEIbCTBOBATH B
HOJIB3Y TPOKAPUOTHUECKOTO MPOUCXOXKICHUS PEIeTOPHBIX
TUCTHAWHKWHA3, CBS3BIBAIOIINX STOT MPOCTCHUIINH ajKeH.
[Ipearnonaraercst, 4T0 CBOM CUTHAJIbHBIEC PYHKIIMU STHJICH Ha-
YaJl BBITIOJHATH 3HAYUTENBLHO MO3HEE, YeM ChOpMUPOBAIaCh
perynupyemMas UM JBYXKOMIIOHEHTHAs CUTHAJbHAS CHCTEMa
(Cancel, Larsen, 2002). DTo A0CTaTOYHO YacTOEC SBJICHHUE IS
XAMHYECKHX CHUTHAJIOB, KOTOPBIE OCYIISCTBISIOT HETaTHB-
HYFO PETYJISIHIO CUTHAIBHBIX KackanoB. OOHAPYKEHO TaKKe,
YTO Y KOHTPOJUPYEMOI'O 3TUIICHOM CHUTHAJIBHOI'O ITYyTU HMC-
IOTCSL U IPYTHE PETYIATOPBI, KOTOPBIE, BO3MOYKHO, BO3HUKIIH
Ha OoJiee paHHUX 3Tarax BoONUHA. OHIM 13 HUX SBISETCS
TIII0K03a, KOTOPasl YBEJIMYMBAET Jierpajanuto Gpakropa TpaHc-
kpurnuun EIN3, Ki0ueBOro KOMIIOHEHTa KOHTPOJIHPYEMOIO
STHJICHOM CHUTHAJIBHOrO Kackaja (Yanagisawa et al., 2003).

CBet. KBaHTH cBeTa SBIAIOTCA ONHUMH H3 Hambojee
JPEBHHUX CUTHAJIOB, KOTOPBIE YJIABINBAIOTCS (POTOpPEIENITOpa-
MH. OTH PeLenTopbl COAepKaT XpoMo(opbl — XUMHUYECKHUE
BEIIECTBA, CTPYKTYpa KOTOPHIX MEHSETCS TOJA ACHCTBHEM
cera. PoTopenenTopsl cHOPMUPOBAINCH HA CAMBIX PAHHUX

3Tanax BOTIOUUHN — y [TMAaHOOAKTEPUI — U MPEACTABICHBI Y
HUX PEIENTOPHBIMH THCTHIMHKWHA3aMH, aKTHBALUs KOTO-
PBIX CBETOM BBI3bIBACT ayTO(hOCHOPHINPOBAHNE KMHA3ZHOTO
JIOMEHA 0 OCTAaTKy T'MCTHIMHA U 3aIyCKY LIETH PEaKIfii T1e-
peHoca ¢ocdarHol Tpynmbl Ha peryisrop orBera. OOHapy-
’KEHHbIC y pacTeHuil ¢oropenentops! (GUTOXPOMBI) MO Tep-
BUYHOH CTPYKTYpE TOMOJIOTHYHBI OaKTepHanibHBIM (oTope-
nenropam (Smith, 2000). ¥V A. thaliana wumeroTcs mnsTh
¢uroxpomos — PHYA, PHYB, PHYC, PHYD u PHYE,
MIPE/ICTABISIIONINX COOOH IIMTO30JIBHBIC OEJIKH, KOTOpPBIE
BKJIFOUAIOT B ce0st N-KOHIIEBOW CEHCOPHBIN — CBETOYYBCTBH-
TEJIbHBIA — JIOMEH, COZEpKAIlUi TeTPanuppOIbHBIA XPOMO-
¢op, u pacronoxeHnbie B C-KOHIIEBOW YacTH MOJICKYJIBI 1B
PAS-nomeHa u rucTuanHKAHA3HBINA goMeH (Sharrock, Quail,
1989; Clark et al., 1994). lns mepena4n CBETOBOTO CHTHANA K
s dekropHbIM Oenkam BaxkHa He ToJbKo npucymas PHY-¢du-
TOXpOMaM I'MCTHINHKWHA3HAsl aKTUBHOCTb, HO M CEpPHUH-TPEO-
HUHKWHa3HAasl akKTUBHOCTb, KOTOPOH Tak)Ke HaJIeNICHbI 3TH (o-
TOpenenTopsl. B To e Bpems okazaHo, 4TO yJalieHue THc-
TUAMHKWHA3HOTO JIOMEHa 13 MOJIeKy sl puroxpoma PHYB ne
MPUBOJIUT K ITOJTHOMY OJOKHPOBaHHIO €ro (pyHKIMOHAIBHOM
AKTUBHOCTH, XOTs 3aMeTHO U cHmkaeT ee (Krall, Reed, 2000).

BpaccuHOoCTEepOHABl TPEACTABISIIOT COOOH JIaKTO-
HBI CO CTEPOUJIHON CTPYKTYpPOMH, OJIM3KHE CTEPOUIHBIM TOp-
MOHaM MJICKOITUTAIOIINX, KOTOPBIE BIIEPBbIC ObLIH BBIZCICHBI
W3 MBUIbLEI Brassica napus. bpaccuHOCTEpOU bl IIUPOKO pac-
MPOCTPAHEHBI B PACTUTENILHOM MHpe. OHU KOHTPOJIMPYIOT Ta-
KHe Ba)KHEHIIHE TPOIECCHl y PacTeHHi, KaKk PocT, Tudde-
PEHIPOBAaHKE M pa3MHOXKEHUE. Y MyTaHTHBIX JMHUH A. tha-
liana, He CTOCOOHBIX CHHTE3MPOBATH OPACCHHOCTEPOMIBI,
MMEIOTCSI OTYETIMBO BBIPAKEHHBIE AC()EKTH B MPOPACTAHUH
CeMsiH, OTMEYaeTCsl HEAOPa3BUTHE JINCTHEB U PEIPOIYKTHB-
HBIX OPTaHOB, JUISl B3POCIIBIX PACTEHHH XapaKTEPHBI ypOUIU-
BOCTb M MQJICHBKHE Pa3MepHl.

CBou peryisaropHblie 9GEeKThl Ha PACTHTEIBHYIO KICTKY
OpaccHHOCTEPOHIBI PEATU3YIOT Yepe3 JBYXKOMIIOHEHTHYIO
CHCTEMY, BKIIIOYAIOIIYI0 B ce0s PACHOJIOKEHHYIO B IIa3Ma-
THYECKOH MeMOpaHe CepHH-TPEOHHHOBYIO MPOTEHHKHUHA3Y,
cxonHylo 1o crpykrype ¢ Toll-penentopamu >KHBOTHBIX, B
gactHoctd  Toll-penenropom  Drosophila  melanogaster
(puc. 4) (Belkhadir, Chory, 2006; Gendron, Wang, 2007). Ota
penenTopHas MPOTEHHKWHA3a, obo3Hawaemass BRI (brassi-
nosteroid insensitive 1), comepXHUT BHEKJICTOYHBIH JOMEH,
BKITIogaronuii B ce0s 24 LRR-moBTOpa, TpancMeMOpaHHBIN
YYacTOK M 3HAUMTEIIbHBIN 110 pa3Mepy HUTOIUIa3MaTHYECKUH
JIOMEH C KMHA3HOW aKTHMBHOCTBIO, U B AKTHBHOM COCTOSIHUH
npescTaBiIeHa roMoauMepoM. CBsI3pIBaIOINiT OpaccuHOCTe-
pousel caiit copmuposan nBymsi LRR-noropamu (LRR21
u LRR22) u pacmosoXeHHbBIM MEXAY HUMH Y9aCTKOM JIJTH-
Hoi 70 amuHOKHCIOTHBIX ocTaTkoB (AKO) (Kinoshita et al.,
2005). BzaumoeiicTBrE TUTaHa ¢ BHEKIETOYHBIM JOMEHOM
BRI BrI3bIBaeT M3MEHEHHE KOH(POPMAITH PACIOI0KECHHOTO
B IIMTOIUIa3ME KMHA3HOTO JIOMEHA M CTUMYJIMPYET €ro ayTo-
(hochopunrpoBaHue Mo ocTaTKaM CepuHa M TPEOHHWHA, KOTO-
pbIe JIOKAIN30BaHBl B AKTHBAIIMOHHOW METIEe KWHA3HOTO I0-
meHa (Wang et al., 2005a). OqHuM U3 MEXaHU3MOB aKTHBA-
MM KUHA3HOTO JIOMEHA SIBIACTCSA CHITHE MHTHOMPYIOIIETO
BiMsiHUS C-KOHIIEBOTO y4YacTKa 3TOTO JIOMEHa Ha aKTHBAIlU-
onnyto mermo. [enenus C-kouneBoro yvactka (41 AKO)
MPUBOJNT K CTHUMYJLSIINH ayTO(GOCHOPUINPOBAHUS pEICTI-
TopHO# kuHa3el BRIl maxe B oTcyrcTBHE OpaccHHOCTEpOU-
moB (Wang et al., 2005b). [Ipyrum HHrHOUTOPOM KHHA3HOM
aktuBHOCTH BRII sBiisercss BKI1 (BRI kinase inhibitor 1),
ACCOITMMPOBAHHBIA ¢ MEMOpaHOW OCJIOK, KOTOPBIA HEmoc-
PEACTBEHHO B3aMMOJEHCTBYET ¢ aKTUBALMOHHOM METIEH Ku-
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Ha3zHOTO AoMeHa. CBs3pIBaHME OpacCHHOCTEPOHA C pPelel-
TOPHOW KHWHA30H BBI3BIBACT JIUCCOLMALNIO KOMIUIEKCA
BRI1-BKIl u mepeomur BKI1 B nmrtozonbHyro ¢opmy
(Wang, Chory, 2006).

@OyHKIHUIO peryisiTopa OTBEeTa B YyBCTBUTEIILHOM K Opac-
CHHOCTCpOnIaM HByXKOMHOHCHTHOﬁ CHCTEMC BBIIIOJHACT
elle OJHa CEPUH-TPEOHHMHOBas NpoTerMHKMHaza — BAKI
(bril-associated receptor kinase 1). Ee BHEKIICTOUHBIH TOMEH
conepxut AT LRR-mOBTOPOB, KOTOpBIE 110 CHMPalb-CIIH-
pambHOMY MeXaHM3My B3ammoaeicTByroT ¢ LRR-nmoBropamu
akTuBHpoBaHHOM nuranzom BRI1-kunaser (Belkhadir, Chory,
2006; Wang, Chory, 2006). Kommnexc BRI1-BAK1 6moxupy-
€T aKTHBHOCTH JIOKAJM30BaHHOW B siApe KWUHA3bl 3 TJIMKO-
rercunTeTasbl BIN2 (brassinosteroid insensitive 2), koTopas
WHTHOMpYET 3aBUCHMBIE OT OpacCHHOCTEPOUAOB (HAKTOPHI
TPAaHCKPUIILIUK W, HANpPOTHB, AaKTUBUPYET SICPHYIO ce-
puH-TpeoHnHOBYIO (pocdarazy BSUI (BRII supressor 1), ot-
BETCTBEHHYIO 32 CTUMYJISIINIO 3THX (akTopos (puc. 4). Oana-
KO MOJICKYJISIPHbIE MEXaHU3MBbI, JeXallhue B OCHOBE B3au-
moneiicteust komruiekca BRI1I-BAK1 ¢ BIN2 u BSUI, B
HacTosllee BpeMsi He BbIICHeHBI. HenmaBHo Obuto oOHapy-
JKE€HO, 4TO muToruiasMarudeckuii jomeH BRI Hapsay ¢ ku-
Ha3HOI aKTHBHOCTHIO 00JIa/IaeT TyaHWJIATIUKIA3HOM aKTHB-
Hoctbio (Kwezi et al., 2007). B cBs3u ¢ 9THM Ipezmonaraer-
Csl, UTO POJIb BTOPMYHOTO MOCPEAHUKA TP Mepeaate CUrHaia
oT aktuBupoBaHHOro kommiekca BRI1-BAKI1 k moxammso-
BaHHBIM B sjpe (pepMeHTaM MoxeT urpats ul MO.

CurnajbHbIe CHCTEMBI,
BKJIIOYAIOIIHE pelleNTOPHbIe KOMILIEKCHI
¢ YOMKBUTHHIINTA3HOH AKTHBHOCTBHIO

OnHUM 13 YHUKAJIBHBIX MOJIEKYJISPHBIX MEXaHU3MOB Iie-
pellauu CHIHAJIOB, TeHEPUPYEMBIX ayKCHHOM, THOOEpeIuTnHa-
MU M JKaCMOHATaMHU, SIBIISICTCS] PETYJISILMS UMH PEeTOPHBIX
KOMIIJIEKCOB, KOTOPBIE KOHTPOJIMPYIOT IMPOLECC MOIUpHKa-
UM OCTaTKaMu yOMKBUTHHA (PAaKTOPOB TPAHCKPHIIMH. JTH
(baxTOpBI OJIOKUPYIOT IKCIPECCUIO TEHOB, 3aBUCHMBIX OT ayK-
CHHA, THOOEPEIUTMHOB | JKacMOHATOB. Moandukanus pakro-
POB TPAHCKPUIIINK YOMKBUTHHOM BBI3BIBACT MX Pa3pyllIeHUE
B IPOTEacoMax, YTO MPHUBOAUT K CHITUIO MHIMOMPYIOILETO
BIIMSIHUSE 9THX (PAaKTOPOB HA IKCIIPECCHIO TEHOB M B KOHCYHOM
UTOrEe OIpPENEseT KOHEUYHBIH OTBET PACTUTEIBHOW KIIETKU
Ha paeiictBue ¢Quroropmona (Bishopp et al., 2006; Chow,
McCourt, 2006).

AyxcuH. HHnon-3-ykcycHas KHCIIOTa, WM AayKCHH,
CTPYKTYPHBII TOMOJIOT MHJIOJICOJEPKAIINX TOPMOHOB MIJIEKO-
MTUTAIONIHX, OCYIIECTBIISIET PETyJISLHI0 POCTa M Pa3BUTHUS pac-
TEHUH, a Ha KJIETOYHOM ypPOBHE KOHTPOJIMPYET JABMKCHUE Kie-
TOK, UX pa3mep u popmy (Woodward, Bartel, 2005; Teale et
al., 2000). YHUKaJILHOCTh ayKCHHA 3aKJIF0YACTCS B TOM, YTO OH
MOXET TIEPEABUTaThCS CKBO3b PAa3JIMYHBIC TKAHU PACTCHUS U
OCYIIECTBIISIET UX COTJIACOBAHHBIM OTBET HA BHEIIHHUE BO3JICH-
CTBUSI, BBIIIOJIHSSI, TAKMM 00pa30M, HHTETPATUBHYIO (YHKIIHIO
(Friml, 2003). B ocHOBe peryisTopHOTO JSUCTBHS ayKCHHA Jie-
JKHUT PEryJISLIN UM 3KCIPECCHU COTEH TE€HOB, OIPEICIISIONINX
BCE Ba)KHEHIIINE CTOPOHBI KUZHEIACATSIIbHOCTH PACTEHUH.

VY A. thaliana aykcuH criennuuecKy B3aUMOJICHCTBYET €
TIR1-6enKoM 1 CTPYKTYpHO poJcTBeHHbIMU eMy AFB-0ernka-
MH, KOTOpPBIE OTHOCSTCS K cemeiicTBy F-box-6emxoB (puc. 5)
(Dharmasiri et al., 2005). B N-xonuesoii yactu TIR1/AFB-
6enkoB pacronoxkeH F-box, B TO BpeMs Kak LEHTpanbHas
n C-xkoHmeBas wx dactu chopmupoBansl LRR-moBTOpamm
(8 TIR1 Takux nosropos 18). Kak F-box, rak 1 LRR-moBTO-

SCF CULI
ASK1
TIR1 Herpanauus
AykcuH 26S
YOUKBUTHHUPOBAHKE

Aux/TIAA
I'ennl

ARF 52

Puc. 5. AxTHBHpyeMble ayKCHHOM CUTHAJIbHEIEC yTH y Arabidopsis
thaliana.

SCF — komruieke 6enKoB, BKIrOUYaronuii B ceds F-box-comeprkauuii 6emok

TIR1 (peuentop mist aykcuHa), a taioke 6esnkn ASK 1, kysuima CUL1 u RBX1;

Aux/IAA — penpeccop TpaHckpuuyu; 26S — 26S-nporeacoma; ARF —

(akTOpBI TPAHCKPHIIINK, 3aBUCHMBIC OT ayKCHHA. 3HAK «+» — aKTHBALHs
TPAHCKPHIILUU [€HOB.

pBI BOBJIeUEHB! B (popMupoBanue onuromepHoro SCF-komr-
Jekca, B coctaB koroporo Hapsamy c¢ TIR1/AFB-6emxom
BxoJT eme Tpu Oemka — CUL1-0enok, oTHOCSImuiICS K ce-
MeiicTBY noanepxkuBaronux oenkos (scaffold), ASK1-6emnok,
POACTBEHHBI ceMeiicTBy amanTopHbIXx SKP1-0emkxoB, u
RBX1-06en0k, conmepxamnuii Koibiicoopa3Hbiii qomer (Moon
et al., 2004). SCF-xomruiekc HajeleH yOMKBUTHHIUTA3HON
aktuBHOCTRIO. OH Momudummpyer Aux/IAA-Oenku, OTHOCS-
myecss K CeMEHCTBY PErpeccopoB TPAaHCKPHIILUH, KOTOPHIE
OGJIOKHPYIOT BKCIIPECCHI0 MHOKECTBA T'C€HOB, KOHTpPOJHpYeE-
MBIX aykcHHOM. CBsizpiBasick ¢ TIR1-0enkoM, ayKCHH TOBBI-
mraet adGuHHOCTH akTUBHpOoBaHHOTO UM SCF-kommiekca K
Aux/IAA-6enky, 9TO IPUBOIUT K 3AIYCKy PEAKIIH MOIUPH-
kanuu Aux/IAA-Oenka yOMKBUTHHOM, CJICJICTBHEM YETrO SIB-
JIIETCSl €r0 yCKOpeHHas nerpaaanus B 26S-npoteacome. Ta-
KAM 00pa3oM, ayKCHH BBI3BIBACT pPa3pyIICHHE pETpeccopa
TPAaHCKPUIILIUK U CTUMYJIUPYET KCIPECCUIO 3aBHCUMBIX OT
uero renos (Kepinski, 2007).

Omnpenensionyo poib B CBS3BIBAHHUHM ayKCHHA WIPAIOT
LRR-noBTopst TIR1/AFB-0ernka, oOpasyroriue kapMaH, ¢ KO-
TOPBIM C TIOMOIIBIO THAPO(POOHBIX B3aWMOJCHCTBHHN, CHII
Ban-nep-Baanbca u BoIOpOAHBIX CBsI3el CBS3BIBACTCS MOJIE-
kyna aykcuna (Tan et al., 2007). ITocie cBs3bIBaHHS ayKCHHA
BHemrHssA acTh kapmaHa TIR1/AFB-6enka HauMHACT HHTCH-
CHUBHO B3amMojeciicTBoBaTh ¢ Aux/IAA-OGenkom ¢ oOpa3oBa-
HHEM TPOYHOTO KOMIUIEKCA, BCIECICTBHE YETO ayKCHH Ha3bl-
BAIOT MOJICKYJISIPHBIM KiieeM. OJTHUM W3 MHTPUTYIOLIUX BOII-
POCOB, CBSI3aHHBIX C Iepefadell 'eHEepPUPYEeMOro ayKCHHOM
curHana, sBisieTcs To, 9to TIR1 u poxcTBeHHBIE eMy Oenmkn
00HapyKMBAIOTCSl B OCHOBHOM B SIJIPE, B TO BPEMsI KaK CBSI3bI-
BaHHME C MOJICKYJION ayKCHHA JIOJDKHO MPOMCXOAUTH Ha TO-
BepxHOCTH Ki1eTkd. [Ipeamomaraercs, uro TIR 1-6emok B cBO-
00/IHOM COCTOSIHMHM JIOKQJIM30BaH B IIa3MaTHIECKON MeMOpa-
HE, a TIOCJIE CBSI3BIBAHUS C AyKCMHOM OH TPAHCIIOLUPYETCS K
PETUKYJISIPHO MK siIepHOI MeMOpaHe, TIe U aCCOLMUPYET C
npyrumu komrnoHeHTamu SCF-kommekca.

I'nu66epennuHB MPEACTABIAIOT COO0I MUKITMIECKUE
JIUTEPIICHBI, KOTOPBIE CHHTE3UPYIOTCS PAaCTCHHSMH W3 IIpe-
Kypcopa repanunandocara. ['mOOepesUIMHbI BIUSIOT Ha BCE
OCHOBHBIE TIPOLIECCHI POCTA M PA3BUTHS PACTCHUH, BKIIOUAs
CO3pEeBaHME CEMSIH, POCT CTeOIIsl, Pa3BUTHE PENPOILYKTHBHBIX
OpraHoB W YYyBCTBUTENHHOCTH K cBery (Olszewski et al.,
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SCF

OsSKP15

GID2
JHerpanauus
26S
I'b —> VOUKBUTHHHUPOBAHHUE

['eHbl

GRF &

Puc. 6. AktuBHpyeMble THOOCPEIUTMHAMYU CUTHAIBHBIC ITyTH Y PHCa
Oryza sativa.
SCF — xomrutekc 0eskoB, Bitouaromuii B cedst F-box-comepaxamuii 6emox
GID2, a Taxxke OsSKP15-6enok, poacreennsiit Kymunny OsCUL1-6enok u
RBX1-6enok; I'b — rud6epemnun; GID1 — peuenrop [uis rudboepeuinHa;
SLR1 — DELLA-Genok, pernpeccop Tpanckpumimu; 26S — 26S-nporeaco-
Mma; GRF — ¢akTopsl TpaHCKPHUIIINH, 3aBUCUMBIE OT THOOEpEIIMHOB. 3HAK
«+» — aKTHUBALNS TPAHCKPHUIILINK TCHOB.

2002). Cnenyer, 0IHaKO, OTMETUTb, YTO Y HEKOTOPBIX pacTe-
HUN THOOEPEIITUHBI THOO OTCYTCTBYIOT, THOO HE UTPAIOT CY-
IIECTBEHHOH POJIM B UX KH3HEACATCIHHOCTH.

@OyHKIMU perenTopoB Juisi THOOEPENIMHOB BBIIOJIHSET
GID1-6emox (gibberellin insensitive dwarf 1), kogupyemsIit
gidl-renom (Ueguchi-Tanaka et al., 2005). MyTanTbI ¢ HOKa-
YTUPOBAHHBIM T'€HOM gid ] He YyBCTBUTENbHBI K rHO0OepeI-
HaMm. Baxneiimeii ocobeHHOCTRIO cTpyKTypsl GID1-6enkoB
siisieTcst Hanuune HSL-momena, o6magaroniero roMoaorueit
10 OTHOIIEHHIO K TOPMOHOUYBCTBUTEJIBHBIM JIMITIA3aM KHUBOT-
HBIX. DTOT JJOMEH BBINOJHSET JIUIIb PEENTOPHbIE (QYHKIINH,
crenu(UUYEeCKU CBSI3bIBAsl MOJICKYJy TMOOepe/uInHa, HO JIH-
ILIEH JIMNA3HOH aKTHBHOCTH, IIOCKOJIBKY B €TI0 CTPYKTypE OT-
CYTCTBYIOT KIIIOYEBBIC JUISI MPOSIBJICHUS TaKOH aKTHBHOCTH
AKO. Ilpu cBs3siBanmnu ¢ nurangom GID1-6emok moasepra-
ercss KOH()OPMALMOHHBIM H3MEHEHHSIM, 4TO OOecrednBaeT
€ro B3aMMOJICHCTBHE CO BTOPHIM KOMIIOHEHTOM 3aITyCKaeMOM
rubOepemmHamMu  curHanbHON cuctemsl — DELLA-Gen-
koM (y puca — SLR1-0enkxoM, OTHOCSIIUMCS K CEMEHCTBY
DELLA-6enkoB) (puc. 6). DELLA-6enok 610Kkupyer sKcri-
PECCHIO TEHOB, KOHTPOIMPYEMbIX THOOEpeIIMHAMH, U ABIISIETCS
(yHKUIMOHATBHBIM ToMosioroM Aux/IAA-Oeinka, MHrHOUpYIO-
IIEro AKCIPECCHI0 '€HOB, KOHTPOJIUPYEMBbIX ayKcuHoM. OOpa-
30BaHHE KOMIDIeKkca Mexny rudoepemmaoM, GIDI-Oemkom u
DELLA-6enkom nossimaer apduanocts DELLA-Gernka no ot-
vomennto k GID2-6enky, romonory TIR1-0enka, cBs3bIiBaHue
koroporo ¢ DELLA-OermkoM MPUBOIMT K JIeTpalalliy MOCIe -
Hero. MnakruBanms DELLA-Genka BelieT K CHATHIO €0 WHIHU-
OUpYTOIIETO BIFSHIS Ha SKCIIPECCHIO KOHTPOJIMPYEMBIX THOOE-
pEJUIMHAMY TEHOB, YTO B KOHEYHOM MTOT'e IIPUBOJUT K pean3a-
MU IIHPOKOrO CIIEKTpa KIJIETOYHBIX OTBETOB, PEryJHpPYyeMBbIX
ruo6epermHamu (Griffiths et al., 2006; Hartweck, 2008).

Taxum 06pa3om, OCHOBHOE pa3jINuue B CHTHAIBHBIX Kac-
KaJ[ax, aKTUBHPYEMbIX ayKCHHOM M THOOepelInHaMH, COCTO-
UT B TOM, YTO ayKCHH cBsi3biBaeTcs ¢ F-box-coneprkammm
TIR1-6enkxoM, 4TO MOBBIMIAET ero adhHUHHOCTD K PErpeccop-
Homy Aux/[AA-Genky, a THOOEpEINIMHBI CBS3BIBAIOTCS C
GID1-6enkom, acconuupoBaHHBIM C perpeccopHsiM DEL-
LA-Genkom, uTo moBbImaeT adGUHHOCTH TMOCIEAHErO K
F-box-conepxxamemy GID2-6enky. HecmoTps Ha Takoe pas-

JIM4Ke, pe3yNbTaT B3aMMOJCHCTBHS 3THUX (PUTOTOPMOHOB C
peLenTOpHBIMU OeITKaMM CXOJ/HBIH, ITOCKOJIBKY B 000MX CIIy-
Yasx HaOJIONAIOTCS WHAKTUBALMS perpeccopa BCIEJCTBUE
ero MoauuKanuy yOUKBUTHHOM M 3aIyCK JKCIIPECCHH Te-
HOB. HeoOXo1Mo Takke OTMETHTB, YTO MPOTEOJIH3 perpec-
COPOB TPAHCKPHIIIMH SIBISIETCS. OJJHUM W3 BaXKHEHIINX CHr-
HaJIbHBIX MEXaHU3MOB y PACTEHUH, KOTOPBIH HCKIIOUUTEIEHO
pEIKo BCTpe4aeTrcst y JAPYTMX OpPraHu3MOB. DTOT MEXaHH3M
SBISIETCSI TIPOCTBIM M PEAIM3YETCs C BBICOKOH CKOPOCTEHIO,
YTO OTJIMYACT €T0 OT MHOTOKOMITOHEHTHBIX CUTHAJIBHBIX CHC-
TEM, aKTHBUPYEMbIX DTHIICHOM, IIMTOKWHHMHAMH M a0CIH30-
BOM KHCJIOTOW. B TO ke Bpemsl CyIIeCTBEHHBIM €ro HeI0C-
TaTKOM SIBJISIETCSI HEOOPAaTHMOCTh PEakIMH MpPOTeon3a pe-
MPECCOpHOro Oelka, 4TO JejaeT TakoW MEXaHWU3M BechbMa
3arpataeiM (Chow, McCourt, 2006).

JIByxxoMmnoHeHTHast curHanbpHast cucrema GIDI-DELLA
SBISIETCSI  BOJNIOLIMOHHO JIPEBHEH, ITOCKOJIBKY TOMOJIOTH
GID1- u DELLA-6enkoB oOHapykeHbl y MXOB Physcomitrel-
la (Bryophyte) u Selaginella (Lycophyte). I1pu atom GID1- u
DELLA-6enxu Selaginella moellendorffii cnoco6Hs! (yHK-
[IMOHAJBHO 3aMEIIaTh COOTBETCTBYIOIIME OCNKH y puca, a
DELLA-Genok Selaginella kraussiana wHruOupyer poct y
A. thaliana (Hirano et al., 2007; Yasumura et al., 2007). ITo-
Ka3aHOo TaKXe, 4YTO Y MXOB OCYILECTBIISICTCS CUHTE3 aKTHBHBIX
(hopM THOOEPETITNHOB, YTO CBHICTEIHCTBYET O BOSHUKHOBE-
HHUH PETyJINPYEMOI STUMH (PUTOrOPMOHAMH CUTHAJIBHOW CHC-
TEMbI Ha PAaHHUX ATanax dBOJIIOIMH PACTCHUH.

XKacmonatel u cucteMuHusbl. B Hagane 1980-x ro-
JIOB OBIJIO OOHAPYKEHO, YTO )KACMHUHOBAS KHCJIOTA M €€ METH-
JIOBBIH 3(UP, KOTOPbIE CHHTE3UPYIOTCS B PACTEHHSX U3 HEHa-
CBIIIEHHBIX )KUPHBIX KUCIIOT, HHIHOUPYIOT pOCT KOPHEH pac-
tenuit (Ueda, Kato, 1980; Dathe et al., 1981). ITo ctpykType
’KACMOHATBI CXOAHBI C TPOCTArJIAHJMHAMM, B YAaCTHOCTH C
npocrarnanguaoM E. MosekynsipHble MEXaHU3MBI JICHCTBUS
JKaCMOHATOB Ha (P (EKTOPHBIE CHCTEMBI KIETKH, KakK ToJiara-
10T, CXOJTHBI C TaKOBBIMH aykcuHa (Wasternack, 2007). I1pen-
ToJIaraeTcs, YTo )KaCMOHATHI B3aUMOJICHCTBYIOT ¢ F-box-0ern-
kom COIl, xoropsiii BxoauT B coctaB SCF-xommiekca u
ctpykrypHOo Omm3ok TIR1-6enxy (Xie et al., 1998). Uepes mo-
cpeactBo COIl1-0enka KOHTPOIMPYETCS] aKTUBHOCTh MHOJKeE-
cTBa (PaKTOPOB TPAHCKPHUIIINHU, KOTOPbIE KaK MO3UTUBHO, TaK
W HETaTHBHO PETYJIHPYIOT 3KCHPECCHIO 3aBUCHMBIX OT Kac-
moHartoB reroB (Lorenzo, Solano, 2005). Perynsiust 6rnocun-
T€3a KACMOHATOB OCYIIECTBISIETCS] CPAaBHUTEIBHO KOPOTKHU-
MU HENTHJIAMH CUCTEMHHAMHU; Y ToMaTa Solanum nigrum cuc-
TeMuH BkitouaeT B ce0si 18 AKO, y A. thaliana cuctemun
ATPEP1 mmeer mmny 23 AKO (Stenzel et al., 2003; Huffa-
ker et al., 2006). CucTeMHHBI CBSI3BIBAIOTCS C PEIETITOPHBIMH
Oemkamu, KoTopeie coxaepkaT LRR-TOBTOPBI M CXOAHBI 1O
CTPYKTYpHO-(pyHKIIOHATREHOU opranu3aimu ¢ TIR1-6emkom,
KaK 9TO IPOUCXOJHUT U B Cllydae )KaCMOHATOB, U 4epe3 HUX
PEryINpyIOT aKTUBHOCTH ()EPMEHTOB, OTBETCTBEHHBIX 3a CHH-
TE€3 KACMOHATOB, B YaCTHOCTH AaKTHBHOCTH aJUICHOKCHJICHH-
terasbl (Yamaguchi et al., 2006). Takum o6pa3zom, xacMOHa-
TBI W PETYJIMPYIONINE UX MPOIYKIHIO IENTHAHBIE (uTorop-
MOHBI CHUCTEMHHBI PEATU3YIOT CBOE BIIMSIHUAE Ha HKCIIPECCHIO
TEHOB YEPE3 CXOJHBIE CUTHAIBHBIC CHCTEMBI.

ConpsikeHHbIe ¢ reTepoTpuMepHbIME G-0eakamMu
CHUTHAJIbHBIE CHCTEMBbI

Y MHOTOKJIETOYHBIX M OJHOKJICTOYHBIX OYKapuoT HIn-
POKO pacnpoOCTpaHCHbl CHUI'HAJIbHBIC CHUCTCMbI, B KOTOPBIX
(byHKHI/IIO COMpATAOIIET0 KOMIIOHCHTA MCKAY OINO3HAIOIINM
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BHEIIHUH CHUTHAJI PEIENTOPOM CEPIIaHTHHHOTO THMA U 3(]-
(EeKTOpHBIM OEJIKOM, OTBETCTBEHHBIM 32 KOHCYHBIH OTBET
KJIETKH, BBIMOJIHAET rereporpuMepHblii G-Oenok. OpHako
eIl CPaBHUTEIFHO HEJaBHO CUUTANH, YTO Y PACTCHUN TaKue
CHCTEMBI OTCYTCTBYIOT. OTKPBITHS ITOCIIECAHUX JICT 3aCTaBUIN
KapJIUHAIBHO IIEPECMOTPETh ATy TOUKY 3peHHst. B HacTosee
BpeMsl compspKkeHHbIe ¢ (G-0enKkaMy CHTHAJIbHBIC CHCTEMBI H
X KOMITOHEHTHI OOHApY)XEHbI Y HECKOJBbKHX BHJOB pacTe-
Huii. B mHamOompiieii cTemeHW Takhe CUCTEMBI H3yUYCHBI Y
A. thaliana v ropoxa Pisum sativum, B TCHOME KOTOPBIX BbI-
SIBJICHbl T€HBI, KOAMPYIOIIUE PELENTOPbl CEePIaHTHHHOTO
THTA, TeTepoTpuMepHbie G-0enku u perynstopasie RGS-6e-
KM, SIBISIIOIIMECS (DYHKIIMOHAIBHBIMH OJIOKAMH COIPSDKCH-
HBIX ¢ G-0eNKaMM CUTHAJIBHBIX CHCTEM.

VY A. thaliana nmeercs Gonee 50 TEHOB, KOAWUPYIOMIHX
0€JIKH, KOTOpBIE 110 CTPYKTYPHOI OpraHu3ainuy CXOIHBI C pe-
LENTOPAaMHU CEPITAaHTHHHOTO THUIIA )KUBOTHBIX M TPHOOB H, CIIe-
JIOBATEJIbHO, MOTYT BBIMOJIHATH WX (QyHKIMHU. BompmmHCcTBO
9THX OENKOB 00J1aJal0T BBICOKOH TOMOJIOTHEH IO OTHOIIIe-
HUIO K OJIOPAHTHBIM DPEIENTOpaM ITO3BOHOYHBIX JKMBOTHBIX.
B crpykType BocbMH M3 HHX HJICHTU(QHIMPOBAHBI yYacTKH,
KOTOpBIC BKIIIOYAIOT B ce0s MOJICKYJISIPHBIC JIETEPMUHAHTHI,
OTBETCTBCHHBIC 32 ()YHKIIMOHATBHOE B3aHMMOJICHCTBHE C TeTE-
porpumepubiMu G-6enkamu (Gookin et al., 2008). B renome
A. thaliana Taxxe OOHapyXCHBI TEHBI, KOTOPBIE KOIUPYIOT
CyOBeTMHUIIBI, (POPMHPYIOIINE MOJIEKYITY TeTEPOTPUMEPHOTO
G-6enka: oxny Ga-(GPAl), omny GB-(AGB1) u nBe
Gy-cyopenuaniel (AGGl n AGG2) (Ma et al., 1990; Weiss
et al., 1994, Mason, Botella, 2000, 2001). Cxonusrii HabOp
cyobenunuIl BeisiBiicH y puca O. sativa (Ishikawa et al., 1995,
1996; Iwasaki et al., 1997; Kato et al., 2004). Cnenyet oT™me-
THUTb, YTO B TEHOME KMBOTHBIX ¥ TPUOOB, KaK MPaBHJIIO, UMe-
eTcst MHOTO TUoB U montumnoB Go-, GB- u Gy-cy0benunmil,
YTO JIGKHUT B OCHOBE MHOKECTBEHHOCTH M30(popM G-0enKoB.
OTO OTVIMYAET XEMOCHTHAJIbHBIE CHCTEMBbI )KUBOTHBIX U I'DH-
00B OT TaKOBBIX PACTEHHH, Y KOTOPHIX YUCIO KOMOWHAIIHI
CyObeIMHMI] OYeHb orpaHuueHHo. Tak, y A. thaliana v puca,
Kak ¥ y OOJBIIMHCTBA PACTEHUI, BO3MOXHBI TOJBKO JIBa
BapHaHTa TeTEPOTPUMEPHBIX G-0CTKOB, pa3THYAIOIINXCS
Gy-cyObenquHuIaMu. Y psijia pacTeHHi, B Y4aCTHOCTH y Tpe[-
ctaBuTenelt 0000BBIX TOpoxa P. sativum u con Glycine max,
BbIsABIICHBI JBa TN Ga-cyoseanuun (PsGal u PsGa?2 y ro-
poxa, SGA1 u SGA2 y cou), ogaa Gf-cyObeauHuIa U 1BE
Gy-cyopenuanier (Kim et al, 1995; Gotor et al., 1996;
Marsh, Kaufman, 1999; Misra et al., 2007). OgHako u B 3TOM
cllydae 4HCJIO KOMOWHALMKA CyObEAMHHII MOXET JOCTUTaTh
JIMIIH YEeTHIPEX.

[TpoBeneHHBII HAMH CPAaBHUTEIIBHBIN aHAIN3 EPBHYHBIX
ctpykryp GPA1 A. thaliana n Ga-cyowsenunnn P. sativum,
Solanum tuberosum, Phaseolus lunatus, S. lycopersicum, Lo-
tus japonicus, G. max, Nicotiana tabacum, Lupinus luteus n
Phaseolus vulgaris BBIIBAI OYE€HBb BBICOKYIO CTETIEHb UX TO-
Mosoruu (83—86 % WISHTUYHOCTH), B TO BpeMs Kak IpH
cpasaennn GPA1 A. thaliana n Go-cyobsenunun O. sativa,
Zea mays u Triticum aestivum ona Obuta HIxe (71—76 %
uaeHTHIHOCTH). GOl-CyOBeANHUIIBI PACTEHHH TOMOJOTHYHBI
1 110 oTHOIIEHUIO K Gal-cyOpennuannaM G-0eTKOB KUBOTHBIX,
nprdeM HanOoJiee BBICOKAs CTETIEHb TOMOJIOTHH XapaKTepHa
st yaactkoB G1—GS5, BoBnedeHHBIX B cBsizbiBaHue [ T u
['T®aznyto aktuBHOCTH (pHc. 7). Tak, Hampumep, MpH cpas-
HeHun niepBuyHON cTpykTypbl GPA1 A. thaliana ¢ TakoBEIME
Ga; wematonel Caenorhabditis elegans, Go,, MoJuTIOCKa
Lymnaea stagnalis m Go.,; 9eTToBeKa CTETICHb WICHTHYHOCTH
cocraBuna 36—38 %. Heckonbko HUke ObLIa TOMOJIOTHS
TIePBUYHBIX CTPYKTYp Gol-CyOBeANHUI] PACTCHUN U TPHUOOB.

Bricokas romonorus BeisiBieHa U nipu cpaBHeHnn AGB1
A. thaliana ¢ GB-cy0beanHIIAMH IPYTHX pacTeHHH (pHc. §).
B cayuae S. tuberosum, P. sativum, N. tabacum v P. vulgaris
WICHTUYHOCTH TIEPBUYHBIX CTPYKTYp cocTaBuia 80—82 %, B
ciyuae O. sativa, Z. mays, T. aestivum u Avena fatua —
73—77 %. T'omomnorust GB-cyObeIUHHII PACTCHUIN MO OTHO-
meHnio Kk Gf-cyObeIMHUIIAM JKUBOTHBIX U TPUOOB ObLiIa BBI-
paskeHa MpPUMEPHO B OAMHAKOBOW cremeHu (puc. 8). Tak,
UACHTUYHOCTH NepBUIHBIX CTPYKTYp AGBI1 A. thaliana n G
rpudoB Aspergillus nidulans, Dictyostelium discoideum, Peni-
cillium marneffei, Ustilago maydis, Magnaporthe grisea, Fu-
sarium oxysporum, Cryphonectria parasitica, Neurospora
crassa u Coprinopsis cinerea coctasuna 47—48 %, B TO
BpeMs Kak HJICHTHYHOCTh MEepBHYHBIX CTPYKTyp AGBI
A. thaliana n G} xuBOTHBIX, B 9acTHOCTH G} C. elegans n
Gf; uenoseka, coctaBwia 44—47 %. [lpoBeneHHBI HaMu
aganmu3 WD-moBTopoB GB-cyObeWHUI] PACTCHUH ITOKa3all,
YTO HanOoJIee KOHCEPBATUBHBIMHU CPEAN HUX SBISTIOTCS WD2,
WDS5 u WD6, urpatoiiiue KIH04eBYI0 POib BO B3aMMOJIEHCT-
BUU C IpyruMu cyobeauHuiaMu G-0enkoB 1 3PpPEeKTOpHBIMA
OenxaMu, B TO BpeMs Kak MEHee BaKHbIC B (DyHKIIMOHAILHOM
mwrane WD3 u WD4 0Gonee BapuabenbHBI MO TMEPBHYHON
CTPYKTYpE.

[lonmy4eHHble AaHHBIE CBHUJCTEILCTBYIOT O TOM, 4TO
OCHOBHBIE JleTepMHUHAHTH B Goi- 1 GB-cyOrenuanmax G-6e1-
KOB, OTBETCTBEHHBIC 32 X B3aUMOJAEHCTBUE C PEIIENTOPHBIMH
1 3G GEKTOPHBIME OCIKaMH, MOSIBIJIUCH HAa CaMbIX PaHHUX
JTanax dBOJIIOLUM 3YKapHOT U B TOW WM MHOM CTENEHU CO-
XPaHWINCH Y BCEX MX MPEJCTABUTEINCH, B TOM YHUCIIE Y pacTe-
Huid. Cre/0BaTeNnbHO, U CHIHAIbHBIE CHCTEMbI, B KOTOPBIX
G-0erKH BEIMTOTHSIOT (PYHKINIO COTIPSITAIONIETO0 KOMIIOHEHTA,
SIBJSIFOTCSL  DBOJIIOIIMOHHO JIPEBHHUMU W HMMEIOT CXOIHYIO
CTPYKTYPHO-(DYHKIIMOHAJIBHYIO OpPTaHU3alMI0 y PacTCHHH,
rpuOOB ¥ >KMBOTHBIX. bosee TOro, mpoTOTUIEBI 3THX CHCTEM
BO3HMKJIM €Il Ha yYpPOBHE NPOKAPHOTHYECKHX OPraHM3MOB
(IImaxos, [Tepuesa, 2008; Shpakov, Pertseva, 2008).

[lepBBIM cpenu penenTopoB cepnaHTHHHOTO THNa A. tha-
liana 6p11 n3yuen pernentop GCR1, koTopsiii 001a1aeT romMo-
JOTHEeH TEepBUYHON CTPYKTYyphl 1O OTHOWICHHIO KaK K
nAM®-peneniropam amedsl Dictyostelium discoideum (23—
25 % WOCHTUYHOCTH), TaK M K PerenTopaM KaJIbIIUTOHWHA U
CepOTOHMHA II03BOHOYHBIX JKMBOTHBIX (Josefsson, Rask,
1997; Plakidou-Dymock et al., 1998). IToka3zano, uro GCR1
B3amMozieiicTByeT ¢ a-cyorenuanneii (GPAl) rereporpu-
MepHoro G-0einka, IpUYEM KIFOYEBYIO POJIb B 9TOM B3aUMO-
JICWCTBHH, KaK M B OOJIBIINHCTBE APYTHX PELECTITOPOB CepIiaH-
THHHOTO THIA, UTPAIOT €ro BTOpas M TPEThs IUTOILIA3MATHU-
yeckue netiu (Pandey, Assmann, 2004). Bo B3aumopeiictBue
¢ G-6enkoM TakKe BOBIICYCH PACIOTIOKECHHBINA B IIUTOILIA3ME
C-xonueBoil tomern GCR1, xoTopelil B penentopax cepnaH-
THUHHOTO THIIA, KaK TIPaBHJIO, BBIMOJIHSET PETyJIsITOPHbIC (QyH-
kiun. Kak n3BecTHO, MOJIEKYJISIpHBIE AETEPMHHAHTHI, OTBET-
CTBEHHBIC B OOJIBIIMHCTBE PELENTOPOB CEPIAHTUHHOTO THIIA
3a B3aMMOJICHCTBHE C OTPHULATENBHO 3apspKeHHBIM C-KoHIle-
BBIM cerMeHTOM Go-CyOBeIUHHMIBI, MPEACTABISIOT CO0O0M
BBXXB u poncreennsle uM MoTuBbl (B = Arg, Lys, His),
oborarmmeHHbIe MTON0KUTENBHO 3apsikeHHBIMI AKO (I1Imakos,
2002, 2003). Oto crnpaBeAIMBO U B OTHONICHWH PEIENTOPA
GCRI1 A. thaliana, KOTOpBI UMEET TAKUE MOTUBBI BO BTOPOIi
(HRTVVKHK!"9¢—113) i Tperpetit (RMLRNARR!87-194) muro-
TUIA3MAaTHYECKHX METISX, @ TAKXKE B IIPOKCHMAILHOM K MeMO-
pane ygactke C-koHreBoro gomeHa (RRAIHER?276-282),

[Ipupona nuranaa, KOTOPBIN creNN(HUIECKH CBSI3bIBACTCS
¢ peuentopom GCR1, B HacTosimiee Bpems He BbIsICHEHA. B To
e BpeMs YCTaHOBIIEHO, 4To depe3 mocpernctBo GCRI1 ocy-
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*okokkk X R e e e
1 MGLLCSRSRHHTE-DTDENTQAAEIERRIEQEAKAEKHIRKLLLLGAGESGKSTIFKQIK
1 MGSLCSRNKHYSQADDEENTQTAEIERRIEQETKADKHIQKLLLLGAGDSGKSTIFKQIK
1 MGLVCSRNRRYRDSDPEENAQAAEIERRIESETKAEKHIQKLLLLGAGESGKSTIFKQIK
15 ETTKNAKSADIDRRILQETKAEQHIHKLLLLGAGESGKSTIFKQIK
3 SCQSNE-NSEGNARNKEIEKQLNADKRAGSSIVKLLLLGAGECGKSTVLKQMQ
19 . IEKNLKEDGMQAAKDIKLLLLGAGESGKSTIVKQMK
7 SE-SKESAKRSKELEKKLQEDAERDARTVKLLLLGAGESGKST I VKQMK
* * *+* * % * * + * *+ * *
60 LLEFQTGFDEGELKSYVPVIHANVYQ---TIKLLHDGTK----EFAQNETDSAKYMLSSES
61 LLFQTGFDEAELKNYIPVIHANVYQ---TIKILHDGSK----ELAQNELEASKYLLSAEN
61 LLFQTGFDEAELRSYTPVIFANVYQ---TIKVLHDGAK----ELAQNDLNSAKYVISDES
LLFQTGFDEAELRSYTSVIHANVYQ---TIKILYEGAK----ELSQVESDSSKYVISPDN
55 ILHSNGFTEEEVNEKRAIVYNNTVSAMCTILRAMDGVLHLPLENGQKEAEKAIVMKVQEN
55 IIHEGGFTSEDNKQYKPVVYSNTIQSLVAIIRAMGTLS----IPFGDNERESDAKMV - -
55 IIHKNGYSEQECMEFKAVIYSNTLQ---SILAIVKAMT----TLGID------- YVNPRS
+ * * * * ++ +**** * Kk ok +**+***+*****
113 IAIGEKLSEIGGRLDYPRLTKDIAEGIETLWKDPAIQETCARGNELQVPDCTKYLMENLK
114 KEIGEKLSEIGGRLDYPRLTKDLVQDIEALWKDPAIQETLLRGNELQVPDCAHYFMENLE
114 KDIGEKLSEIGSRLDYPHLTKDLAKEIETLWEDAAIQETYARGNELQVPDCTKYFMENLQ
114 QEIGEKLSDIDGRLDYPLLNKELVLDVKRLWQDPAIQETYLRGSILQLPDCAQYFMENLD
115 GEEGEALTE-———==—————- EVSKAIQSLWADPGVKKAFEMRSEYQLPDSAKYFLDNCQ
108 - ———-- LDVIARMEDTEPFSEELLAAMKRLWVDSGVQECLGRANEYQLNDSAKYFLDDLD
101 AEDQRQLYAMANTLEDGGMTPQLAEVIKRLWRDPGIQACFERASEYQLNDSAAYYLNDLD
+ TR R Rk Rk kK e e
173 RLSDINYIPTKEDVLYARVRTTGVVEIQFSPVGENKKSGEV-YRLFDVGGQRNERRKWIH
174 RFSDIHYIPTKEDVLFARIRTTGVVEIQFSPVGENKKSGEV-YRLFDVGGQRNERRKWIH
174 RLSDANYVPTKGDVLYARVRTTGVVEIQFSPVGENKRSGEV-YRLFDVGGQRNERRKWIH
174 RLAEAGYVPTKEDVLYARVRTNGVVQIQFSPVGENKRGGEV-YRLYDVGGQRNERRKWIH
163 RISEPGYRPNDQDILYSRVATTGVVEVKF---—-—- KIKELDFRVFDVGGQRSERRKWIH
162 RLGAKDYMPTEQDILRTRVKTTGIVEVHFSFKNLN----—-- FKLFDVGGQRSERKKWIH
161 RITASGYVPNEQDVLHSRVKTTGIIETQFSFKDLH------- FRMFDVGGQRSERKKWIH
R R A A T R S S o o o L S + xRt ¥
232 LFEGVTAVIFCAAISEYDQTLFEDEQKNRMMETKELFDWVLKQPCFEKTSFMLFLNKFDI
233 LFEGVTAVIFCAAISEYDQTLFEDERKNRMMETKELFEWVLKQPCFEKTSFMLFLNKFED I
233 LFEGVTAVIFCAAISEYDQTLFEDESKNRLMETKELFEWILKQPCFEKTSFMLFLNKEDI
233 LFEGVNAVIFCAAISEYDOMLFEDETKNRMMETKELFDWVLKQRCFEKTSFILFLNKFDI
216 CFDNVESIIFITAISEYDQVLFEDETTNRMIESMQLFNSICNSTWFLSTAMILFMNKKDL
215 CFEDVTAIIFCVAMSEYDQVLHEDETTNRMQESLKLFDSICNNKWFTETSIILFLNKKDL
214 CFEGVTCIIFCAALSAYDMVLVEDEEVNRMHESLHLFNSICNHKYFSTTSIVLFLNKKDI
+ 4 * * Ak K + x4 + * * 4 dokk k4 K * ++
292 FEKKVLDVPLNVCEWFRDYQPVSSGKQEIEHAYEFVKKKFEELYYQNTAPDRVDRVFKIY
293 FEQKVLKVPLNTCEWFKDYQSVSTGKQEIEHAYEFVKKKFEESYFQCTAPDRVDRVFKIY
293 FEKKILNVPLNVCEWFKDYQPVSSGKQEIEHAYEFVKKKFEELYFQSSAPDRVDRVFKIY
293 FEKKIQKVPLSVCEWFKDYQPIAPGKQEVEHAYEFVKKKFEELYFQSSKPDRVDRVFKIY
295 FMEKIQRV--NITTAFPDYE----GGONYEEAVSFIKQKFAEL---NLNPDK--K--TIY
275 FEEKIKKSPLTIC--FPEY----TGKQMYQEASAYIQAQFEA-KNKSSA----- K--ETY
274 FQEKVTKVHLSIC--FPEY----TGPNTFEDAGNYIKNQFLDLNLK----- KEDK--ETIY
R O s S N * * k%
352 --RTTALDQKLVKKTFKLVDETLRRRNLLEAGLL 383
353 --RTTALDQKLVKKTFKLVDETLRRRNLFEAGLL 384
353 --RTTALDQKVVKKTFKLVDETLRRRNLFEAGLL 384
353 --RTTALDQKLVKKTFKLIDESMRR 375
323 MHETCATDTNQVQLVISSVIDTIIQKNLQKAGMM 356
321 CHQTCATDTNNIQEFVEDAVTDVIIANNLRGCGL 353
321 SHMTCATDTQNVKFVFDAVTDIIIKENLKDCGLF 354
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Puc. 7. a-Cy06penunnnbsl G-0e1KOB pacTeHWH B CPAaBHEHHWH C UX TOMOJIOTaMHU Yy TPUOOB M JKUBOTHBIX.

1 — GPAL1 Arabidopsis thaliana (P18064.1); 2 — GPA1 Solanum tuberosum (P93564.1); 3 — GPA2 Pisum sativum (004279.1); 4 — GPA1 Orysa sativa

(A2Y3BS5.2); 5— o17-cyosenununa Caenorhabditis elegans (Q18434.1); 6 — a.p-cyobenununa Lymnaea stagnalis (P30683.3); 7 -a.3-cyObe IMHHULIA YeIOBEKA

(ASMTIJ3.2). JKupnoim wipugpmonm Beiaeneusl yaactku G1—GS, oTBeTcTBeHHBIE 3a CBsi3bIBaHKE U ruaposn3 [ TO. 3Haku «+» U «*» — COOTBETCTBEHHO HJICH-
THYHbBIC H SKBU(YHKI[MOHAIbHbIC U (MIIK) OJIM3KUE 110 PU3MKO-XMMHYECKUM CBOIICTBAM aMUHOKHCIIOTHBIC OCTATKH.
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1 MSVSELKERHAVATETVNNLRDQLRQRRLQLLDT-—--———— DVARYSAAQGRTRVSFGAT
1 MSVAELKERHMAATQTVNDLREKLKQKRLQLLDT--————— DVSGYAKRQGKSPVTFGPT
3 SVAELKEKHAAATASVNSLRERLRQRRQMLLDT---———- DVERYSRTQGRTPVSENPT
4 MSGEQMOAKITAARREAEGLKDKIRRRKDDLADT -————-— TLRDVAQNQTDALPRIGMK
3 SDISEKIQQARRDAESMKEQIRANRDVMNDTTLKTFTRDLPGLPKMEGKIKVR-———
1 MSELDQLRQEAEQ—-—---LKSQIREARKSANDT——-—-——— TLATVAS----NLEPIGRI
1 MSELEQLRQEAEQ----LRNQIRDARKACGDSTLTQITAGLDPVGRIQMRTR-—————
[WD1 WD1] [WD2
54 DLVCCRTLQGHTGKVYSLDWTPERNRIVSASQDGRLIVWNALTSQKTHAIKLPCAWVMTC
54 DLVCCRILQGHTGKVYSLDWTPEKNRIVSASQDGRLIVWNALTSQKTHAIKLPCAWVMTC
55 DLVCCRTLQGHSGKVYSLDWTPEKNWIVSASQDGRLIVWNALTSQKTHAIKLHCPWVMTC
PR---RTLKGHLAKIYAMHWSTDRRHLVSASQDGKLIIWDAYTTNKVHAIPLRSSWVMTC
66 ———-—- RNLKGHLAKIYAMHWAEDNVHLVSASQDGKLLVWDGLTTNKVHAIPLRSSWVMTC
44 QMRTRRTLRGHLAKIYAMHWASDSRNLVSASQDGKLIVWDSYTTNKVHAIPLRSSWVMTC
49 ---—= RTLRGHLAKIYAMHWGTDSRLLVSASQDGKLIIWDSYTTNKVHAIPLRSSWVMTC
WD2] [WD3
114 AFSPNGQSVACGGLDSVCSIFSLSSTADKDGTVPVSRMLTGHRGYVSCCQYVPNEDAHLT
114 AFSPSGQSVACGGLDSACSIFNLNSPIDKDGIHPVSRMLSGHKGYVSSCQYVPDEDTHLI
115 AFAPNGQLVACGGLDSACSIFNLNSQADRDGNIPVSRILTGHKGYVSSCQYVPDQETRLI
114 AYAPSGNYVACGGLDNICSIYNLSS---REGPTRVARELSGHSGYLSCCRFI--NDRRIT
111 AYSPTANFVACGGLDNICSIYNLRS---REQPIRVCRELNSHTGYLSCCRFL--NDRQIV
104 AYAPSGSFVACGGLDNICSIYSLKT---REGNVRVSRELPGHTGYLSCCRFL--DDNQIV
104 AYAPSGNFVACGGLDNICSIYSLKT---REGNVRVSRELPGHTGYLSCCRFL--DDNQIT
WD3] [WD4
174 TSSGDQTCILWDVTTGLKTSVFGGEFQSGHTADVLSVSISGSNPNW--FISGSCDSTARL
174 TSSGDQTCVLWDITTGLRTSVFGGEFQSGHTADVLSVSISSSNPKL--FVSGSCDTTARL
175 TSSGDQTCVLWDVTTGQRISIFGGEFPSGHTADVLSLSINSSNSNM--FVSGSCDATVRL
169 TSSGDMTCMLWDIESGSKVTEF----- ADHLGDVMSISINPTNQNI--FVSGACDAFAKL
166 TSSGDMTCILWDVENGTKITEF----- SDHNGDVMSVSVS-PDKNY--FISGACDATAKL
159 TSSGDMTCALWDIETGQQCTAF----- TGHTGDVMSLSLS---PDFRTFISGACDASAKL
159 TSSGDTTCALWDIETGQQTVGEF-----— AGHSGDVMSLSLA-PDGRT--FVSGACDASIKL
WD4 ] [WD5 WD5]
232 WDTRAASRAVRTFHGHEGDVNTVKFFPDGYRFGTGSDDGTCRLYDIRTGHQLQVY--QP~-
232 WDTRVASRAQRTFHGHESDVNTVKFFPDGNRFGTGSDDGSCRLFDIRTGHQLQVYN-QP-
233 WDIRIASRAVRTYHGHEGDINSVKFFPDGQRFGTGSDDGTCRLFDVRTGHQLQVYSREPD
221 WDIRTG-KAVQTFAGHESDINAIQFFPDGNAFGTGSDDTTCRLFDIRADRSLNTY-—-—--
217 WDLRSG-KCVQTFTGHEADINAVQYFPNGLSFGTGSDDASCRLFDIRADRELMQYT -~~~
210 WDIRDG-MCKQTFPGHESDINAVAFFPSGNAFATGSDDATCRLFDIRADQELAMYS—--—
210 WDVR-DSMCRQTFIGHESDINAVAFFPNGYAFTTGSDDATCRLFDLRADQELLMYS—--—
[WD6 WD6] [WD7
289 HGDGENGPVTSIAFSVSGRLLFAGYASNNTCYVWDTLLGEVVLDLGLQQDSHRNRISCLG
290 HGDGDIPHVTSMAFSISGRLLFVGY-SNGDCYVWDTLLAKVVLNLGSVQNSHEGRISCLG
293 RNDNELPTVTSIAFSISGRLLFAGY-SNGDCYVWDTLLAEVVLNLGNLQNSHEGRISCLG
276 QSDQILCGITSVGFSVSGRLLFAGY-DDFECKVWDVLRGDKVGSLS---~-GHENRVSCLG
273 HDNILCG-ITSVGFSFSGRFLFAGY-DDFTCNVWDTLKGERVLSLT----GHGNRVSCLG
266 HDNIICG-ITSVAFSKSGRLLFAGY-DDFNCNVWDSMRQERAGVLA----GHDNRVSCLG
266 HDNIICG-ITSVAFSRSGRLLLAGY-DDFNCNIWDAMKGDRAGVLA----GHDNRVSCLG
WD7]
349 LSADGSALCTGSWDSNLKIWAFGGHRRVI 377
349 LSADGSALCTGSWDTNLKIWAFGGHRSVV 377
352 LSSDGSALCTGSWDKNLKIWAFSGHRKIV 380
331 VSNDGISLCTGSWDSLLKVWAW 352
327 VPTDGMALCTGSWDSLLKIWA 347
320 VTEDGMAVCTGSWDSFLKIW 339
320 VTDDGMAVATGSWDSFLKIW 339
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Puc. 8. B-CyObenunuipl G-0elKOB pacTeHUI B CPaBHEHHH C UX TOMOJIOTAaMHU y TPHOOB M JKUBOTHBIX.
1—AGBI Arabidopsis thaliana (P49177.1); 2— GB1 Solanum tuberosum (P93563.1); 3— GB1 Orysa sativa (Q40687.1); 4 —B-cyobenununa Aspergillus ni-

dulans (XP_657685.1); 5§ —p-cyowenunnna Dictyostelium discoideum (P36408.1); 6 — B 1-cyobenunuua Caenorhabdits elegans (P17343.2); 7—p2-cyobenu-
Hula yenoseka (P62879.3).
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IIECTBISIETCS HETaTHBHAS PETYJISINS CUTHAJIBHBIX KacKaJoB,
3aITyCKaeMbIX aOCIM30BOH KHCIOTOW U cuHTro3MH-1-docda-
TOM, TOCKOJIbKY JUIl MyTaHTOB A. thaliana ¢ HOKayTHpOBaH-
HeIM TeHOM GCRI] XapaKTepHa THIIEPUyBCTBUTEIHFHOCTh K
TM (utoropmonam. Cremyer OTMETHUTh, YTO aOCIHM30Bas
KHCJIOTA OTBETCTBEHHA 32 PEryJISIIMIO POCTa U PAa3BUTHS pac-
TUTEJBHBIX KJIETOK, OMPEICIsieT X OTBET Ha CTPECCOBBIC BO3-
nevicteusa BHemHel cpensl (Jones, 2002). OnHa CTpyKTypHO
OH3Ka PETUHOEBOH KHCIIOTE, KOTOpasi UIPacT POJib CHTHAb-
HOM MOJIeKyJbl y XHUBOTHBIX. Cdunrosun-1-pocdar B cBoro
o4epe/ib BBIMOJHACT (PyHKIMIO BTOPUYHOTO OCPEJHUKA B CHT-
HAJTBHBIX MYTSX, KOHTPOJIHPYEMBIX a0CIIM30BOI KHCIOTOH, HO
TIPY 3TOM MOXXET WTPaTh POJIb CAMOCTOSITEILHOTO BHEIIHErO
CHTHAJIa, JICUCTBYIOIIET0 Ha PACIIONOKEHHBIE B MeMOpaHe pe-
menropsl (Coursol et al., 2003; Worrall et al., 2003; Pandey,
Assmann, 2004). TTokazano Takxe, 4YTO OJHON M3 MHILEHEH
prurrouaroriero B cedgs GCR1 m GPA1 curHampHOro Kackazaa
siBrsiercst pocdormmasa C, gepe3 moCpecTBO KOTOPOH OCyIiie-
creisiercs perysiius cuaresa JITHK (Apone et al., 2003).

CpaBHHTENEHO HEHaBHO Y A. thaliana ObIn BHIABICH H
oxapakrepuzoBan penentop GCR2 mnst abcru3oBoil KHcio-
TBI, KOTOpBIH Komupyercst reHoM GCR2 u, monobno GCRI,
compsbkeH ¢ rerepotpuMepHbiM  G-Oemkom — GPAl(a)-
AGB1(B)-AGGI1(y) (Liu et al., 2007). Hokayr rena GCR2
MIPUBOANT K MOTEPE MYTAHTHBIMU KJICTKAMH TyBCTBHTEIHHO-
CTH K aOCIM30BOH KHUCIIOTE, OJOKHPOBAHUIO SKCIPECCHUU Te-
HOB, aKTUBHPYEMbIX 4€pe3 3aBUCHMBbIC OT HEEe CHUTHAIIbHBIC
KacKaJbl, H HAPYIICHUIO (PU3UOJIOTHIECKIX ITPOIIECCOB, KOHT-
POIMPYEMBIX aOCIIM30BOM KHCIIOTOM, TAKUX KaK MpopacTaHne
CeMstH, rmoTepst Bosl ucThsiMu U ap. (Liu et al., 2007). Abc-
M30Basi KUCIIOTA CHENU(DUIHO CBS3BIBACTCS C PEIETITOPOM
GCR2 co 3nauenuem K 20 HM, uTo COOTBETCTBYET (hU3UOIIO-
THYECKUM KOHIICHTPALUSAM 3TOr0 (PUTOTOPMOHA y PACTECHHH.
BsanmopeticTBue siBisieTcs: crepeocneuuaHbIM — OHO Ha-
OJro1aeTCsl TOJBKO JIsi OMOJIOTHUECKH aKTHBHOU (+)-abcuu-
30Bo# kucnoTel. CBsaspiBanme perentopa GCR2 ¢ abemmso-
BOM KHMCJIOTOI NPUBOANT K akTHBanuu G-Oeika M AHMCCOIHa-
uun ero Ha GPAl-cyObenuuuiy u Py-mumep, KOTOpPBIC
peryIupyoT (YHKIHOHATHHYIO aKTHBHOCTH A((EKTOPHBIX
0€JIKOB, B TOM YHCJIC KaJIHEBBIX KaHAIOB U (Gocdonumnasbl D.
Bsammoneticteue ¢ G-6emxom, kak u B cirydae GCR1, ocymre-
CTBIISICTCSI C TIOMOIIBIO TPETHEH IUTOIUIA3MATHYECKON METIIH
u C-xonneBoro gomena penentopa GCR2, B To Bpems kax
N-KoHIIEBass 4acTh MOJIEKYJTBl PElenTopa B TaKOM B3aMMO-
JICWCTBHUN HE ydacTBYyeT. Tak, 0OHapy>KeHO, 4YTO YKOpOUYCHHAs
(dbopma perientopa, BKIrOUaroIiast B ce0st TO7pK0 C-KOHIIEBYIO
ero vacteb (mocnenoBaTenbHOCTh 290—401), criocoOHa CBsI-
3bpBaThcst ¢ GPAl-cyObeuHUICH U CTUMYITUPOBATh € aK-
TUBHOCTB, B TO BpeMsI KaK YKOPOUCHHBII perenTop, JUIIeH-
eIl nociegoBarensHoctd 290—401, ¢ G-OenkoM He B3au-
mozelictByer. Creayer Takke OTMETUThb, 4YTO YYacCTKH
B3anmozeiicTeus ochommmazer Dal ¢ GPA1-cyOrennammeit
BKJTIO4YatoT B ce0s1 DRY-MOTHUBBI, KOTOpBIE SIBISIOTCS KITIOYe-
BBIMH JIJIsl B3aumojieiicTBusi ¢ G-Oenkamu B MOJIEKyJax pe-
[IENTOPOB ¥ JIOKAJTM30BAaHBI HA TPAHUIIE X BTOPOH IIATOILIA3-
MaTHYeCKOW METIH M TPEThEro TPAHCMEMOPAaHHOTO y4acTKa
(Zhao, Wang, 2004). Otu maHHbIC TOATBEP)KIAIOT BBIIBUHY-
TYI0 HAMH paHee TUIOTE3y O TOMOJIOTHH MOJIEKYJISIPHBIX JIe-
TEpMHHAHT, OTBETCTBEHHBIX 3a B3aumoaeicTeue ¢ G-Oenka-
MH, B PELENTOPax CEPIaHTHHHOTO THIA U dPdexTopax (pep-
MEHTaX-T€HepaTopax BTOPUYHBIX TOCPEIHUKOB W HOHHBIX
KaHanax), (YHKIMOHAJIBHO CONpPsDKECHHBIX ¢ G-Oenkamu
(Shpakov, Pertseva, 2007).

VY ropoxa P. sativum, xak u 'y A. thaliana, oGHapy>KeHBI
BCE OCHOBHBIE KOMITOHEHTHI CONpsDKeHHOTo ¢ G-Oenxammu

CHUTHAJIBHOTO KacKaJsia, BKIIOYAasl PELENTOp CEPIaHTHUHHOTO
tuna PSGPCR u Bce Tpu pasHoBUAHOCTH CyOBeauHuL G-0em-
koB — PsGal, PsGB u PsGy (Marsh, Kaufman, 1999; Misra
et al., 2007). OGHapyX)eHO, YTO B3aUMOJICHCTBHE aKTHBHPO-
BanHoro JimranyoM peuenropa PsGPCR ¢ PsGol-cyobenn-
HUIICH TNPHBOAWT K €€ BBICBOOOKACHUIO W3 KOMILIEKCa C
PsGB-PsGy-mumepom wu oOecneumBaeT B3aMMOJACHCTBHC
PsGal ¢ kanpluiCBS3BIBAIOIIMM JOMEHOM (ocdoumasbl
C3. PsGB-cyOpennHuma Takke y9acTBYET BO B3aMMOJCHCT-
Bu ¢ pochonumazoit CS, HO MUIICHBIO €€ ACHCTBUS SBIISIOT-
sl Ipyrue yyacTku Mousiekyibl pepmenta (Misra et al., 2007).
Ces3eiBanue ¢ ocdonmmazoit CO crumymupyer ['TdazHyI0
akTBHOCTH PsGall, 9To BeseT Kk ee BO3BPAILICHUIO B HEAKTHB-
Hoe, ['JI®d-cBs3aHHOE, COCTOSIHUE M BBI3BIBACT ACCOILMAIIUIO
PsGal ¢ PsGB-PsGy-mumepoM ¢ oOpa3oBaHHEM TeTEPOTPH-
MepHoro G-Oeska. [Toka3zaHO, YTO aKTUBHUPYEMEBIC Yepe3 Io-
cpenctBo  PsGPCR-penenitopa  PsGol-cyOpenuanna u
PsGB-PsGy-mumep y4acTBYIOT B OTBETE pacTeHUs HA aOHOTH-
YECKUI CTpPEeCcC, KOTOPbI BbI3BaH IIOBBIIICHUEM TEMIIE-
paTypbl, MOBBIIICHHEM KOHIEHTPAIlMM COJMM Wi 00paboT-
Koi mepeknceio Bojmopoxa. [Ipu stom PsGol-cyObenunuia
BOBJICUCHA B OTBET Ha BCE MEPEUUCIICHHBIC BHIMIE CTPECCO-
BEIC BO3/ICHCTBHS, B TO Bpems kak PsG -PsGy-nmmep obecre-
YUBAET YCTONUMBOCTh PACTEHHUS K MOBBIIICHUIO TeMIIepa-
TYpBI.

HecmoTpst Ha TO YTO KOMITOHEHTHI COTNPSDKCHHBIX C
G-0enkaMM XeMOCUTHAJIBHBIX CHCTEM BBISIBIICHBI HE TOJIBKO Y
A. thaliana w P. sativum, HO W y psAAa IPYTHX DPacTCHHH,
CTPYKTYPHO-(DYHKIIMOHAJIbHAS OpTaHU3alUsI TAKUX CHCTEM Y
HUX He ycTaHoBleHa. B renome puca O. sativa u tonons Po-
pulus trichocarpa BbISIBIEHO COOTBETCTBEHHO 1m0 9 1 11 Te-
HOB, KOJUPYIOIIUX PELENTOPbl CEPIAHTHHHOTO TUIA, UMEI0-
XX MOJIEKYJISIPHBIE I€TEPMUHAHTBI, TOTCHI[HAIBHO CIIOCO0-
HBIC B3amMojieiicTBoBaTh ¢ G-Oenkamu (Gookin et al., 2008).
Y MHOruX pacteHuil BbIsiBiIeHbI G-0€JKHM M YCTaHOBJEHA MX
POJIb B PETYJSIIUN BOXHEHIINX (PU3HOIOTHIECKUX U OHOXHU-
Mudeckux mporeccoB (Jones, Assmann, 2004; Perfus-Bar-
beoch et al., 2004; Assmann, 2005; McCudden et al., 2005;
Temple, Jones, 2007; Chen, 2008). DTu naHHBIE YKa3bIBAIOT
Ha TO, YTO M y OOJIBIIMHCTBA (€CIIN HE Y BCEX) paCTEHUH MMe-
I0TCsL conpsbkeHHbIe ¢ G-0eKaMy CUTHANIBHBIE CHCTEMBI, aK-
THUBHpYEMbIC (PUTOTOPMOHAMH, B TOM YHCIIe aOCIIM30BOM KHC-
JIOTOM, KOTOpast SBJISIETCS YHUBEPCATIBHBIM PETYISTOPOM HX
pOCTa 1 Pa3BUTHSL.

3ak/aoyeHnune

HecMoTpst Ha 3HaUNUTENBHBIA MTPOTPECC, TOCTUTHYTHIH B
M3yYeHUH XEMOCHUTHAIBHBIX CHCTEM PACTCHUH, X OpraHHu3a-
IUsI U MOJICKYJISIPHBIC MEXaHWU3MBl (DYHKIIMOHHPOBAHUS HC-
CJIeJJOBAaHBI HEIOCTATOYHO. PaccMOTpUM HEKOTOpBIE aKTyaslb-
HBIC TPOOJIEMBI, KACAIOIIHECS CUTHAIBHOW TPAHCIYKINH B
KJIETKaX PacTeHUH, KOTOPBIE €Ile MPEJACTOUT PELIHTh.

IlepBas mpobiema COCTOMT B TOM, YTO B HACTOSIIEE
BpEeMsI M3BECTHO CPABHUTEIIFHO Maj0 CHUTHAIBHBIX MOJCKYI,
BBITIOJHAIOMINX (DYHKIMHA TOPMOHOB U TOPMOHOITOJOOHBIX Be-
IIeCTB y pacTeHuid. VX peanbHOE YHCIO JOIKHO OBITH Cy-
IIECTBEHHO OOJIBIIIE, HA YTO, B YACTHOCTH, YKa3bIBacT 3HAUH-
TEJILHOE YHUCIIO PELENTOPHBIX OENKOB, WACHTU(HIUPOBAH-
HBIX B TeHOMax pacteHuil. Tak, B reHome A. thaliana
BBISABICHO cBbIIie 50 T€HOB, KOJIUPYIOUIMX HHTETPAJIbHBIC
Oenky, KOTOpBIE MO TOIMOJOTHH B MEMOpaHe U CTPYKTYp-
HO-()YHKIIHOHAJIFHON OpTraHW3aIlMy OJIM3KH COTPSIKCHHBIM C
G-0enkamMu perenTopaM CEpIIaHTHHHOTO THIIA KMBOTHBIX H
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rpuOOB, M TOIBKO JJIsl OTHOTO U3 HUX M3BECTEH JIUTaH — a0-
cuu3oBas kucinora. B reHomax puca O. sativa W TONOJA
P. trichocarpa obHapy eHO COOTBETCTBEHHO 9 u 11 reHOB,
KOTOpBIE, KaK ITOJIaraloT, KOTUPYIOT compspkeHHbe ¢ G-0e-
KaMH PeLeNnTopbl, HO OCTACTCsI HeBBISICHEHHBIM, KaKHe CHI'Ha-
JIBHBIC MOJICKYJIbI C HHUMHU BSaHMOﬂeﬁCTByIOT. Heckonbko
Jy4ire 0OCTOUT JIEN0 C PEUENTOPHBIMUA THCTHANHKAHA3AMH,
BBINOJHSIOMMMHI (QYHKIMIO CEHCOPa B JBYXKOMITOHEHTHBIX
CUTHAJIBHBIX CHCTEMaX pacTeHuil. B o0riel cioXHOCTH B Te-
HOME A. thaliana umeetcs 16 peleNTOPHBIX TUCTHIUHKIHA3,
B reHoMme O. sativa — 14 (Hwang et al., 2002; Pareek et al.,
20006). Ins 8 penenTOpHBIX TUCTUANHKIHA3 A. thaliana wieH-
TU(GUIMPOBAHBI JIUTAH/B! (IIUTOKAHUHBI, STHJICH), 5 SBISIOT-
cs ¢oTroperentopamMm, KOTOPbIE AKTHBHUPYIOTCS KBAaHTAMHU
CBeTa, U eme | QyHKIHOHHPYET KaK OCMOCEHCOp, YyBCTBH-
TENBHBIA K U3MEHEHHSIM KOHIIEHTPAIMU OCMOJIUTOB BO BHEIII-
Helt cpene. [{ng 2 penenTopHBIX THCTUAMHKWAHAZ A. thaliana
MIpUpoJia CUTHajIa He BbsicHeHa. O/IHaKo JJake B OTHOLICHUH
PEUCITOPHBIX TUCTUIWHKHWHA3, JJIA KOTOPBLIX JIMT'aHJ] BbISAB-
JIeH, OCTaeTcs HeMallo BOMPOCoB. Tak, MmpeamnoiaraeTcs, 9To
9THJICH, KOTOPBIH CHenn(UUECKH CBSI3BIBACTCSI C pEIENTOp-
weiMu TucTuAnHKUHAa3aMu ETR1, ETR2, EIN4, ERS1 u ERS2
Y UHTHOHUPYET WX aKTHUBHOCTD, SIBJISCTCS ISl HIX BTOPUYHBIM
curHajgom. Hapsity ¢ HUM MOTYT CyIIECTBOBATh JIPyrHe CHI-
HaJbHBIE MOJICKYJBI (TIEPBUYHBIC CHUTHAINBI), TAKHE KaK TIIO-
KO3a WM POJICTBEHHbIE €l MOHOCaXapH/bl, KOTOPbIE CTUMY-
JUPYIOT 3T ructuauHkuHA3bl (Yanagisawa et al., 2003).
IIpupona curnanos, AeicTBHE KOTOPBIX peaIn3yeTCsl dyepes
peLenTopHble THCTUANHKUHA3KL Y puca O. sativa, TIoKa He BbI-
ssicneda. OCHOBBIBASICh Ha BBICOKOH T'OMOJIOTHH MEPBUIHBIX
CTPYKTYp PEUENTOPHBIX THCTUANHKAHAS A. thaliana n O. sati-
va, TpennonaraeTcs, 4To aKTHBHOCTh PELENTOPHBIX T'MCTH-
JTUHKHHA3 PHCa Takke MOXET PeryJIMpOBaTHCS IUTOKHMHUHA-
MH, 3THJICHOM, CBETOM M OCMOJIUTAMH, OJTHAKO 3TO €IIe Tpe-
OyeT DSKCICPUMCHTAILHBIX J0Ka3aTelbcTB. Her Hukakon
nH(POPMAIINU O JINTAHIAX, KOTOPHIE CBSI3BIBAIOTCS C APYTUMH
CCHCOPHBIMHU O€JIKaMHU — PELEeNTOPHBIMH CEPUH-TPEOHUHO-
BbIMU TMPOTCUHKHWHA3aMU W MHOTOYHCIICHHBIMU HHTETpPAJIb-
HBIMH OeNKaMH, KOTOPBIE COMepkKaT (PYHKIHOHAIBHBIC JI0-
MEHBI, OTBETCTBEHHBIEC 32 CBSI3bIBAHUE CUTHAIIBHBIX MOJIEKYII
(marmpumep, GAF-nomeH) 1 3a (GepMEHTaTHBHYIO aKTHBHOCTh
peuentopos (manpumep, CHASE-nomen). Hcxiouenue co-
CTaBJISIIOT PELENTOPHBIE CEPUH-TPEOHHHOBBIC NMPOTEHHKHHA-
361 A. thaliana, ¢ KOTOPBIMH CHETU(PHUECKH CBSA3BIBAIOTCS
OpacCcHHOCTEPOUIBI.

Bropas mpoOiema 3akiito4aeTcss B TOM, YTO HE BCerja
SICHBI JIOKAJHM3alHs PEUENTOPHBIX OCNKOB B PACTHTEIBHON
KJIIETKE ¥ TO, KAKUM 00pa3oM CHTHaJ ¢ aKTHBUPOBAHHOTO (u-
TOTOPMOHOM PEIIEeNTOpa TepPeaeTcs K PEerysITopaM TeHHOM
TPAHCKPHITINH, JIOKATU30BAHHBIM B sIIpe KICTKU. Tak, He-
CMOTpSl Ha BBICOKYIO TOMOJIOTHIO Ha YPOBHE IEPBHYHOM
CTPYKTYPBl W CTPYKTYpPHO-(QYHKIMOHATBHOW OpTaHU3aIHH,
OJTHM PELENTOPHbIC TMCTHUIUHKHHA3B!I (PElenTOphl HUTOKH-
HUHOB) JIOKQJIU30BaHBI B [JIa3MaTHYECKO MeMOpaHe, Apyrue
(peneniTopel ATHIICHA) — B PETUKYISIPHON MeMOpaHe, B TO
BpeMsi Kak (PUTOXPOMBI MPEJCTABISIOT COOOM IIMTO30JIbHBIC
6enku. B TO ke BpeMs B OTHOIICHUH PEIETITOPOB ITHIICHA HE
HCKJIIOYEHO, YTO WX CBS3BIBAHUE C JINTAHJIAMH, KOTOPHIE OT-
JIMYAIOTCS OT ATUIICHA, IPOUCXOUT Ha TIOBEPXHOCTH KIIETKH,
a B TaJbHEHIIIEM aKTHBHPOBAHHBIC PEIIEITOPHI TPAHCIOIHPY-
I0TCSI BHYTPb KJICTKH, TJIE M MTOJIBEPraloTCs HHIHOUPYOMeMy
BozaeiicTBuio atuieHa (Gray, 2004). Eme Gosbliie BOIIPOCOB
BO3HUKACT B OTHOIICHUH JIOKAIN3AIUH PEIETITOPHBIX OCIKOB

JUTA ayKCHHA, THOOCPEIIIMHOB U KaCMOHATOB, TEM 00JIee UTo
9TH OCJIKH, BEPOSITHO, HE CO/IEPXKAT TPAHCMEMOPAHHBIX IOMe-
HOB. Perynupyembie stumu puroropmonamu SCF-xommuiek-
CBI, KOTOpPBIE B CIydae ayKCHHA M ’KACMOHATOB BKJIIOYAIOT B
ce0st perenrtopusle 6enku TIR1 u COIl, a B ciryuae rudoe-
peIUIMHOB B3auMojieiicTByIoT ¢ peuentopubiM GID1-6emkom,
JIOKJIN30BAaHBl BHYTPH KJICTKH. IIpH 3TOM HEMOHSATHO, KAaKUM
00pa3oM ayKcHH, THOOEPEUTMHBI M JKaCMOHATHI POHUKAIOT
BHYTpPb KIJIETKH, TeM 0OoJiee YTO MX XMMHUYECKas CTPYKTypa
WCKJIIOYAeT BO3MOKHOCTb CBOOOIHOTO ITPOHNKHOBEHHS Yepe3
I1a3MaTHYECKyI0 MeMOpaHy B OTCYTCTBHE CIIELIHATBHO TIPEa-
Ha3HAYCHHBIX JUIA 3TOW LEJNN PELENTOPHBIX KOMIIIEKCOB.
Bo3MO0XHO, YTO CBSI3BIBAHHE MPOUCXOJNUT B IIA3MATHYECKOM
MeMOpaHe, a B JalibHEHIlIEeM aKTHBHPOBAHHBIN (hUTOrOpMO-
HoM SCF-komIIeke WM (pyHKIMOHAIBHO CBSI3aHHBIC C HUM
OEJIKM TPaHCIOUUPYIOTCSI BHYTPb KIETKH, K sSAEPHOH MeMO-
pane. He BbBIICHEH MeXaHHM3M, 10 KOTOPOMY CHTHal C
SCF-kommekca nepegaercst K peryisiropaM TPaHCKPHITIIUH,
JIOKQJIIN30BaHHBIM BHYTPH KJIETOUHOTO SI/Ipa.

Hemano BOIIPOCOB BO3HUKAET B CBSI3U C OTKPBITHEM Yy
pacTeHuit conpspkeHHBIX ¢ G-OelkaMM CUTHAJIbHBIX CHCTEM.
Bo-nepBrIx, ToapKo 1 2 U3 50 penenTopoB CepnaHTHUHHOTO
THNa, UACHTUGOUIMPOBAHHBIX y A. thaliana, moka3aHo WUX
(yHKIMOHaNBHOE comnpsbkenue ¢ G-Oenkamu. B oTHOmEHUM
OCTalIbHBIX PEIENTOPOB, KOTOPBIC PACIIONIATaOT MOJIEKYJISIp-
HBIMH JE€TePMHHAHTAMH, TOMOJIOTHYHBIMHU TEM, KOTOPbIEC OT-
BETCTBEHHBI 3a B3auMoJieiicTBIE ¢ G-0eKaMu y )KUBOTHBIX
rpuboB, B3aumozelicTBue ¢ G-0enkaMu erne MpeICcTOUT H3y-
4uTh. BO-BTOPBIX, y pacTeHUIl BBISBICHO CPAaBHUTEIHLHO MAJIO
TUNIOB cyOBeanHull, Gopmupyronmx G-Oenku, — OfHa WUIH
nmee Go-, omHa G- u, kak npaBwio, nBe Gy-cyOBeTMHUIIEI,
4To npejnonaraer He 6onee 4 Tunos G-6enkos. st cpaBHe-
HUSI y MIICKOIUTAIOIINX UMEETCs 6osiee 23 TUIIOB U MTOITHUIIOB
Go-cyosennunn, 6 tunoB GB-cyObenunaun w12 THIIOB
GYy-cyObeIUHMII, YTO TPEAINOaraeT OoNbIIoe pa3HooOpasue
G-0enKOB M KOHTPOJHMPYEMbBIX MMH CHTHAIBHBIX KACKaJIOB.
B aToli cBsI3U ciietyeT OTMETUTD, YTO Y TPHOOB YHCIIO THIIOB
Go-cyObeTMHUI, KaK MpaBuiio, He npeBbimaeT 4. Mckimoue-
HHUE COCTaBIsieT aMmeba (cim3eBoit rpud) D. discoideum, y xo-
Toporo BbIsiBIIeHO 12 TunoB Go-cyObeuHuL. Y OOJIBIINHCT-
Ba TpubOOB mMeeTcst Bcero mo oxHoi GB- u omuolt Gy-cyOn-
eannaune. Takum obpasom, o Habopy cyobeannun G-0eaKoB
pacrenust omke K rpudam. [1pu aToM y O0sbIIMHCTBA TPUOOB
YHCIO TEHOB, KOJWPYIOIIMX PEIENTOPhl CEPIaHTHHHOTO
Tuna, cocrausier oT 10 1o 50, 4TO COMOCTaBUMO C YUCIIOM
TaKUX TEHOB Yy pacTeHHid. [IpuYuHBI OTO0OHON «IKOHOMHM)
Ha ypOBHE TeTepOTPUMEpHBIX G-OETIKOB /10 KOHIIa HE BBISICHE-
Hel. C OJHON CTOPOHBI, 3TO MO3BOJSIET CKOHIEHTPHUPOBATH
JEWCTBHE PA3IMYHBIX CUTHAIBHBIX UMITYJIECOB Ha PETYIISLIUH
HEeOOJBIIOro YKcia KU3HEHHO BAXKHBIX 3(PPEKTOPHBIX CHC-
TE€M PaCTUTEIbHOM KJIETKH, C IPYrOd — Pe3KO OrpaHUYMBACT
CHEKTp JACHCTBHS (HUTOTOPMOHOB. BeposiTHO, y pacTeHHI
KJIFOUEBYIO POJIb B Mepeiaue TOPMOHAIIBHBIX CUTHAJIOB MIrpa-
IOT JIBYXKOMIIOHEHTHBIC CHI'HAJIBbHBIE CHUCTEMbI, B TO BpeMs
Kak cornpspkeHHble ¢ G-0elKaMu CHUTHaIbHBIE CHCTEMBI OXBa-
TBHIBAIOT CPABHUTEIBHO y3KHH KPyr TOPMOHOB, UTO JIEJIAET CH-
CTEMBl CUTHAJIBHON TPAHCIYKIWH PACTEHUH OJIKE K Tako-
BBIM I'pHOOB M 3aMETHO OTJIIMYACT MX OT CUTHAJIBHBIX CHCTEM
JKUBOTHBIX.

Pabora BrImonHeHa mpu GUHAHCOBOH mojnepxke PoH-
Jla COJIEMCTBUS OTEUECTBEHHOM Hayke U Poccuiickoro gonma
(dbyamaMeHTaNbHBIX HecnenoBanuil (mpoekt 09-04-00672a).
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During last years the significant progress was achieved in studying of chemosignaling systems of plants.
Using these systems, phytohormones realize regulation of wide spectrum of biochemical and physiological pro-
cesses in plant cells. The review considers some types of plant chemosignaling systems that differ in structu-
ral-functional organization and molecular mechanisms of signal transduction to the effector proteins responsible
for gene expression. Among them there activated by cytokinins, ethylene and brassinosteroids two-component
signaling systems involving receptor protein kinases as a sensor, and activated by auxin, gibberellins and jasmo-
nates multicomponent SCF-complexes possessing ubiquitin ligase activity. Recently, signaling systems invol-
ving receptors of the serpentine type and coupled with them heterotrimeric G-proteins which are widely presen-
ted in the animals and fungi were found in plants. Conclusion were drawn similarity of two-component and
G-protein-coupled signaling systems in plants and fungi, and about unique nature of plant signaling systems in-
volving SCF-complexes.

Key words: abscisic acid, auxin, brassinosteroid, heterotrimeric G-protein, gibberellin, histidine kinase,
plant, receptor, chemosignaling system, cytokinin.



