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% [ereporpumeprble G-0€/IKH KMBOTHBIX W MPUOOB SIBJISIOTCS OJHUMH M3 XOPOLIO M3BECTHBIX PEryJSTOPOB CHIHAJBbHBIX MyTEH.
HcenenoBanust Ha pacTeHUsIX MOKa3a/u, YTO B PETYJIsILIMIO MHOIHX MPOLECCOB y HUX MOTYT ObIThb BoBJeueHbl G-6esku. G-6enku
MPUHUMAIOT Y4aCTHE B TOPMOHAJILHOH PEryJiIsiiiH, KOHTPOJIE TIPoJHdepalnn KJIeToK, 0OTBeTe Ha aGMOTHYECKHE (haKTOPbI, KOHTPOJIE
GUOTHUECKHMX B3auMoeHCTBUE 1 p. OKasasnoch, YTO NPU MeHblIEM pasdHooGpasun cyObepuHull G-6esiku pacTeHui NposiB/soT
GoJibllice pazHooOpasie MEXaHM3MOB aKTHBALMK U Tiepeaadn curianos. OaHako st GOJbLUIMHCTBA TPOLECCOB MEXaHH3MbI paGOThI
retepoTpuMepHbIX G-6eJKOB eliie MajoudyueHbl. HacTosiiimiit 0630p nocsilieH aHa/lu3y COBPEMEHHbIX MPEACTABICHUI O CTPOCHHH
1 (PYHKUHOHUPOBAHUHU TeTepoTpUMEpHbIX G-0e/KOB pacTeHHil.
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% Animal and fungal heterotrimeric G-proteins are among the well-known regulators of signaling pathways. Plant stu-
dies have shown that G-proteins may also be involved in the regulation of many processes. G-proteins are involved in hor-
monal regulation, control of cell proliferation, response to abiotic factors, control of biotic interactions and many others.
[t turned out that with a smaller variety of subunits, G-proteins of plants can have a greater variety of mechanisms for
activating and transmitting signals. However, for most processes in plants the mechanisms of operation of heterotrimeric
G-proteins remain poorly understood. This review is devoted to the analysis of modern ideas about the structure and

functioning of heterotrimeric plant G proteins.
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BBEJIEHWE

3HauNTebHBIH HHTEPEC K M3yUeHHI0 TeTepoTpuMep-
Hbix G-6enkoB (ot aHra. G-protein) obyc/oB/ieH HX
CMOCOOHOCTBIO KOHTPOJIMPOBATbL CaMble Pa3HOOOpa3HbIe
mpolecchl (pocT U pa3BuTHe, MeTab0JMU3M, OTBETHHIE pe-
aKIMU Ha JefcTBHE OMOTHUECKMX M abGHOTHUECKHX (aK-
TOPOB U JIp.), KOTopasi ocyllecTsJsieTcs GJjarofapst B3au-
MOJIEHCTBHIO TeTepOTPUMEpPHBIX (G-0eNKOB ¢ pa3JHuHbIMHU
peuenTtopamu. B cBsizu ¢ 3TuM reteporpuMepubie G-6e-
KM XOPOLLO M3BECTHbl KaK yYaCTHHUKM CHIHAJIbHBIX MyTel
y 9YKapHoT.

CBoe HasBanue G-0eJIKH MOJydU/Iu H3-3a CIOCOOHOCTH
CBsI3bIBaTh r'yaHnHoBble HyKJAeoTH b ([T uan IJ1D), uto
[IPUBOJUT K M3MEHEHMIO MX aKTUBHOCTH. IIpuHATO Bblae-
JSTh reTeporpuMephble (G-6esiKH, KoTopble (DOPMHUPYIOT
KOMIJIEKC, COCTOSIIMHA W3 a-, B- W y-cyObeaunuil. Kpo-
Me TOT0, OT/JeJIbHbII K/1acc NPeJCTaBJIsI0T MOHOMEPHbIE Ma-
Jble G-6eKkn, obs1anaiolye CnocoOHOCTbIO THAPOIH30BATh

[TO (I'Tdasbl). Masnble G-0eNKH UMEIOT MOJIEKYJISIPHYIO
maccy okosio 20—25 k/la, a Ux eIMHCTBEHHAs! TTOJIUIENTHL-
Hasl LeMNb FOMOJIOTHYHA 0-CYyObeAMHULE TeTepPOTPUMEPHBIX
G-6enkoB. O6e rpynmnbl G-6e/KOB y4acTBYIOT BO BHYTpH-
KJIETOYHOW CHTHAJIM3AaLMH, HO JAHHBIH 00630p OyAeT MOoCBs-
I1IeH U3YdeHHI0 TeTepoTpuMepHbIXx (G-6esKoB.

Hecmotpst Ha To uTO reTeporpumephble G-0esKH sIB-
JISIOTCSl,  [0-BHAMMOMY, YHHBEpPCAJbHBLIMM  CHTHAJIbHbI-
MH pEryJ/siTopaMu y BCeX 3yKapHoT, OoJibllasi 4acTb HC-
cneoBauil o G-6esikaM Obljia MOCBSIIIEHA H3YUEHUIO HX
yyacTus B npoleccax, poTeKaloluX Y Yes0BeKa U KHBOT-
HbIX [ 1].

B 90-e rr. ¢ nmomolbio MHIHOUTOPOB U ATOHHCTOB Te-
TepoTpuMepHblX G-GenKoB OblLIO BHEpBble MOKA3aHO MX
MPUCYTCTBHE W (DYHKIHOHHPOBAHWE B pacTeHHsix [2—5].
B stux paboTax ObLIO YCTAHOBJIEHO y4acTHE TeTepOTpH-
MepHbIX G-6€/IKOB B OTBeTe pacTeHHH Ha JefiCTBHE MHOTUX
(bUTOrOPMOHOB, Pa3BUTHH PEAKILMH HA CBET W APYTHX MPO-
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reccax [6—9]. Bbl1o BbISIBJEHO HECKOJBKO MYTaHTOB, Jie-
(heKTHBIX MO OT/ENbHBIM CYyObeIMHUIAM TETEPOTPUMEPHBIX
G-6eJIKOB, UTO MO3BOJIUJIO JIETAJIbHO H3Y4MTh O0COOEHHO-
ctu crpoennst G-6eskoB y pacrennit [10, 11]. Heckonbko
no3xe Obla MokazaHa poib (G-GeNKOB B KOHTpoJie OHO-
THUYECKUX B3aUMOOTHOLIEHHH PACTEHUH M MHKPOOPraHH3-
MOB — 3aluTe OT natoreHoB [12—14] u pa3BuTHH CHM-
OuoTHuecKuX B3auMooTHolneHuil [15—19]. B cBs3u ¢ Tem
YTO JIAHHbIE B3aUMOJCHCTBHS PACTEHHUI MPEJCTABMAIOT 3HA-
UUTEJIbHBIH MPAKTUUeCKHH HHTEpecC, H3yueHHe BO3MOXKHbIX
MeXaHH3MOB PETyJIsIIii YCTOHYHBOCTH HJIH, HATIPOTHB, BOC-
MPUUMUYMBOCTH PACTEHHH K Pas/HuHbIM MMKPOOpPraHU3MaMm
C ydactueMm retepoTpuMepHbiX G-6GesiKOB UMeeT GoJiblIoe
gHadeHne. OpHAKO MeXaHH3Mbl (DYHKIIHOHMPOBAHUSI CHT-
HaJIbHBIX MyTel ¢ ydacTHeM reTepoTpuMepHbIX G-GesKoB
y pacTeHril U3yueHbl HEJIOCTaTOUHO.

CTPYKTYPA U ®YHKLINOHWPOBAHWE
TETEPOTPUMEPHbIX G-BEJIKOB

CrpoeHue u akruBauus rereporpumepHoro G-oesnka

Y xuBOTHBIX G-6€/10K B HEAKTHBHOM COCTOSTHHH (POpMHU -
pyeT reTepoTpUMEpPHbII KOMILIEKC U3 a-, B- 1 Y-CyObeAMHULL,
accolMMPOBaHHbIX ¢ MeMOpaHoil (puc. 1, a) [20]. B He-
AKTHMBHOM ~ COCTOSIHUM  0-CyO'be/IMHHIIA  acCOUMHpPOBaHa
¢ IJ1® (ryanosunaudocdarom) [21]. Bech kommnieke coe-
e ¢ GPCR-peuentopom (ot aurs. G-protein coupled
receptor — petenrop, conpsikentsri ¢ G-6esakom). OTiu-
UUTEJIBHOH CTPYKTYpHOH ocoOeHHocTbio GPCR-petienTopa
SABJISICTCsl MPUCYTCTBHUE CEMHU TpaHCMEMépaHHbIX JOMEHOB
B €ro cocrase.

[Ipu cBsagbiBanuu Juranga aktusupyercst GPCR,
M B 9TOM CJlyuae peLenTop CTHMyJHpyeT o6MeH rya-
HUHOBBIX HYKJEOTHIOB Ha o-CcyObeauHulle (BbICTyMa-
eT B KauecTBe (pakTopa oOMeHA HYKJEOTHJIOB, OT aAHIJI.
Guanine nucleotide exchange factor, GEF), uro BbIpa-
skaercst B orcoemunennu [JI® u mpucoennnennn I'TO.
le/l 9TOM MPOUCXOJUT aKTUBaAlLIUl KOMITOHEHTOB KOMIIJIEK-
ca M3-3a KOH(OPMALMOHHBIX M3MEHEHWH B TMPUCYTCTBHH
HYyKJieoTHa. 10 NPpUBOIUT K JUCCOLMAlLIMU KOMILJIEKCa
Ha O-CyObeIUHUL U B-, Y-CyObeqUHUIIbI, MOCAETHNHE Bb-

CTYMaloT B POJIM MeCCEeHIKePOB, MPOBOJSIINX CUrHAJ Ja-
Jgee (cm. puc. 1, a). locne akTHBaLMK 0O-CyObEIMHHLLA,
6ynyun I'Tdaszoit, karanusupyer rugponns ['TO no I'1D,
UTO MEPEBOJIUT €€ B HEaKTHBHOE COCTOSIHUE, M KOMILIEKC
U3 o-, - n y-cyObeaunul BHOBb cobupaetcs [22]. Ocoboe
3HaueHHe UMeeT pacTBOpuUMbIi Gesok RGS — peryasrtop
CUTHAJILHOTO TyTH, akTuBHpyemoro G-6GeskoMm (OT aHrJI.
regulator of G-protein signaling, RGS) (cm. puc. 1, a).
JlaHHble O€JIKH Yy JKHBOTHBIX JIOKAJM30BAHbl B IIUTO-
nJiasaMe M XapakTepuaylTcsl HajJMuHeM TakK Ha3blBaeMo-
ro RGS-MoTtHBa, KOTOpPBI HEOGXOMMM JIJI Y3HABaHUS
a-cybbeauuuipbl. benkn RGS yeunusaior rupponus ['TO
no IJI® y a-cyGbenunull, peryanpysi TeM CaMbIM HHTEH-
CHBHOCTb M MPOJOJIKUTENBLHOCTL JIEHCTBUS TeTEPOTPH-
MepHoro G-6ejika (CTUMYJIHpYsi cOOpKY KoMMjiekca a-, B-
v y-cyObeaunuil) [23].

[ereporpumephble G-Gesku 0OHAPY:KEHBI My TpH-
6oB [25—29]. HauGosee moapo6GHO u3ydeHbl OHH
y npenacrapuresiel rpynn Ascomycota, Basidiomycota
u Zygomycota. Y rpu6os BbisiBjeHbl GPCR-penenTopsl
C CeMbl0 TpaHcMeMOpPaHHBIMH JOMeHaMu [25], KoTopble
Ha OCHOBAHUM CTPYKTYPHO-(PYHKIIHOHAJIBHOH FOMOJIOTHH
63k GPCR xuBotnbix [29]. Onnako s retepoTpu-
MepHbIX G-6esKOB TpuGOB XapakKTepHO MeHblliee Pa3Ho-
obpasue a-, B- U y-cyObeqUHHI] IO CPABHEHHIO C XKH-
BOTHDBIMH.

Cxonnoe Bamsinne GPCR-perenTopoB Ha reTepoTpH-
MepHble (G-6e/KH M03BOJISIET CYANTh 00 3IBOJIOLMOHHOM
POJICTBE CHIHAJIBHBIX TYTEH C yJacTHEM 3THX PEryJsTOPOB
y 2KHBOTHBIX W rpu6oB [30]. ¥ rpuboB TakxkKe BbISBJIECH
urorasmMatndeckuii RGS-6e/10K, BAUSIONINN Ha HHAKTH-
BalLMIO o-CyOBeUHHIBI. BMecte ¢ TeM y HUX oOHapyke-
Hbl ¥ yHHKa/ibHble RGS-Gesikn [31] ¢ cemblo TpaHcMeM-
OpaHHbIMK JoMeHaMu. CxoptHble 1o cTpyKType RGS-6enku
OblJIM BBISIBJIEHBI TaKXKe y pacTeHuil [32] u GymyT paccmo-
TPEHbI HIXKe. DTO YKa3blBaeT Ha HaJMule pa3HOOOPa3HbIX
MyTell Tepelaud CHrHaja ¢ ydacTHeM TeTepOTPUMEPHbIX
G-6esikoB y rprGOB.

3a npoueanide aBa JeCATHAETHS ObIM MPOBEJIEHDI
MCCJIeN0BAHUS, KOTOPbIe MO3BOJUIM HM3YUUThb OCOOEH-
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Puc. 1. CpaBuenue nyteit akTHBalilu retepoTpuMepHbIX G-6esKOB y XKUBOTHBIX (@) U pacTenut# (6, 8); 6 — RGS-3aBUCHMBbII MyTh aKTH-
Baunu, 8 — RGS-HesaBucuMblil MyTh akTHBaLWK (110 [24 ], ¢ H3MeHeHUsIMH )
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HOCTH CTPYKTYpHOH OpraHu3aliu TeTepOTPUMEPHbBIX
G-6enxoB M uX (QyHKUHOHHpPOBaHHUsS y pacTenun. Cie-
JIyeT OTMeTUTb, uTo eauHuuHbie GPCR-nojo6Hbie GeJiku
ObIIH BBISBJIEHbl Y OTJE/NbHBIX pacTeHuil. B uacTHoCTH,
y apabunoncuca obHapy:xkeH Gesok GCRI, umerouin#
ceMb TpaHCMeMOpaHHbBIX JIOMEHOB, UTO TOKa3blBAET €ro
cxonetBo ¢ GPCR xuBotHbix [1]. Onnako y GCR1-pe-
LenTopa CrnocoOHOCTh CTUMYJIUPOBATbL OOMEH HYKJICO-
THIO0B y cyObeannul, G-0esika He oOGHapy:KeHa, UTO
CTaBUT TMOJ COMHEHHEe ero (YHKIHOHAJbHYIO aKTHB-
Hocthb [ 1, 24, 33].

Bmecre ¢ Tem y pacTeHn# BbIsIBJI€H YHUKAJNbHbBIH pery-
astop — 6Genok RGS, kortopwiit B otsimune ot RGS xu-
BOTHBIX oMuM0O RGS-MoTHBA UMeeT ceMb TpaHCcMeMOpaH-
HbIX JIOMEHOB, Tak e Kak U GPCR-pelentop »KHBOTHBIX
v rpuboB [32]. M3-3a cxoacTBa CTpoeHust TpaHCMeMOpaH-
HbIX JIOMEHOB T€pBOHAuaJbHO Mpeanosarand, uto RGS
pacteHuit Moxet urpatb poib GPCR-peuentopa, onHako
B JlaJibHEMIIeM 9TO He MOATBepAMoCh |1, 24].

B HeakTHBHOM cOCTOSIHMH B Komriekce ¢ RGS Haxo-
JATest o-, B- U y-cyObelHUIIbl TeTepoTpuMepHoro G-6eJi-
Ka (puc. 1, 6). B oTnmune OT »KUBOTHBIX, 0-CyObeIMHUIIA
pacteHuit, nomumo npucyilei eil ['Tda3Holl aKTUMBHOCTH,
crnocoGHa camonpou3BoibHO oOMeHuBaTh [JID na I'TO
(cnonrannasi aktuBauus 6e3 yuactuss GEF) [34]. Onnako
noa BausHueM RGS a-cyObeanHulia JEHCTBYET Npeumy-
uectBeHHo Kak ['Tdaza, kotopas ocyllecTBASET THAPOJIH3
[TO no AP, noaiepKuBas HEAKTUBHOE COCTOSIHUE TeTe-
porpumepHoro G-6eska (cm. puc. 1, 6)[35]. [1pu akrua-
unu RGS runposus I'TO B a-cyobeanHulle npekpamiaeTcs,
UTO MPUBOJIUT K €€ aKTHBALIUH, pacnajy reTepoTpUMepHOro
KOMIJIeKCa Ha o-, B- W y-cyObelMHHIbl W JlanbHeleMy
MPOBEJIEHUI0 CUTHaa, a caMm RGS npereprieBaeT sHI0IM-
T03 (cM. puc. 1, 0) [36].

Takum o6pa3om, HecMOTpPsi Ha CTPYKTypHble pas-
Judus, Ouoxumuueckas akTuBHOCTb RGS 'y xKuBOT-
HBIX M pacTeHn#l cxoaHa. B cocraBe kommiekca RGS
BBIMOJIHSIET (PYHKIHIO CTHMyJsTopa ruapoauza [T
a-cyOobenunullei, B To Bpems kak GPCR y »KHBOTHBIX
crumyaupyet obmeH [J1P na I'TO (BbimosHseT pyHKIMIO
GEF), aktuBupys a-cyobenunuily. HecMoTpsi Ha cTpyK-
TypHoe cxoictBo Mexay RGS u GPCR, ¢yHkunoHAb-
HOW aHaAJIOTHU MEXKJy 3THMH KJaccamM OeJIKOB oOHapy-
KeHo He Oblio. B cBsA3n ¢ 31uMm RGS He urpaer poJu
GPCR B pacrenusix [1, 24].

CJiellyeT OTMETHTb, UTO KOOPAMHALMS aKTHBHOCTH G-06eJ1-
KOB paCTeHHH MOXKET OCylIeCTBJIAThCS Kak yepe3 RGS, Tak
¥ HEMOCPEICTBEHHO CAMUMU PELIENTOPAMH K PA3HBIM JIMTaH-
JIaM W CBS3aHHBIMH C HUMH BHYTPHKJIETOUHBIMH PETYJISATOPA-
Mu (puc. 1, 8). B stux cayuasix He tpebytoresi 6enkn RGS
¥ CHTHAJ TOCTyNaeT HENOCPEICTBEHHO OT MeMOPAHHOTO
petientopa. DTo ObLIO NMoka3aHo Ha npumepe Arabidopsis
thaliana nnst aTUMMUHON — GOJIBIION  0L-CyOBEMHUIBI
AfXLG2, ¢ KoTopoil B3anMOJIEHCTBYeT KOMIJIEKC peLenTo-
poB AtFLS2 n AtBAKI k Gesiky »Krytuka 6akrepuii diares-

many. Tlpu B3ammoseiictsun kommiaekca AfFLS2/ABAKI
C aKTHBHBIM 3MUTONOM (hiarennnna (mentuaom flg22) ak-
THBHpYyeTCSl BHyTpHKJeTouHast nmpoTenHknHasa AfBIKI, ko-
Topasi pocopunpyet Gosbliyto o-cyobenuuuiy ArXLG2
reteporpumepHoro G-6e/ika u cBazanuyio ¢ Hum HAJIPH-
okcunady AfRBOH (cm. puc. 1, 8). dTo cnocoOGCTBYeT auc-
colLMalfi retepoTpuMepHoro G-6eska ¥ MPOBEJEHHIO CHT-
HaJla, PETyJUPYIOLIEro HecrelU(UIECKHil UMMYHHbIH OTBET
y apaGuioricuca (cm. puc. 1, 8) [12].

AHasIorHUHBIA MexaHH3M OOHapyXKeH W MPH pelieniyH
XUTOOJIMTOCAXaPHIOB, KOTOpble SBJSIOTCH  CHTHAJIbHbI-
MU MoJsieKyaaMu aist LysM-petientop-nogo6Hol  KrHa-
3bl (LysM-PIIK) AfCERKI. C nomoliblo pasaeneHHoro
Ha N- u C-KoHlleBble yacTH yOMKBHTHHA (OT aHn. split-
ubiquitin assay) u OGumoJeKynsipHOH  (DIyOpecleHTHOH
KommjeMentauuu (ot anri.  bimolecular fluorescence
complementation, BiFC) 6b10 nokazaHo, 4to akTHBHPO-
BaHHas LysM-PIIK A/CERKI crocoGHa B3aumoneicTBo-
BaTh ¢ o-cyObenunuieil G-6enka (A/GPAl), uto, Bepo-
STHO, MPUBOAUT K ee (hocOpUINPOBAHHIO, THCCOLIMALIMH
Kommiekca cyObenunul, G-Oesika W repejaue CHrHasa
B KJeTky [19].

Ocobyto posb RGS-HesaBucuMbI MyTh Tepejiauu
CHUTHaJIa ¢ ydacTHeM reteporpumepHblx G-6esKoB urpa-
eT, MOo-BHIUMOMY, y OJHOJOJIbHBIX pacTeHui. Hecmorps
Ha To uTo Gesnkdn RGS oGHapy:KeHbl y BCEX H3yUeHHBIX
JIBYJIOJIbHBIX PACTE€HUH, OHH YTePsHbl Yy OOJbIIHHCT-
Ba OJIHOJIOJILHBIX, 3@ MCKJIOUEHHEM €IHHUYHBIX BHJIOB
(cpenu nux npoco Sefaria italica w nanbma Phoenix
dactylifera) [34, 37].

Ha ocHoBaHMH aHa/M3a JIMTEPATYPHBIX JTAHHBIX MOXKHO
C/leNaTh BBIBOJ, UTO KJacCHUECKHe MPeCTaB/IEHUs O TIPHH-
1une padoTbl retTepoTprMepHbIX G-6e/IKOB B KJIETKaX »KH-
BOTHBIX M I'PUOOB CYLIECTBEHHO OTJIHYAIOTCS OT TOTO, Kak
OpraHu30BaHbl U (PYHKIHMOHUPYIOT 3TH GEJKH Y pacTeHHi.
CpaBHUTE/IbHAS CXeMa TMyTel aKTHBALMK TeTePOTPUMEPHBIX
G-06esKOB mpeJicTaBjeHa Ha puc. 1.

Pa3Hoo6pa3ue cyobenuHuuHoro cocraBa G-6ejkoB

B 2001 r. Obl1a mpoBeneHa paGoTa MO CO3MAHMIO
3D-moneneit a-, B- u y-cyobenuuuil G-6esKka y pacTeHuil.
ABTOpBI CPABHWJIM MOJYYEHHBIE MOJEIH C aHAJOTHYHLIMH
CTPYKTYpaMH YK€ XOPOLIO H3Yy4eHHDLIX CYyObEIUHHIL reTe-
porpuMepHbix G-0€JIKOB y JKHBOTHBIX M CHEJAJH BBIBOI
0 CXOJICTBE MX CTPYKTYPHOH opraHusauuu [38].

G-6e/Kkn y pacTeHHH OTJIMYAIOTCS MaJjod BapHa-
OE/NbHOCTBIO CyOBEIMHHLL M0 CPABHEHHIO C KMBOTHBIMH.
B TO Bpems kak y uesoBeka oGHapyxKeHbl 23 BapuaH-
Ta o-CyObEUHULL, D BapUaHTOB B-cyObenrHull U 12 Bapu-
aHToB y-cyObenuuull, y A. thaliana npucyTcTByeT BCero
o/lHa KaHoHWuHas o-cyObenuuuia (A/GPAL), Tpu Bapuan-
Ta HeKaHOHWUHbIX (0T aHrj. extra-large G-protein alpha,
XLG) a-cyobemnnun,  (AXLGL, AXLG2, AXLG3),
omHa P-cyowemnnuua  (AfAGB1) w  tpm  Bapuan-
ta y-cyobenuuuil (AIAGGI, AtAGG2, AtAGG3) G-6en-
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CTPYKTypHas cxema eHol .
PYKTYP A. thaliana Z._mays 0. sativa
COMPACT RGA1
GO( 2 . GPAT PLANT2 +daikoku dwarf1*
Ras-like Q-CnupanbHbli nanbMuTounu- MUpUCTONNN- At2g26300 GRMZM2g064732 0s05g0333200
nomeH [OMeH poBaHue s posate
XLGA ZmXLGA1 OsXLG1
Al2g23460 GRMZM2g016858 051290593000
XLGs —_— — XLG2 ZmXLG2 OsXLG2
At4g34390 GRMZM29429113 051190206700
. ) . XLG3 ZmXLG3 OsXLG3
umcrenHboratoiii _ Ras-like @ CLCTMPanbHLIT | CATHAN ALEPHOM At1g31930 GRM2ZM2g 127739 05069111400
AoMeH [OMeH AOMeH Jiokanusauumn
G AGB1 ZmRGB1 RGB1
B L 4 . At4g34460 GRMZM2g045314 050390669200
Ras-like NoBTOPbI
LOMEH WD40
Gy AGG1
3 s ZmRGGT RGG1
Type A+ GRMZM2g015578 050390635100
AGG2 9 e
At3g22942
ZmRGG2 RGG2
TypeB « GRMZM6g935329 0502G0137800
AGG3 ZmGS3 GS3
P d At3g63420 GRMZM2g139878 0503G0407400
ZmDEP1-1 DEP1
b _ GRMZM2g001660 0s09G0441900
Type C
yp ZmDEP1-2
D GRMZM2g172320
ZmDEP1-3
L _ GRMZM2g028726
ramma- LMCTeMHBOraTbIN g CUTHAN AEPHOIA CaaX- . TM-
AomeH . AOMeH NoKanusauum s MOTUB AOMeH
AtRGS1
RGS L iaa2224 _-_ At3g26090
T™- RGS-
AOMEH AOMEH
100 ak

Puc. 2. Cxema oprauuzauuu cyGbeauHull rereporpumeptbix G-6enkoB 1 RGS pacrenuii. Jlanbl 0603HaueHHst COOTBETCTBYIOLIMX IMEHOB

1 HOMepa 1ocJieIoBaTe/IbHOCTeN B 6a3ax JaHHbIX /IS HEKOTOPbIX MOJIe/IbHbIX pacTenuil. [IpuBeneHa macuirabHas JuHeka, cooT-

BetctBytoniast 100 amuHokuc/0THBIM octatKam. TM — TpancMmem6Gpannblit jomen; CaaX — JoMeH npeHunpoBanus (1o [24],

C U3MEHEHHUSIMH )

ka (cMm. puc. 2) [24]. CxeMbl opraHuzauln CyObeIHMHUIL
reteporpuMepHbix (G-6e/KOB MPHUBEEHBI HA pHC. 2.

Ormetum, uto B coctaBe XLG W HeKOTOpBIX
y-cyObeIMHULL OOHAPYXKEeHbI CHTHAJIbl SIEPHOH JIoKaIM3a-
K. MoXKHO NMPEANONOKUTh, YTO AaHHbIE YIACTHUKH MOTYT
SIBJIATHCS  HEMOCPEACTBEHHBIMM TepeaTIHKaMH  CUTrHaJa
OT MeMOpPAHHBIX PELENTOPOB B SIPO.

NEPEQAYA CUTHANA OT TETEPOTPUMEPHOIO G-BEJIKA
Y XVBOTHbIX N TPUBOB

[ereporpumephble G-0eKH KakK YYaCTHHKH BHYTpPH-
KJETOUHBbIX MyTel Mnepeaud CHTHaja JOJLKHbI He TOJBKO
BOCMPUHUMATL CHIHAJl OT aKTHBHPOBAHHOTO pellenTopa,
HO ¥ MepeiaBaTh e€ro JPyruM KOMMoHeHTaM myTH. JIis »Ku-
BOTHbIX (G-G€JIKOB B JIOCTATOUHOH Mepe OnpeesieH Kpyr
BO3MOKHBIX «MHILEHEH», KOTOPble AKTHBUPYIOT CyOb-
e/IMHUIIbI TeTepoTpUMepHbIX G-6esikoB. OJHOH U3 MepBbIX
OTKPBITBIX BHYTPHUKJIETOUHbIX «MHIIEHEH» cTaj (hepMeHT
aJleHWIaTIMKIa3a, KOTOPbIH HeOOXOIUM JIJIsi CHHTEe3a BTO-
PHUUYHOTO TOCPEHUKA LMKJIMUECKOTO  aJIeHO3MHMOHO-

tdoctara (LAM®D) [39]. C aneHuIaTIMKIA30H B3aUMOJIEH -
CTBYIOT Pa3JIMUHBIE O-CYObEUHHIBI, a TAKXKe HEKOTOpble
KOMIUIEKCHl B- M y-CyObeIMHHUL, MPH 3TOM OIHH H3 HHX
akTuBUpyloT cuHTe3 UAM®D, a mapyrue nopasasior [40].
Kpome Ttoro, G-6e/KH MOTYT peryanpoBaTb (pepMeHTHI
¢ mpotuBonosnoxHo Qyukuuern — ' MP-docoansc-
Tepasel, KOTOpble pa3pywaioT ¢hocoansupHbe CBS3HU
B Ul M® [41].

@ocomunaszel C u D, yuacTBytoliye B THAPOJIU3E MEM-
OpaHHbIX POCPONHUITIIOB U OMPEIENAIOLUIME CHHTE3 BTOPHY-
HBIX MECCEH/PKEPOB HHO3UTOJ-3-hoctaTa (MD3), nuaum-
ranueposa (JAN) u docdarumnoit kuenoter (PK), takke
CJIy’KaT MHULLIEHbIO AEHCTBHUS O-, - U y-CyOBEAMHHIL reTe-
potpuMepHbIX G-6e/KOB. ¥ »KUBOTHBIX 06pa30BaHHE KOM-
nJjieKca ¢ o-cyObeIMHHUIIEH MOBbIIAET aKTHBHOCTL (hoco-
JITIa3 B COTHU pa3, MPH 3TOM KOHTAKT MPOHMCXOAHUT vepes
HeCKOJIbKO caliToB poconnnasel C (B CBA3BIBAHMH yua-
CTBYIOT /IBa KaJbLHH-CBs3bIBalOINX EF-1oMena n yuacTok
mexay C2- u TIM-nomenamu ). Haubosiee BaxHbIM caiiTom
B3auMoyieicTBUs pocdosunazel C ¢ B- 1 y-cyObeAMHUIAME
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—— PELLENTOPHbI

—OMMEKC

Racl

RACK1

Puc. 3. Wurerpauus rereporpumephbix G-6esikos, MAP-kunHas co scafiold-6esaxkom RACKI u masoit ['Tdazoii Racl B curHasibHbIX MyTsX

spasiercss PH-nomen. 3auactyio peryssiiusi akTHBHOCTH
thocomnaz C ¢ MoMolbIo CyGbEAUHNLL TeTePOTPUMEPHBIX
(G-6e/IKOB OCYIIECTBJISIETCS] OMOCPEIOBAHHO Yepe3 Majible
[Tdasn 41, 42].

N3 Baxken st perynsiiny KajbLHeBOro 0OMeHa B 2KH-
BOTHBIX KseTKaX. Perentopom Kk D3 c1y>KUT KasbleBbIH
KaHaJl, HaxoAsdlluiica B MeMOpaHe 3HA0MJIAa3MaTHUECKOro
peTHKy/IymMa. DTH KaHaJbl MOTYT COJAEpKaThb U CaThl CBS-
3bIBAHHSI JIPYTUX BTOPHUUHBIX MECCEHPKEPOB, HAMPUMep, JJIs
LMKJIMUECKUX HYKJE€OTH0B, KOTOPbIE TAKXKe MOTYT PeryJiu-
poBaTbest retepoTpuMepHbiMu G-Genkamu [43].

JlpyrumMn  MMIIeHSIMM  A€HCTBHSI  TeTepoTpUMep-
HbIX (G-0eJKOB  SIBJSIIOTCS  BHYTPUKJETOUHBIE KHHA-
3bl.  OcoOwll  uHTepec mnpenacrasasior MAP-kuna-
3bl  (oT aura. mitogen-activated protein kinase).
Muorne MAP-xkunagsl cobpansl Ha scaffold-Genxkax,
1 peryaupytorest kKak camu MAP-knnasel, tak u scaffold-
Genku (cM. puc. 3) [44].

Y rpu6oB rereporpumepble G-6eJKH aKTHBUPYIOT Tpe-
VMYILIECTBEHHO /IBA THIMA CHTHAIBHBIX PETYJSITOPOB — aje-
HunaTurkiaasel 1 MAP-kuHasbl. [Tpu 5TOM 0-cyObeiMHUIIbI
AKTHUBUPYIOT 06a MyTH, a AJ1s1 KOMIIeKea B- U y-CyGbeIMHULL
nokasaHa poJsib B aktuBauun MAP-kuHagHoro nytu [26].
B 1enoM MoXHO CKasaTh, 4TO CHTHAJBHBIE MYTH C y4a-
CTHEM reTepoTpuMepHbIXx G-0esqKOB y TPHOOB CTPYKTYPHO
1 (DyHKLHOHAJIBbHO OJIHKE K TAKOBBIM Y >KHBOTHBIX. He ciy-
4aiHO B APOKrKAX XOPOLIO pa3dpaboTaHa CHCTEMa H3YUeHHs
GPCR u coorBetrctByioiiux G-0e/KOB ueJ0BeKa ¢ LEJblo
M3yUeHHs JIEKAPCTBEHHbIX BelllecTB [45].

MEXAHW3MbI NEPEAYU CUTHATIA

OT TETEPOTPUMEPHOI 0 G-BEJIKA

K BHYTPUKNETOYHbIM PETYISAITOPAM Y PACTEHUI
PacturesibHble U XKHBOTHBIE TeTepoTpuMepHble G-6eJ-

KM UMEIOT B 11€JIOM CXOJHBIF KPYT PeryJHpyeMbIX MHIIEHEH.

Onnako MHOTHE M3 HMX MOYTH He H3ydeHbl. Hampumep,

AJICHWIATUMKIA3bl HM3y4eHbl Yy PACTeHUH KpaiHe c/1abo.

[Ipn stom B opmupoBanun TAM® moryT ydacTBOBaTh

MeMOpaHHble W LHUTOMJIa3MaTHIeCKHe aleHHNATIHKIA3bl

pacrenuit [46]. buonndopmanoHHbIil aHAMN3 TOKA3bIBAET,

UTO y pPacTeHHil crielu(UIHbIe IS aleHUIaTIHKIa3 MOTH-
Bbl MOTYT MPHUCYTCTBOBATb B COCTaBe JIPYTHX OeJsikoB [47].
Hanpumep, nsatb pactutesbHblx OesikoB y apabuiorncuca
00J1aJIal0T TAKHMH MOTHBAMH, CPeAM HUX MeMOpPaHHbLIH Oe-
qox AfKUP7, oTBeTCTBEHHBIH 32 TPAHCMOPT KaJsHsl B KJeT-
Ky. Y KyKypy3bl BbisiBiieH Geniok ZmPSiP, perymupyotiuit
npopacranue MblIbLEBOH TpyOku [47], a Takke HeKOTO-
pele japyrue 6eaKd. AHAJOTMUHYIO CHTyaluio HaGJIofalun
1 ¢ (hepmenTamu, cunresupylommmu ul MO — ryanunar-
uuka3amu [48]. Xapakrep B3aUMOJICHCTBHS TaKUX OEJKOB
¢ reteporpuMepHbiMi G-GesKaMH y pacTeHHH elle Mpe-
CTOHT BBISICHUTb.

®ochoaunassi

CasA3b Mexy aktuBauuein G-6eqkoB U paGoToi goc-
toaunaz C u D, KOHTPOJHPYIOUINX TIOSIBJEHHE BTOPUUHBIX
mumiiHbix MecceHmkepos D3, AT u @K, Gbina ycra-
HOBJIEHA TIPH M3YyUeHHH CHUTHAJBHOH PEryJsiiud CHMOMO-
3a MexXIy pAaCTeHHsIMM M PH300HAJbHBIMH OaKTEPHUAMH.
Hartog et al. [49] oGHapyxusu, uto npu o6paboTKe aro-
nucrom G-6esKOB MacTornapaHoMm B KopHsix Vicia sativa
noBbiasncs ypoeHb JIAl u @K, uto crano ogHum U3 nep-
BBIX JI0Ka3aTeJNbCTB YUacTHs reTepoTpuMepHbix (G-6e/KoB
1 ochoannaz C u D B 1aHHOM CHIHAJILHOM TYTH.

Briin nosydensl 1okazaTesibeTBa NMpsiMoro B3auMojiel -
ctBust G-6esika u ocomunasel Cy Lillium davidii [50],
corJiacHo KoTopbiM  JBe  ocdomunaszsl C  (LdPLCI
1 LdPLC2) moryT 06pa3oBbiBaTh KOMIJIEKCHI C aKTHBHPO-
BAHHOH 0-CYyOBEMHULIECH, UTO COOTBETCTBYET MOJEQJHU pe-
rysasiyd oconnnas Cy )KUBOTHBIX. OJIHAKO MeXaHH3MBbI
aktuBaiyu Qocponunaz C G-6enkamu 0 HACTOSIIIETO
BpPEeMEHH He BbISICHEHbI.

Ecan y oxkuBoTHBIX (¢pocposunassl D me wrpa-
IOT CYIIEeCTBEHHOH pOJM BO B3aUMOAEHCTBHH C re-
TepoTpumMepHbiMU  G-6GellKamMM, TO y pacTeHHH 3TH
(hepMeHTBI y4yacTBYIOT B TMepejaue CHUrHajga. bBblio
nokasano, uto y A. thaliana a-cybbweaununa retepoTpu-
mepHoro G-6eska (AfGPAl) B3aumoneiicteyer ¢ ocdo-
munasoil D, cBasbiBasich ¢ DRY-mortuBom [51]. BeposiTHo,
AfGPAL moxkeT CBA3BIBATLCS C HECKOJBLKUMU (pocdosiumna-
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3damu D, nmockosibky DRY-motuBamu o6/anaiy HeCKOJIbKO
cemerictB ocdosunas D (a, B, v (kpome y2) u €). B He-
aktuBHOM cocTostnuu AfGPA1 cBsizana ¢ hocpomunazoit D,
TOT/Ia KaK aKTHBALHUS 9TOH o-CyObeIMHHIBI MOXKET MPHBO-
JUTh K AUccounayu ¢ gocdonnnazoit D, uto ctumynupyer
o6pasoBanue JIAI' u OK.

B 2016 r. aBropsl Choudhury u Pandey [17], usyuas
nepejiavdy CHrHaja C MOMOIBbIO reTepoTpuMepHbx G-6er-
KOB MpH cUMOMO3€e pacTeHHH ¢ a30TPUKCHPYIOUMMH GaK-
TepUsIMH, C TIOMOIBIO METOfla KOMMMYHOIPELUMHUTAlHH
npojieMOHCTpUpoBau, uto docdoaunaza D al Bxomut
B COCTaB CJIO?KHOTO CHIHAJILHOTO KOMIIEKCa, B KOTOPHIH
BXOJIMJIM TaKxKe a-, B- 1 y-cyObenunuiibl G-6eka u RGS.
[Ipu akTHBaUMK 3TOTO KOMILIEKCa o.-CyObeIMHULA CBSI3bI-
Baetcst ¢ ['T®, uro mpuBoanT K auccormanuu ¢ hocdosu-
nagoil D, kotopast Katanusupyet o6pasosanue Al u OK.

WurtepecHo, uto hocdonmnasel D cemedicTs a, B, y 1 €
umetor C2-MOTHB, M3MEHSIIOUIMHA aKTHBHOCTbL (hepMeHTa
B OTBET HA M3MeHEHHe KOHIIEHTpalMH Kajblius [52], uTo,
BEpPOSITHO, MO3BOJISIET (hepMEHTY BOCHPHHHMATH CHTHAJIbI
OT reTepoTpuMepHbIX G-GeNKOB H Kasbliisl KaK BTOPHUHO-
ro MecCceHKepa U HHTerPUPOBATh HX.

Liyronnasmaruueckue npoTeMHKUHa3bl U Majble [Tda3bl

Kak 6blJ10 0TMeUeHO BbIllie, Y XKHBOTHBIX U IPHOOB XO-
pOLIO M3ydeHa CBSI3b MEXKJy aKTHBAlMEH reTepoTpUMep-
ueix G-GeskoB M Tepenaveil curnana kK MAP-kunazam.
DKCMepUMEHTbl Ha PACTEHHSAX MO3BOJIMJIM TOKA3aTh, UTO
koMmroHeHTbl MAP-kuHasHoro nytu (MAP-knHaza kuHa-
3bl KuHasbl (MAPKKK), MAP-kunaza kunasbl (MAPKK)
u MAP-xunasza (MAPK)) moryr ObiTh aKTHBHPOBaHbI
G-6eskamu. Hanpumep, y apabujorncuca B npoliecce re-
penauu curHasia ot petentopa A(FLS2 mpu ummyHHOM
oTBeTe ydactByeT B-cyObenuuuiia G-0esika, KoTopast ak-
TUBHPYET LMTOMJIa3MaTHUecKylo mporerHkuHady RACKI.
RACKI HenocpeICcTBEHHO B3aUMOJEHCTBYET C KOMIIOHEH-
tamu MAP-kunagnoro nytu — MAPKKK (MEKK]),
MAPKK (MKK4/5) u MAPK (MPK3/6) [53], sBas-
sch scaffold-6enkom (cm. puc. 3). BeposdTHo, akTHBalus
RACKI o6ycnoBauBaeT JajbHeHllylo Tepeaauy CHrHaja
¢ nomoupio MAP-knnas. CxoanbsiM 06pa3oM Ha paHHHX
cramusx smopuorenesa y A. thaliana G-6enku MOTyT ak-
TUBHpOBaTh MAP-KHHA3bl, B YaCTHOCTH, MOKA3aHO B3au-
MojelictBre B-cyObenunuiibl G-6esnka ¢ MAP-kuHaszoit
kuHasel 4/5 (MPKK4/5) [54].

YuacTue rereporpumepHoro G-6eska B mepejave CHr-
Hasa ¢ yuactieM RACKI u manoit ['Tdasel Racl ycra-
HOBJIEHO My pHca MPH Pa3BUTHM HMMYHHBIX peakiui [55].
Manast ['Tdaza Racl moxkeT Takyke aKTHBHPOBATHCS
a-CyObeMHuLeH retepoTpuMepHoro G-6esika Mmpu UMMYyH-
HOM OTBETE y pHca MPH 3aparKeHUH PUTOTIATOTEHHBIM I'PH-
6oM Magnaporthe grisea [56]. OnHako KCrnepuMeHTab-
HbIX JIAHHBIX O HENOCPEJICTBEHHOM B3aumonedcTBun Racl
¢ o-cyObenuuuliel rereporpuMepHoro G-6esika TmoJyde-
HO He Obl10. OcraeTcsi HesICHBIM, MPOUCXOAUT JIH MPSMOE

B3aUMOJIEICTBHE reTepoTpuMepHoro G-6enKa ¢ MasbIMH
['Tdazamu, WK 3TO OCYLIECTBSETCS OTNOCPELOBAHHO.

PErynauna obPA30BAHNA AKTUBHbIX
®0PM KUCJIOPO A

Y pactenuil reteporpumepHble G-GeJIKH MPUHUMAIOT
yuyacTHe B KOHTpoJie 00pa30BaHUsl aKTHBHBIX (DOPM KHCJIO-
pona (ADK) ¢ nomoursio HAIIOH-okennas. O6pasoBanue
ADK depmentamn HAJIOH-okenpasamn urpaet BaxkHyio
POJib B PA3BUTHH HMMYHHbBIX peaklii NPy B3aUMOJEHCTBHH
pacteHuil ¢ UTONATOreHaMH. DTH TIPOLECChl Y pacTeHHH
M 2KHBOTHBIX CXOJHBI [57, 58]. CriieyeT OTMETHTD, UTO aK-
tuBaiysd HAJIOH-okennas noa BAUsSHUEM TeTepOTPUMEP-
HbIX G-0eJIKOB MOXKET MPOUCXOUThL KaK B pe3yJibraTe He-
MOCPEJICTBEHHOTO B3aUMOJEHCTBHUS cyObenunnll G-6eska
¢ HAII®H-okcunazamu, Tak 1 B pesyJbTaTe B3aUMOJIEHCT-
BUS STHX CyObEIUHHIL C IPYTUMH PETYNATOPAMH — MaJioi
[Tdazoit Racl [59], nporennkunazamu [60], Kajblyem
¥ KaJsiblMii-3aBUCHMbIMU KiHazaMu [61]. Kak Gbl1o oTme-
UEHO BBIIIE, 3TH PETYJATOPbI TECHO CBfA3aHbI C FeTePOTPH-
MepHbIMH G-6enKaMH.

HauGosiee nmoJsiHo nepesiaua BHYTPUKJIETOUHBIX CHIHA-
J0B ¢ cuatesoM ADK nsydena nHa npumepe oTBerta pacre-
Huit Ha a6cuusoryto Kucsoty (ABK). ABK 3aneiictBoBa-
Ha B pas/MUHbIX Mpolleccax, MPOTEeKAUINX Y PacTeHHH,
TAKUX KaK PEryJsiius MOKOos CeMsH W [oYek, Mpolec-
COB TpaHCMHPALMHU, TpH (DOPMUPOBAHUU TeTepOHIUH
v T. 1. [62]. Bblo nokazaHo, 4To MyTaHTbI MO reHaM, KO-
JIUPYIOIIUM CyObeHHHUIIbI reTepoTpUMepHbIX G-6e/KoB,
MMEIOT HapylleHus, cBsidaHHble ¢ Bocnpusituem ABK.
ITH JlaHHbIE MO3BOJIAIOT MPENONOKUTh, UTO (G-OesKH SB-
JISIOTCS BAXKHBIMM YYaCTHHKAaMM pPelLeNidy ¥ OTBeTa pa-
crennil Ha ABK. ¥ myrantoB A. thaliana gpal, agbl,
agg3 (MMeroluX eeKThl B reHax, Koaupyouux ol -, f1-
v y3-cyObemunuiibl G-6eska COOTBETCTBEHHO) OOGHApy-
)KeHo nonaBieHne ABK-3aBucuMoro sakpbiTHs yCTbHIL,
KOTOpOE aBTOPbI 00BACHSAIOT OMOCPEIOBAHHBIM BJIHSHHEM
G-6esikoB Ha paboTy MOHHBIX KaHasoB [63, 64]. [Tpu sTom
MyTaHTel aggl, agg2 w nBoniHon mytant aggl agg? (ne-
(heKTHbIE IO TeHaM, KOAUPYHOLIHUM Y1 - U y2-cyObeMHUILbI
G-06eJsika) He UMeJH MOJOOHbBIX HAPYLIEHHH UyBCTBUTEb-
Hoctu k ABK.

JI1s MoHHBIX KaHaJioB, yuyactBylolnx B ABK-3aBucu-
MOM 3aKpBITHH YCTbHIL, MOKa3aHA PEryJsilus uepe3 KaJb-
LMI-3aBUCUMBIH U KaJIblIMH-He3aBUCHMBbIN 1yTH [65—68].
B nepBoM cjiyuae HOHHBIMM KaHaJaMW yIpaBJsieT MpoTe-
unkunasza OST1, a Bo BTOPOM — Ka/bliii/KaJabMOITyTHH-
3aBucuMble kuHasbl. B orcyrerBue ABK OSTI1 naxonut-
csl TIOJ, HEraTHBHBIM KOHTpoJieM mnpoTenHdocdatazsl 2C
(PP2C), kotopast mojaBisieT aKTHBHOCTb TOH MPOTEHHKH-
nasel [69]. Ilpn B3anmoneiictBun ABK ¢ peuentopom mo-
JaBasieTcst aktuBHOCTE PP2C, 4To NpUBOAUT K aKTHBALMH
OSTI1. HenaBHo 6bl10 ycTaHOBJIEHO, UTO NpoTenHdocda-
taza PP2C B3aumopeiicTByeT ¢ PB-cyObeuHuIENd TeTepo-
tTpumepHoro G-6enka [70]. Tlomumo npsiMoit peryssiuuu
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MOHHBIX KaHasoB, ipoTenHkuHaza OSTI1 u Kaﬂbunﬁ/}(aﬂb—
MOJlyJIMH3aBHCHMble KMHa3bl ctumyanpytor HAJIPH-okeu-
nazy, KoHTpoaupytoliyto cunted ADPK, uto takke Bauser
Ha pabOTy MOHHBIX KaHasoB [71].

PErYNALUUA BUOTUYECKMX B3AUMOJEWCTBUN
PACTEHWI U MUKPOOPTAHU3MOB

[ereporpumepuble  G-6e/KH  TMPUHHUMAIOT — ydacTHe
B KOHTpOJIe OHOTHYECKHX B3aMMOJCHCTBUH pacTeHHH,
B YACTHOCTH, B PA3BMTHH YCTOHYMBOCTH PACTEHHH MpH
y3HABaHWHM (PUTOMATOrEHOB, a TaK:Ke MpH (POPMUPOBAHUH
CUMOHOTHYECKUX B3aUMOOTHOLICHHUI C PU30OHSIMM.

Beoile 6bl1 paccMOTPeH MPUHLKIT PadOTbl peLeNnTOPHO-
ro komnsekca AFLS2/ABAKI k caarennnny y apa6u-
JIOTICHCA, KOTOPBIH aKTHBHPYeT BHYTPHKJIETOUHYIO KMHA3y
AfBIK1, HenocpenctBeHHO (hOCHOPUIHPYIONLYIO aTHITHY-
Hyto cyobenunnily G-6enka AXLG2, 4To NpUBOJMUT K Tie-
penaue curuana B kiaetke (puc. 1, 8) [24]. B paGore Tunc-
Ozdemir u Jones [72] ¢ ucnosib3oBaHeM MeTOIMKH Forster
Resonance Energy Transfer (FRET) Gblna usgyuena patora
HETaTHBHOTO PEryJsiTopa HMMYHHOTO OTBETa PellenTop-ro-
no6uoit kunassl AfBIR1, koTopast Takke B3auMojeHcTByeT
¢ peuentopamu K ¢aarenanny AIFLS2 u AtBAKI y apa-
6unoncuca. belo nMokazaHo, UTO B HEAKTHBHOM COCTOSTHHH
otesbHO ot perenTopos AFLS2/ABAK] naxoautest KoM-
mieke AfRGS1 ¢ KaHOHUUHBIMU 0-, - U y-CyObeIMHUIAMH
rereporpumepHoro (G-Gesika, coennHeHHblii ¢ AfBIRI.
[Tocne o6pabotkn nentunom flg22, akruBauuu perento-
pos AtFLS2/A{BAKI u nepenaun cHrHaia ¢ ydacTHem
AfBIKI uepes HeKOTOpOoe BpeMsl TaKyKe MPOUCXOAUT B3aH-
MOJEHCTBHE PELENTOPOB C PELENTOP-MOoA0OHON KHHA30M
AfBIRI [72]. Dro, B cBoto ouepelp, ctumysupyet AIRGS1
¥ BBHI3bIBAET AMCCOLHMALMIO KaHOHWUHOro (G-6efka M ak-
THBALMIO B-cyObeuHuIbl. B mpollecce nepenaud curiaga
¢ yuacrueM B-cyGbenunuiibl obpasytores AOK ¢ nomonibio
HAJI®H-okenaassl. dTu mpoleccsl B KOHEYHOM CUETe
MPUBOAAT K yOUKBUTHHHpoBaHuio u jaerpanauuu AfFLS2,
YTO TO3BOJISIET TOHKO PEryJMpOBaTh COfEPKaHUE U aKTHB-
HOCTb PELENTOPOB K (hIareyinmy.

Onnoit u3 nepBbIx paboT, MPOIEMOHCTPHPOBABIINX yUac-
THE TeTepOTPUMEepHBIX (G-6eJIKOB B Pa3BUTHH CUMOHOTHYE-
CKHMX B3aUMOOTHOlIeHHUH, Oblia pabora Pingret et al. [15],
KoTopble, obGpaboraB kopun Medicago truncatula aro-
Hucrom G-6esika (MacTornapaHoM), MOKas3aju aKTHBALMIO
rena M{ENODI2, sasiolierocsi MapkepoMm KiayGeHBKO-
ob6pasoBanusi. Hanporus, npu o6GpaboTke KopHeH pa-
CTEHHIl aHTaroHUCTOM (G-06eJIKOB KOKJIOIIHBIM TOKCHHOM
TIPOUCXOJIUIIO CHHXKeHMe 3Kcnpeccun rena MIENODI2,
VHyLINPOBAHHOE MACTONAapaHOM.

[Tognnee Choudhury et al. [73], paGotasg Ha coe
(Glycine max), NpeACTaBUIN JaHHbIE, CBUJETEJBbCTBYIO-
e o6 ydacTHn retepoTpuMepHbslx G-0esKoB B nepesa-
ue curHaja npu petenuuu Nod-(hakTopoB pelentopom
NFRI1. Bbuio ycranoBieHno, uTo akTHBUPOBAHHBIH pellern-
Top B3anmozerictByer ¢ RGS un G-6enkom, uTo HeoGX0OMH-

MO JJIsl Tlepelaul curHaja npu ysHaBaHuu Nod-dakropos
U JIaJIbHEHIIEro pa3BUTHS KIYyOCHbLKOB.

[ereporpumepuble  G-6e/KH  MPUHHUMAIOT — ydacTHe
M B YCTaHOBJICHHH CUMOHMOTHYECKHX OTHOLIEHHH ¢ rpuba-
Md. Dblia nokazaHa poJib reTepoTpuMepHbiX (G-6esKoB
B IIPOBEJEHUH CUrHa/a IIPU y3HABAHUM MOJIEKYJl, Bble-
JsieMbIX rpu6amn skTomMukopussbl [18]. B uccnenoBanusx
Ha CYCTEH3HMOHHOH KyJbTYpe KJIETOK ejin Picea abies aB-
TOpPbl [10Ka3a/u CBsA3b MEXKJy aKTHBalLMel reTepoTpumep-
HbIX G-6eKoB M paboTOl KaJbLHMEBbIX KAHAJIOB, a TAKXKe
o6paszosannem AQK n nosbiennem snauenuii pH cpespt
BOKPYT KJIETOK.

YYACTME G-GENIKOB B PEAKLIUM PACTEHUN
HA ABUOTUYECKUE ®AKTOPbI

B pesysbrate nowcka M M3yueHHs JIOKYCOB, OTBeYalo-
1IMX 32 arPOHOMHYECKH 3HAYHMbIE MPU3HAKH Y KYJIbTYPHBIX
pacTeHui, ObIJIO YCTAHOBJICHO, UTO CPEAH HUX MPUCYTCTBY-
€T JI0CTaTOYHO GOJIbLLIOE YHCJIO [EHOB, KOAUPYIOLLUX CYyOb-
eIMHULBI reTepoTpiuMepHbIX G-6eKoB [74].

Okazasoch, 4TO 3KCMpeccHs COOTBETCTBYIOUIMX MeHOB
3aBUCHT OT YCJOBMH okpyxatowleil cpeabl. Hanpumep,
ObIIO HCCJIEIOBAHO BJIMSIHME 3aCOJIEHHOCTH, 3aCyXH, XO-
JIOJIOBOTO M TETJIOBOTO CcTpecca, a Takxke BiausHue ABK
Ha M3MEeHEHHe IKCIPecCHH reHoB y-cyObenutull OsRGG T
u OsRGG2 y puca O. sativa [75]. B pesysbrate mnpo-
BEJICHHBIX 9KCIIEPUMEHTOB OblIO OOHAPYKEHO, YTO yBe-
JIMueHne ypoBHsl skcnpeccnu renoB OsRGGI u OsRGG2
MPOUCXOJUT B OTBET Ha BJHSHUE GOJILILIMHCTBA ITHX (haK-

TOPOB.
ﬂaJ’leeﬁLUl/le IKCNEPUMEHTbI 1O  MOHUCKY  KOMIIO-
HEHTOB IMyTH Mepeaadyu CurHaJsa, B3al/lMOﬂ€ﬁCTBy}OLU,HX

¢ y-cyobenunuied OsRGGI puca ¢ MOMOUIBIO JIPOXIKE-
BOU aurnOpuaHoil cucrembl ¥ BiFC, mo3Bo/inan BbISIBUTD
10 moTeHUMANbHBIX MApTHEPOB Y-CyObeauHUIbl [76].
Ananuz 3THX 6eJIKOB MOKasaj, uTo GOJIBUIMHCTBO U3 HHUX
M3BECTHBI M0 POJIK B YCTOWYMUBOCTH PACTEHUH K aOMOTH-
yecknM crpeccaM. OnHAKO B 11€J0OM MeXaHU3MBbI, Jexa-
Ile B OCHOBE Tepejaudl CHrHajla MpH peaklud pacTeHuil
Ha abuoTHUeCKHe (haKTOpPbl, U3yUeHbl HEJOCTATOUHO.

Elrle oHUM BaXKHBIM /7151 pacTeHHH aOMOTHIECKUM (haK-
TOPOM OKPY’KaIOLIeH Cpejibl BJISETCS OCBElleHHE, BJMSIO-
lee Ha PoCT W pasBUTHe pacrenuil. HeratnsHoe BiusiHHE
o- 1 B-cy0benunnll rereporpumepusix G-GenkoB Ha o-
ToMopcgorenes 6bl10 MoKazaHo Ha apabunomncuce [77, 78].
B ocHoBe Takoro BAHsIHHE MOKET JieXKaTb B3AaUMOJEHCTBHE
B-cyowennnuupl AfAGBI ¢ ocHOBHBIMH peryJasitopamu ¢o-
Tomopgorenesa — xpunrtoxpomom CRY! 1 Tpanckpumnin-
oHHbIM (pakTopom HYD [79].

ITH JlaHHblE CBUJIETEJILCTBYIOT, UTO (G-0GEJIKH MrpaioT
KJIOUEBYI0 pOJib B OTBETE pACTEHWH HA BJHSHHE MHO-
rMX (akToOpOB OKpyXKalolleH cpejbl, 4TO JeJaeT H3yde-
Hue (G-6e/KOB BecbMa MEPCMEKTHBHBIM C TOUKH 3pPEHHS
MCTIOJIb30BAHUS MOJYUeHHBIX 3HAHUE /s PETYJSILUH STHX
MPOLLECCOB Y PACTECHUH.
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KOHTPOJIb MPOJIN®EPALIUA U ANDDEPEHLUPOBKI
PACTUTENbHbIX KJIETOK C YYACTUEM G-BEJIKOB

[erepotpumephble G-0eJiKM BOBJIEUEHbI H B KOHTPOJIb
nposudpepalnd U auddepeHIHPOBKE PACTHTENbHBIX KJle-
ToK. [losioxKkuTeIbHOE BJHSIHHE OL-CYyObeIMHULBI TeTepO-
TpuMepHoro (G-6ejika Ha npoJudepalyio KIeToK OblIo
BbisiBJIeHO y apabunorncuca [80]. Ilpu Tpanchopmaimu
KYJIbTUBHPYEMbBIX KJIETOK apaOuioncuca KOHCTPYKIUeH J1/is
cBepxakenpeccuu rea AIGPA T, Kopupyolero o-cyobeiu-
nuily G-6esika, OblLIH MOKa3aHbl CTUMYJISLUS KJIETOUHOTO
1IMKJIa Y KJIETOK B CHHXPOHHOH KyJbType [80].

CTUMYJISLHNIO KJIETOUHBIX JIEIEHHH U Pa3BUTHE OOKOBBIX
KOpHeH y apabuioncuca HaOJIOAA/H MO, BIHAHHEM ayKCH-
Ha, TIPU 3TOM ObLJIO BbISIBJIEHO HETATHBHOE BJHSIHHE HA 3TOT
npotecc B- U y-cyObeauHull retreporpumepHoro G-6eJska
AtAGBI w AtAGGI [38]. Myrantbl no reny agbl xapax-
TEPU30BAJUCh TOBBIIIEHHOH YyBCTBUTEJNbHOCTBIO K ayK-
CHHY M YBeJHUEHHEM KOJHYeCTBA TPUMOPIHEB OOKOBBIX
KOpHe#. ABTOpBI MPOJAEMOHCTPUPOBAJIH, UTO TOBbILLIEHHAS
UYBCTBHTEJIbHOCTb K ayKCHHY MPH CTUMYJISILIMM KJIETOUHbIX
JieJieHuil y agbl-MyTaHTOB MOXeT ObIThb KOMIEHCHPOBaHa
cBepxakenpeccuert reHa AfGPAI. Takum o6Gpasom Obli1o
yCTaHOBJIEHO, 4TO G-GesKH MOTYT BJHSITH Ha MpoJHdepa-
LIMI0 KJIETOK U OMOCPENOBAHHO Uepe3 TOPMOHBbI.

Peryasiiusi KaeTouHbIX feseHnit B KopHsax A. thaliana
Obl1a MCCAE0BAHA C HCMOJNB30BAHHEM MYTaHTOB gpal
u agbl, a TakKe y pacTeHMH CO CBepXIKCMpEeCcCHel co-
OTBETCTBYIOLIMX TeHOB [81]. ABTOpbI OXapakTepu30BaJjH
(heHOTHIBbI JAHHBIX MYTAHTOB C TOUYKHM 3DEHUS PA3BUTHS
KopHe#. Bblio nokazaHo, 4to pacteHusi ¢ reHoTHIoM gpal
MMeJIM MeHblle OOKOBBIX KOPHEH MO CPaBHEHHIO C pacTe-
HUAMH JKoro Tuna. HampoTus, myrtautbl agbl umenu
OoJibllle OOKOBBIX KOpHEH M OoJiee JYIMHHBIA TVIABHBIA KO-
peHb. JlaHHbIe, MOJyueHHbIE ¢ UCTIOJMb30BAHUEM TAKHX MY-
TAHTOB, MO3BOJIAIOT CYIUTh 0 G-6e/Kax Kak O BaXKHbIX pe-
TyJsiTOpax nposudepaidi KJAeTOK pacTeHHil, HO MoKa HeT
TMPEJCTABJIEHUS O BO3MOXKHBIX MOJIEKYJISIPHBIX MeXaHH3MaX
TaKHX TPOLIECCOB.

Komruteke petientopos CLAVATA (CLV), CORYNE (CRN),
RECEPTOR-LIKE PROTEIN KINASE2 (RPK2) u pe-
ryastopublii  mentun  CLE  (CLV3/ENDOSPERM
SURROUNDING REGION, ESR) BoBJieueHbl B KOH-
TpoJib Mposnudepalyy KJIeTOK B MepHUCTeMax pacre-
nuil [82]. Y Arabidopsis B anukaabHOH MepucTeMe mobe-
ra roMeoJIOMeH-CoJlepKalliil TPAHCKPUTILIMOHHbBIH (akTop
WUSHEL (WUS) peryaupyeT TyJ CTBOJOBBIX KJETOK,
MoIePKUBasi UX aKTUBHOCTL [83]. CBsi3biBaHue peryJisi-
toproro nentuaa CLE/CLV3 ¢ kommjekcamu pelento-
pos CLVI—=CLV1, CLV2—CRN wmu RPK2—RPK2 akru-
BUPYET CUTHAJIbHBIE MyTH, KOTOPbIE MOJABJSIOT SKCIPECCHIO
rena WUSHEL (WUS). B cBoto ouepens, WUS unmyuupy-
eT sKcnpeccuio rena CLV3, nelcTBysi MO MEXaHU3MY OTpH-
1laTesbHON 06paTHOi CBsA3M [84].

[1pu usyuenun ocobGeHHOCTEH (DYHKIIMOHUPOBAHHS CH-
crembl CLV-WUS 6bl10  06Hapy»KeHO, UTO pPeLenTopbl

CLV2/CRN n RPK2/RPK2 wMoryT 06pa3oBLiBaTh KOM-
mJieKC ¢ rerepoTpuMepHbiM G-6GesIkoM, mnocje KOTOPOro
sanyckaercss MAP-kuHasHblil kackan [85]. [eficTBUTE N b-
Ho, MyTaHTbl Arabidopsis no reny agbl, koaupywouiemy
B-cyobemunuiy G-6enka AtAGBI, obyananu yBeuueHHOM
30HOH CTBOJIOBBIX KJIETOK. DTOT »Ke (PeHOTHI Obl BhISIB-
JIEH U y MyTaHTOB 10 TeHy clv2, crn, a Takke rpk2 [86].
Ishida et al. [87] usyuanu in vitro B3aumoneiicteue RPK2
1 B-cyObennnuiibl G-6esika, KOTOPbIi, T0-BUIMMOMY, H OT-
Beuaer 3a akTuBalnio MAP-K1HAa3HOTO MyTH, MPUBOASAIIETO
K PEryJIili MyJia CTBOJIOBBIX KJIETOK.

Takum oGpazom, BzaumoneiicTBue peuentopos CLV,
CRN u RPK2 wu rereporpumephbix G-6eqKOB siBIsSETCS
HeOOXOJMMBIM YCJIOBHEM Mepe/ladn CHTHa/Ma K TPaHCKPHII-
unoHHomy hakropy WUS, BoBJIeUeHHOMY B KOHTPOJIb MPO-
Judepalyn KJIETOK Y pacTeHHH.

3AKNNHO4EHUE

CriemyeT OTMETHTb, UTO, HECMOTPS Ha HAKOIJIEHHBIE
Ha CErofHALIHUI JleHb 3HAHHSl O CTPYKType M IPHHLHU-
nax akTHBALWK U JIEHCTBHUsT reTepoTpuMepHbIX (G-6esnKoB
B HEKOTOPBIX Npoleccax y pacTeHuid, oblias KapTUHA
VX (PYyHKIMOHHPOBAHMS JajeKa OT MOHHMAaHHS. YUHTHI-
Bast HeOOJIbIIOEe pa3HOOOpPasne CyObeJIHHHUHOrO COCTaBa
KOMIIJIEKCOB reTepoTpuMepHbix G-6e/KOoB, HO 3HAUHTEJIb-
HO€ KOJIMYECTBO MPOLECCOB, KOTOPOE OHH KOHTPOJHPY-
0T, MOYKHO TIPEAMOJIOKHTb, UTo (G-OGesJKH HrpaioT poJb
«MacTep»-peryJsiTopoB, BOCIPUHMMAst CHIHAJbl  Cpasy
OT MHOTHX CHCTEM M MOJYJHpPYsl pa3BUTHE U (DyHKIMOHMU-
poBaHHEe PACTEHHs] B COOTBETCTBUM C TAKUMH CHUIHaJlaMH.
Onnako HeoOXOAUMBI JIOTIOJHUTEJIbHBIE HCCJIEN0BAHMUS,
KOTOpble MO3BOJAT MOHATb, KaK OCYLLECTBJISETCS CHI-
HaJlbHasl peryJisiliust y pacTeHUi ¢ ydacTHeM reTepOTpH-
MepHbIX G-6eNKOB.

Pa6ora BbinosiHeHa MpH (DUHAHCOBOI MopepkKke Poc-
cuiickoro HayyHoro ¢oHna (PH®, 16-16-10043).
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