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PEMEPAT Ilucrenn-o6orarsie nentuanl cemeiicrea EPF/EPFL (epidermal patterning factor/epidermal
patterning factor-like) pactnpocrpanens! y pacTeHuii, HaYMHAsI CO MXOB U 3aKAaHYMBasI MOKPHITOCEMEHHBIMU.
EPF/EPFL urpamior Ba:XHYIO pojb B MOp)OoreHe3e — peryaupyioT PacloJiOsKeHNe YCTBUL, Ppa3BUTHE COLBETMUIA,
(PYyHKIMOHMPOBaHNE ANIMKAJIBHON U JATEPAJIbHO IO0EroBhIX MEPUCTEM, 3aKJIATKY MPOBOAAIINX TKaHE, (hop-
MMpOBaHMe Kpas JIMCTA, a TaK:Ke pa3BUTHUE NBEeTKOB 1 moaoB. HemaBuue ucciaegopanusa nokasanu, 4yro EPFL
MOIYT OBITH BOBJIEYEHBI B aJalTAIMI0 PACTEHUI K OMOTHMYECKUM U abuMOoTUIecKuM cTpeccam. B 0630pe pac-
CMOTPEHBI CTPYKTYPa, MEXaHU3MbI MepPeJaYy CUTHaJIa, (PUIOT€eHETUIECKOEe PACHpPOCTPaHeHe U (PYHKIUU IIel-
Tunos cemeiicrea EPF/EPFL.

KJIFOYEBbLIE CJIOBA peryisiTopHble menTUabI pacreHuii, qucrenH-ooraroie nentuasi, EPF/EPFL.

CMMCOK COKPALLEEHMHM EPF — epidermal patterning factor; EPFL — epidermal patterning factor-like; ABK —
a0cuuszopas kuciaora; MAII — muroreH-akTuBupyemasi nporenaknuasza; MJIA — Ma/IOHOBBI AUAIbAETU;

MKM — maTepMHCKasA KJIETKa MeTracnopsbl.

BBEOEHME
Pacrenus, Benyliye NpuKpeNJeHHbI 00pa3 KU3HY,
ajanTUPYIOTCA K M3MEHEHMAM OKpPYsKalolllell Cpembl
C TIOMOIIBIO I'MOKOJ CUCTEMBI PEryaanuy (OU3M0JIOIU-
YeCKUX IIPOIleccoB. BajkHyI0 poJb B ajanTanum urpa-
IOT CUTHAJIbHBIE NENTUABI, KOHTPOJIMPYIOIINE IIIUPOKUIA
CIIEKTP peakIMii, BKIOYAsA POCT U Pas3BUTUE, IIOJIOBOE
Pa3MHOKEHMe, MEKKIIETOYHYI0 KOMMYHMKALMIO, CTape-
H1Ee, (POPMUPOBaAHME CUMOMOTUYECKNX B3aMOEICTBUIA,
a TaksKe YCTONYMBOCTH K IIATOT€HAM U aOMOTUYECKUM
ctpeccaM [1, 2]. IIepBbIil paCTUTEJbHBIN PETyIATOPHbIN
enTus — CUCTeMUH — Bblmeauau B 1991 rony us Jsm-
creeB ToMara [3]. C Tex mop OBLIO OMMCAHO MHOYKECTBO
CEMEeJICTB MEeNTUI0B, 00Pa3yINXCsA JIM00 IIyTeM IIPO-
1eccuHra 0eJIKOB-IIPEAIIIECTBEHHIKOB, MO0 B Pe3yIbTa-
Te TPAHCJALNUY KOPOTKUX OTKPBITHIX PaMok [1, 4].
IlenTupel, npoucxogAmme u3 6€JIKOB-IIPeIIIeCTBEH-
HIKOB, JIeJIATCA Ha TPU (PYHKIVIOHAJBHO U CTPYKTYPHO
pasanyaonecs rpynibl I0CTTPAHCIAIMOHHO MO~
¢uimpoBanHbie [5], McTenH-O60TaTHIE M HEMOAMPUIIN-
pOBaHHbIE, HE COZepsKalllyie OCTaTKOB IucTenHa [6, 7).
Iucrenn-6orarele MENTUABI COLEPIKAT YETHOE UNCJIIO
OCTaTKOB I[MCTeNHA, (POPMUPYIOMNUX AUCYIbMPUIHBIE
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CBs31, KOTOPbIe 00eCcredYnBaoT CTAOMJIBHOCTDL MHPO-
CTPaHCTBEHHON cTPYKTypbl. Cpenu npenpcraBuTesiein
9TOJ IPyHNNbl HEePBBIMU OBbIIM OOHAPYIKEHBI U OIU-
caHbl aHTUMUKpPOOHbIe menTuae! [8]. IlepBoHawasbHO
CUYNMTAJIOCh, UTO beHKIH/H/I HI/ICTeI/IH—6OI‘aTbIX IIeII TN 0B
OTpaHNYEeHbl 3aIUTON OT IaTOTeHOB [4, 9], omHAKO BIIO-
CJIeICTBUM IIOKa3aJy, 4TO (PYHKIUY, BBIIIOJHAEMbIE
LMCTEeNH-00raThIMU HENITUAMHI, TOPA340 IIMPe U BKJIIO-
YaIT PEryJsalMio 3aKJIaJKM YCTbNUII, CMMO103a, Pernpo-
IYKTUBHBIX IIPOIIECCOB UM CTpeccoBoro oreera [10-12].

Iucrenn-ooraroie nentuasl EPF/EPFL Ob1in Brep-
Bble UAEHTUQPUIMPOBAHBI KaK KJIOUEeBble PEryJaTOo-
pBI yerbuuHoro pazsutud y Arabidopsis thaliana [10,
13-15]. B maspHeIIeM yCTaHOBUJIN, YTO 3TU IIEIITUIBI
YYacTBYIOT B KOHTPOJIE aKTMBHOCTY alMKaJbHON II0-
0eroBoil MepPUCTEMbI, Pa3BUTUM COI[BETUI U aTalTaIun
K cTpeccaM. HecMoTpsa Ha pacTymuit 00beM DKCIEPU-
MEHTAJIbHBIX JaHHBIX, J0 CUX II0OP OTCYTCTBYIOT CUCTE-
MaTH3MPOBaHHbIE 0030PBI, CYMMUpPYIOIIVEe MHPOpMa-
nuio 06 3ToM cemelicTBe. B mpejacTaBieHHON paboTre
000011enb! maHuble 0 nentunax EPF/EPFL, Briaoyas
UX CTPYKTYDPY, SBOJIIOLMIOHHOE pasHoobpasue 1 61oJio-
rmyeckye (pyHKIMN.
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| |
— erF1 ABBIRLBDCSH- ACGSCS - ICRLVMMSFVCASVEE - - -
1 EPF2 TGS'SLPDCSY - ACGACS -PCKRVMISFECSV- - - - - -
L_EPFL7 SGSS IBDCSN-ACGPCK-BCKLVVISSTCSA- - - - - -
2 ;EPFLB | TA TCTYNECRGCRYKCRAEQVPVEGNDP IN- - -
EPFL1 LGS TP
3 EPFL2 |
|_EPFL3 | KPP[SCEK-KCYGCE - BICEA IQFPTISSIPHL- - -
[ EPFL4 PGSSPPTCRS - KCGKCQ- BCKPVHVP IQPGLSMP - - -
4 EPFL5 PE@SVPRMCRL - KCGKCE - BCKAVHVP IQPGL IMP - - -
EPFL6 LGSSPPRCSS - KCGRCT-PCKPVHVPVPPGTPVT- - -
| _EPFL8 MEGSIEPBVCAT-KCRNCK-BCLPYLFDIRGAHDDD- - -

--------------------- AESCSVIYRCTCRGRYYHV
--------------------- SEACELVYKCLCKGKYYHV
--------------------- SAYH- - - YRCVCHR- - - - - - - - -
SCHN- RCNNCH - BlCMA IQVPTLPTRSRFTRVNPFSGGFVRPPSSLTTVLDQYSNYKBEMGIWKCHCNGHFYN - - - -
RPPRCERVRCRSCG-HCEA | QYP TNPQTKLHSPLTTSSSSSSET IHLDY TRGDDSTNYK
----------------- SPHYANYQ
--------------------- LEYY

--------------------- AETC MAYKCMCNNKSYPVI---

SRA
SLT

MSWKCKCGNS IYN-B- - -
EGWRCHCPP - - - - - -
EAWRCKCGNKLFM-B- - -
EAWRCKCGNKLFM-B- - -
EAWRCKCGNKLYM-B- - -
VKW I CRCRDRVFE-B- - -

Puc. 1. MHO>ecTBeHHOE BblpaBHMBaHMeE 3penbix nenTuaos cemerctea EPF /EPFL A. thaliana, nonyyeHHoe npu nomoLum
anroputma Muscle. 1-4 — knagbl NnenTMROB; aMUMHOKMCIIOTHbIE ocTaTKM Cys OTMEeUYeHbI XKenTbiM LBeTOM. TpHu KoHCepBa-
THMBHbIE OMCYNbMUIOHbIE CBSI3M BbIAENEHbI YHEPHbIMM CKOBKaMu, YeTBEPTAas AUCYNbdMAHAs CBA3b, XapaKTepHas 4ns Kna-
bl EPF1 /EPF2 /EPFL7, nokasaHa kpacHbIM. AMMHOKMCTIOTHble ocTaTkm Glu28 u Asp31 B EPFLY BbigeneHbl po3oBbim.
UniProt ID: EPF1: Q8S8I4; EPF2: Q8LC53; EPFL7: C4B8C5; EPFL9: Q9SV72; EPFL1: Q9LFT5; EPFL2: Q9T068; EPFL3:
C4B8C4; EPFL4: Q2V3I3; EPFL5: Q9LUH9; EPFL6: Q1PEYé6; EPFL8: Q1G3V9

CTPOEHME M NEPEOQAYA CUTHATIA
K nucrenn-6oraTeiM nmenTuaaM pacTeHUii, KOTOpbIEe yC-
JIOBHO MOYKHO Pa3JeJINTh Ha 3allUTHbIE (AHTUMMIKPOO-
HbIe) U CUTHAJIbHBIE, OTHOCUTCA PAJ CEMENCTB, BRJIIOYad
EPF/EPFL [16]. HauGosiee meTanbHO U3ydYeHa CTPYKTY-
pa 3alMTHBIX MeNTUAOoB: npoBeneH AMP-ananus MHO-
I'MX U3 HUX, OIPeJleJIeHbl CTPYKTYPHbIE JeTepPMIHAH-
Tbl aHTUMUKPOOHOM akTuBHOCTHU [17, 18]. CTpyKTYypHBbIE
0CODEHHOCTY CUTHAJIBHBIX MVUCTEMH-00TaThIX PaCTUTENb-
HBIX MENTHUI0B, BRoudas cemeiictBo EPF/EPFL, uzyue-
HBI He CTOJIb INIyOOKO, OMHAKO OIlpejiesieHa IIepBUYHAA
¥ TIPOCTPAHCTBeHHaA cTpyKTypa nentuna EPFLY, Bb-
mesienHoro us amnomgacra A. thaliana [19, 20]. Bosee
TOTO, OJIyYEHbl JaHHbIE O CTPYKTYPHBIX acIeKTax
CBA3BIBAHUA pAga IENTUII0B ITOTO CeMeicTBa C pe-
nentopoMm [21]. ¥ A. thaliana, KIaccUIeCKOro Moeb-
HOro 00'BEKTa, Ha KOTOPOM aKTMBHEE BCETO IIPOXOAUT
n3ydeHMe STOr0 CEMENCTBA, BbIABJIEHO 11 menTtmmoB —
EPF1-2 u EPFL1-9, Brarouass EPFL9/Stomagen [22].
IlepBriMu OblIM OxapakTepusoBaHbl EPF1-2) a 3arem
napajoru EPF1, B nanpHelimem HazBanuble EPFL [23].
B pesynbpraTe (pusioreHeTMUECKOTO aHAJIM3a MEIITUIbI
cemericrea EPF/EPFL Obliu pasjeJsieHbl Ha 4YeTbIpe
kaane! (puc. 1). IlpencraButenn nByx ns Hux, EPF1-—
EPF2-EPFL7 u EPFLY, usyuenn! HanboJiee ogpoOHO.
Kaxk n O0JbIIMHCTBO NMENTUAHBIX TOPMOHOB U aHTU-
MMKPOOHBIX IENTHUIOB PaCTEHMI, IEeNTU bl CEMECTBA
EPF/EPFL cunTe3mupyrTcs B BuAe OEJKOB-IIPEIIe-
CTBEHHUKOB, COCTOAIMX 13 N-KOHIIEBOTO CUTHAJIBHO-
ro IeNTuza, Ipo-J0MeHa U 3peJsoro nentuna (puc. 2A)
[24]. CurHaJIBHBIN TENTU[ HAIPaBJIAET IPENIIeCcTBeH-
HUK B DHJOIIJIA3MaTUYECKUI PETUKYJIYM, II0CJIE YETO
OTIIeNJAeTCA MeNTUAa3aMy U paspylaerca. 3aTeM
ymajisgeTcsa Ipo-o0JacTh U BbICBOOOXKIaeTCA 3pesad
dopma nenTuza, criocobHas B3aMMOZEVICTBOBATE C pPe-
LEeNTOPHBIMM KOMILJIeKcaMu [25].

IlepBuyHas cTpyKTypa nentugoB cemeiictBa EPF/
EPFL oborameHa ocTaTKaMM LUCTEMHA, U3 KOTOPBIX
IIecTh KOHCEPBATMBHBI IJIA BCETO CEMENCTBA, a ABa
XapaKTepPHBI TOJBKO s Kjaaabl EPF1/EPF2/EPFL7
(puc. 1). Bce nmenTuabl ceMelicTBa COLepsKaT MOTUB
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CurHanbHbIM Mpo-pomeH
N nentua, 31 a.o.

[ | [ | I
IGSTAPTCTYNECRGCRYKCRAEQVPVEGNDP INSAYHYRCVCHR
3}

3penbit nentug, 45 a.o. |C

B

¢ S >\//

Puc. 2. Crpykrypa nentuga EPFL9. A — ctpykTypa npo-
nentupa [20]. b — nepeuyHas cTpykTypa nentmga [19].
B-nmcTbl NokasaHbl ronybbiMK cTpenkamu, pparMeHT
cnupamm 3, — pPO30BbIk NPAMOYTOnbHMUK; ocTaTkn Cys
OTMEYEHDI XKENMTbIM, ANUCYNbPUAHbIE CBA3M — CKOBKamM.
OTtpuuatensHo 3apsixkeHHbie Glu28 u Asp31 B netneson
obnacTu BbigeneHbl }MUpHbIM. B — npocTpaHcTBeHHas
ctpykTypa EPFL9 (PDB ID: 2LIY). ' — mopenb npocTpaH-
cTBEHHOM cTPYKTYypbl nentuga EPFL7 A. thaliana, noctpo-
eHHas ¢ nomouubto anropmtma AlphaFold3 [26]
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Gly-Ser B N-rkonuesoi odsactu. VI3BecTHO, YTO 3TOT
MOTVB KPUTUUYEH JJIA CBA3BIBAHUA NENTHUIO0B C pelel-
Topamu [21]. Takske B N-KOHIIEBOI 00JIaCTU IPUCYT-
CTByeT KOHCePBaTUBHEIN ocTaToK Pro. BepoaTHo, uTo,
n3rmubasd MOJMMUIENTUHYIO IIellb, BTOT OCTAaTOK obecrie-
4MBaeT IIPOCTPAHCTBEHHYIO KOH(OPMAIINIO ITETITHIA.

IIo gparabpiM IMP-cnexTpockonuy, nOJydeHHBIM
nnsa EPFLY, rpexmepuasa crpyktypa EPF/EPFL-
MeNTUA0B COCTOMUT M3 IABYX aHTUIIApPaJJeJbHbIX
B-smcToB (ckadpdosga), coeIMHEHHBIX METJIEBON 00-
Jactbio (loop region), n cTaOMIN3MPOBAHHOTO AVICYJIb-
dunubiMu cBasamu (puc. 2B). IletseBasa obsacts Gosee
BapuabesibHa, YeM ckadoi], OHA UrPaeT KIIOYEBYIO
poJb B CHEIM(PUUYHOCTY CBA3BIBAHUA C pelenTopaMu
[19]. IIpocTpaHCTBEHHBIE CTPYKTYPbI OCTAJIbHBIX IIpET-
cTaBUTEJIE) ceMelicTBa ObLIM ITOJIyYeHbI ITyTEM IOMOJIO-
IMYHOTO MOJIeJIMPOBaHNA.

KoncepBaTuBHBIE OCTATKM LMCTEMHA YyUaCTBYIOT
B 00pa3oBaHUM OUCYJIb(PUIHBIX CBA3EN, KOJINIECTBO
Y PACIIOJIOMKEHVIE KOTOPBIX BJMAET Ha (PYHKIMOHAJIb-
HYI0 aKTMBHOCTb U KoHJopManuio nentuna. Tak, 3a-
MeHa OCTAaTKOB LMCTeMHa Ha cepuH B MoJsekyse EPFLI
IpUBOAMIIA K yTpaTe CIIOCOOHOCTY CTUMYJMPOBATH 3a-
kaanky yerbuil [19]. C npyroii cTopoHbl, BapuadesbHbIE
YYaCTKM MOTYT OIPENeJIATh CIeIV@PUYHOCTD (PYHKIINNI
nentunos. Hanpumep, nentuast EPF1-2 apaarorca
HETaTUBHBIMIU PEryJIATOPaMIU PasBUTUA YCTBUI], TOTAA
kak EPFLY BrIcTynaeTr B poJy IMO3UTUBHOIO PETYIIATO-
pa [20]. ITo-BupuMomy, pasindnue B (PU3UOJIOIUIECKUX
OoTBeTax 00yCJIOBJIEHO OCOOEHHOCTAMM CTPOEHMS IIeTJIe-
BOJ 00JIacTM Y 9TUX HenTunoB [21].

Tak, 3aMeHa aMMHOKMCJIOT TIeTyieBoi obsmactu EPF2
Ha nocJsaenoBaresbHocTh EPFLY npuBonmia K cMmeHe
DYHRIMM NEenTuAa ¢ MHrmbMpoBaHnsa (POpMUPOBAHUA
YCTBUI[ HA UX aKTUMBHOe pasBuTue. B To xe Bpema
XMMEPHBIN NenTut, copepsxkainnii netao EPF2 n rap-
kac EPFLY9, obiagan MHrMOMpyoIIUM JelicTBUEM
[19]. Penenropamu EPFL aBiserca cemeiicTBO KMHA3
ERECTA (ERf, ERECTA family), oTHOCAIIIMXCA K KJa-
ne XIII LRR-RLK (Leucine-rich repeat receptor-like
kinases, penentopononobuble KMHABEI C JIeHMIMH-00-
raTeIMu 1oBTopamu). ¥ Arabidopsis K 9TOMy ceMeli-
ctBy otHOCcATCA Oenkn ERECTA (ER), ERECTA-LIKE
1 (ERL1) n ERECTA-LIKE 2 (ERL2). JanbHenmmuii
noyThb nepenaum curHasa Brao4daeT MAII-kuHa3HBIN
(MMTOTEH-aKTUBUpPyeMasa NPOTEMHKMHA3A) Ka-
cKag, cocroAmuin y apabugoncuca nz MAPKKK
YODA, MKK4/5 u tepmunanbubix MPK3/6 [27].
BzaumozericTBue nenTug0B C PELENTOPOM 3aBUCUT
OT TOTO, HaXOAUTCA JIU pelenTop B KoMmIiekce ¢ LRR-
RLP (penentopononobHbIil HeJ0K ¢ JIeMIMH-00TaThI-
mu nosropamu) TMM (Too Many Mouth). VuTepecHo,
uro ajs cBasbiBaHusa EPF1/2 ¢ penenropamu ERf He-
obxonumo, urodbnsl ERf Bxommanu B kKommiaexc ¢ TMM,
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Torga kak EPFL4 B3amumogelicTByeT cO BCeMU TPeMs
ERf B orcyrcrBue TMM [21].

UIOTEHUSA. PACMPOCTPAHEHME Y PACTEHWHA
ITentupsr EPF u EPFL obHapyskeHBI TOJBKO y Ha-
3eMHBIX PacTeHMII U He HaliJleHbl Yy BomopocJsen [28,
29]. OTo yKasbIBaeT Ha IIOABJIEHNME DTOTO CEMENCTBA
JIMIIB TI0CJIE BBIXOZA PACTEHMI Ha CYIIY ¥, BO3MOYKHO,
Ha BaKHYIO POJIb B X afallTalluM K Ha3eMHOM KU3HIL
IIpenmnosaraercs, 4To KJIIOUEBblE MreHETUYECKME KOMIIO-
HEHTHI, o0ecreunBawInre (POPMUPOBAHMUE YCTHUIHOTO
annapara, Bkiawodyasd EPF/EPFL, Bo3HUKIM HA paHHUX
3Tarax BOJIIOINMM Ha3eMHbIX pacteHmii [30].

ITocyenoBaTebHOCTM HENTUILOB KOHCEPBATUBHBI
Y pas3HBIX TaKCOHOB: y Mxa Physcomitrium patens
uneaTudunuposad PpEPF1, apngrommiica roMoJIOrOM
AtEPF1 u AtEPF2. ©uyoreHeTMUECKIMII aHAJIN3 TIOKA-
3piBaet, uto PpEPF1 ommxe k¥ AtEPF1 u AtEPF2, uem
AtEPFL9 x AtEPF1-2 [28]. 3TO IOBOJIBHO MHTEPECHO,
TaK KaK yCTbUIIA Y MXOB YCTPOEHBI MHAUe, YeM Y I[BET-
KOBBIX, HO ME€XaHU3M UX Pa3BUTUA, CYAA IO BCEMY,
cxogneH [31, 32]. Ilomumo PpEPF1, y mxa Takske uaeH-
tuduuyuposans! 10 nentunos cemerictea EPFL, dyHk-
LIMM KOTOPBIX IOKa He maydeHb! [28]. IIpu sTom yixe
Yy LIBETKOBBIX PaCcTeHMV T'eHbl, KOAVPYIOIue IpeacTa-
Buresien cemerictea EPF/EPFL, pacripesesieHsl 1o Xpo-
MOCOMaM HEPaBHOMEPHO, YTO MOYKET OBITb Pe3yJIbTaTOM
OYIIMKAIM TeHOoB [33, 34].

PujsoreHETUYECKNM CEMEJCTBO 3TUX IIENTUIOB
y apabuporcuca pasznesdA0T Ha YeThbIpe KJiaJbl:
EPF1-EPF2-EPFL7, EPFLY, EPFL1-3 u EPFL4-6—-
EPFLS8 (puc. 1) [28, 34]. OTu rpynnsl pas3amndaioTcsa
KakK II0 CTPYKTYpe, TaK U I10 IIPeAIoJiaraeMbIM (PYHK-
muaM. Tak, npencraButenu kiaanel EPF1-EPF2-EPFL7
HeCyT 4eTbIpe KOHCEepPBAaTUBHbIE OUCYIb(PUIHBIE CBS-
31, OHA U3 KOTOPBIX HAXOAUTCS B IIETJIEBON 00JIacTH,
B TO BpeMs KaK B CTPYKTYype IMEeNTUI0B OCTAJBHBIX
KJIaJ] IPUCYTCTBYET TPU OUCYIb(MUIHBIX MOCTUKA. DTO
OTpaskaeTcsa Ha CIIOCOOHOCTY MENTUI0B CBA3BIBATHCSH
C pellenTOPHBIMM KoMILIeKkcamu [21, 28].

ITentug EPFLY npexncraBjeH y BCeX MCCJIENO-
BaHHBIX COCYAMCTBIX PACTeHUN, HAaYMHAA C IIJIAYHOB
(Selaginella moellendorffii), roloceMEeHHBIX ¥ BILJIOTH
o 1BeTKOBBIX [28]. IIpm aToM 0OH oTcyTCcTByeT y Mxa P
patens, y KOTOPOTro HalileHbl TOJbKO romojoruy EPF1/
EPF2. IlurepecHo, uro noasiaenne EPFLY, koTopslit
ABJIAETCA aKTMBATOPOM Pas3BUTUA YCTbUI], COBIALAET
C Pe3KMM yBeJIMUYeHMEeM IJIOTHOCTY YCTBhUI] Ha ITOBEPX-
HOCTU JIMICTBEB, IIPOM30UIEIIINM B I03ITHEM JEBOHCKOM
Iepuozie, KOTOpPoe faeT HadaJlo aKTMBHOMY Pas3BUTUIO
MaKpPO(PUILIIOB — KPYIIHBIX JVCTHEB C PA3BUTON COCYAVI-
cTomt cuctemoit [28, 35].

B nmocisennme rogbl KOJIMYECTBO CEKBEHVPOBAHHBIX
pPacTUTEeNbHBIX T€HOMOB yBeJUYMBAETCA, YTO 3HAYUN-
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TeJBHO oOJierdaeT IOMCK M JAJIbHENIIYIO BaJMIalyIo
romoJsioroB. Takum obpasom, 6GmomHpOPMaTUIECKUMUI
MeTonaMM ObLIM NPOaHAJNM3UPOBAHBI T€HOMBI 00Jb-
III0T0 KOJINYECTBA CEJIbCKOX03AMCTBEHHBIX ITBETKOBBIX
pacteHuii. B geTeIpex reHoMax XJIOMYaTHMKA OOHAPY-
skns 132 rena EPF/EPFL: 20 1 24 y QUNJIOUIHBIX BU-
OB U 110 44 reHa y TeTpamiongHbixX [34]. B pacrernuax
KapTodessa uaentudguimposanau 14 resos [36], pamca —
27 [37]. ¥V Tomoms BosocucToro Populus trichocarpa
naentuduiuposano 15 renos EPF/EPFL [38], Torma
KaK y TomoJs eBdparckoro P euphratica — 14 [33].
Tens! EPFL obHapy»KeHbI U Y OJHOAOJBHBIX PacTEeHMIL
Yy puca, COpro U P3KU UAEHTU(PUUMPOBAHO 110 12 TeHOB
[39-41], v xyrypy3nl — 18 [42], a y mineHusr 35 [43].
IIInporoe pacupocTpaHeHNe MIPEeLCTABUTEJIEl CEMeN-
crBa EPF/EPFL B pa3HbIX JUHUSAX 3BOJIOIUNA I[[BETKO-
BbIX U APYTUX PACTEHUI IMOAYEPKMUBAET UX 3HAYEHUE
B ajanTanuy K Ha3eMHBIM YCJOBMAM OOMTAHMSA, TOTAA
KaK (PYHKI[MM MHOTMX HEIABHO UAEHTU(PUIMPOBAHHBIX
TrOMOJIOTOB OCTAIOTCSA HESCHBIMM ¥ TPeOYIOT HajbHel-
ILIIETO BKCIIEPVMEHTAJIbHOTO U3YUEeHNs.

Puc. 3. Mopdore-

DyHKUMOHHPOBaHME HeTH4YecKne npouec-
anukanbHou Cbl, perynupyemsie
MepUCTEMbI

nenTMoamM cemen-
ctea EPF /EPFL,

y apabuponcuca
Perynsaums apxutexTypbl

cougeTus

Passutne usetka

MyHKLMOHMPOBaHME naTepanbHOM
MEpPMHCTEeMbI M 3aKNapKa
MPOBOASALLMX TKAHEM

PocT cTpyukos

MopmmupoBaHue
3ybuaTtoro Kpas nucrta

3aknagka ycTbuuy,

3AKINAOKA YCTbML,

MsBectHO, uTo nmenTuasl cemeiicrea EPF/EPFL pery-
JIMPYIOT LEJIbIA CIIEKTP MOP(OreHETHYECKNX IIPOTPaMM,
OIHAKO IIE€PBOJ BLIABJIEHHOV (DYHKI[MEN STUX MEeNTU-
JIOB cTaJjla PeryJdlsa PacloJoxKeHusa yeTbuly (puc. 3,
mab.a. 1) [10].

Y apabunornicuca EPF1 sKcrpeccupyeTcss B MOJIOABIX
JUCTBAX, @ MMEHHO B KJIETKAX-IIpeJIIeCTBEHHNKAX
yerbuil. CBepxokcnpeccuss EPF1 IpuBOOUT K CHMMKE-
HUIO KOJIMYECTBA YCTBUII, TOIZIa KaK HOKAYT IIPUBOLUT
K ero yBesgudeHuio n rkjacrepuzdanuu [10]. Tomosor
EPF1, EPF2 raksxe MHrubmpyeT pas3BUTUE YCTbMUIIL:
y pacTeHmiI co cBepxXdKcnpeccueln rena EPF2 naburo-
JlaeTcA CHMIKEHME, & Y PACTEeHMI C HOKAyTOM — yBeJM-
YeHye 4ycya YCThNUII, OJJHAKO OHM He 00pas3yloT KJacTe-
pe! [13]. Oba nmentuma HEOOXOAUMBI OJIs COOJIIOIEHUSA
«IIpaBUJIA OHOM KJIETKV». MEKAY YCTBUIIAMM IOJLKHO
HaXOAUTHCA He MeHee OHON KJeTKu snupepmuca [10,
13, 14]. EPF2 skcupeccupyeTcs B IpelllleCTBEHHIKAX
ycrbury passblie, ueM EPFI1. To ects, EPF2 perymupy-
eT Iepexo]l KJIETOK K AudP@PepeHIPpOBKe B yCTbUIIA,
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Tabnuua 1. PyHkumm nentugos cemenctea EPF /EPFL
y A. thaliana

ITerrrmy DyHKRUIMA CcpLika
AtEPF1/2 JVIarnbuposanue dpopmmpona- |[10, 13, 15,
HISA YCTBUI] 23, 44]
Crumynanusa o0pa3oBaHNA [11, 15, 44,
AtEPFLY yeTbun 45]
(STOMAGEN)
YnauHeHMe CTpydKa [46]
DopmupoBanne 3y04aToro [47]
Kpas JmcTa
AtEPFL2 PaBrOMepHaa 3akyiagka
CceMA3aYaTKOB U yBeJIMYeHre [46]
VX 4Y)CJIAa B CTPYUKe
Perynanna dyHKIMoOHNpPOBa- [48-51]
HUS alMKaJbHOM MEepPUCTEMbI
IloBbimeHne ycTonumBoCTI [52]
K [IaTOTeHY
AtEPFL1/2/4/6 YaauHeHMe COLBETUN U IIBe- (53]
TOHOKEK
DopmupoBaHne egMHCTBEHHON
MaTEePUHCKOM KJIEeTKM Mera- [54]
CIIOPBI
AtEPFL1—6 Obpacranne HyLeJIyca MHTe- [55]
IyMEHTaMU
YonuHeHMe TBHIYMHOYHBIX
AtEPFL4-6 HUTEN 3a CUET CTUMYJIAILIANA [56, 57]
nposdpepan KJIETOK

Torpa kak EPF1 roHTpoaupyeT maJsbHeNIIee pa3BUTHe
[10, 14, 15]. Ilentux EPFLY, HAanpoTUB, CTUMYIUPYET
pasBuTHe ycThul] — cBepxdkcupeccus EPFLY npuso-
OUT K yBEJMYEHUIO IIJIOTHOCTM YCTBUI[ U UX KJacTe-
pusaimy, Torga Kak CailJIeHCHHT MHTMOMPYET pasBUTHE
yereut [45]. ITokasano, uto EPF2 u EPFLY9 cBaA3bI-
BatoTca ¢ peuentopom ER, npu sTtom EPFLY konky-
peuTHO BeITecHAeT EPF2 m3 srToro komngaekca [44].
ITentunst EPF1/2 cekpeTupyoTcs KIeTKaMU YCTHUL,
ceaspiBaioTesa ¢ ER u ERL]1 n uarn6bmupyrot nudde-
peHIMPOBRY ycTbull, Torga kak EPFLY cexkpeTupyercsa
KJeTKaMy Me3oduiia, KouHKypupyet ¢ EPF2 3a cBa-
3piBaHMe ¢ ER u cTumynupyer oOpasoBaHme yCTbUI]L
[15, 44]. Takum obpaszom, EPF1/2 u EPFL9 neiictByoT
KaK aHTAroHMUCThI B KOHTPOJIE IJIOTHOCTU yCTbuIL [44].
Hawmbosee monpodbuo poss EPF nccnenosana Ha mpu-
Mepe apabuporcuca, OJHAKO ydacTUe 3TUX MEeNTHUIOB
B PeryJiAnuM PasBUTUA YCTbUI] IIOKA3aHO U Ha APYTUX
pacrenuax. Hanpuwmep, cBepxakcnpeccus PeEPF2 To-
noJisg, romoJiora AtEPF2, B pacTeHusax apabdbuporcuca
¢ HOKayToM Iio reny AtEPF2, mpuBoguia K CHUMKe-
HUIO NJOTHOCTM YCTbMII Ha JMUCTE, BOCCTaHaBJIMBAaA
MyTaHTHBIN peHoTHn [33]. Opronoru EPFL, BoBJe-
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YeHHbIE B PEryJALMIO Pa3BUTUSA YCTbUI] y apadumorn-
cuca — AtEPF2 n AtEPFLY, oOHapy:KeHbl B TeHOMax
onHoOmoJbHBIX Triticum aestivum u Brachypodium
distachyon [58]. Kak u coOoTBETCTBYOI[ME MEITHUIbI
y apabuporncuca, 9TV MENTHABl TaKyKe OKa3bIBAIOT IIPO-
THBOIIOJIOXKHBIN 5(P(PEKT Ha Pas3BUTHE YCTHUILL.

ITokaszauo, uro monayiab EPF/TMM/ERECTA saB-
JISIeTCA JOBOJIBHO JIPEBHUM PEryJasTOPOM Pas3BUTUSA
YCTBUI[ — €I0 KOMIIOHEHTBI KOHTPOJMPYIOT PACIIOIOKEe-
HJe yCTBUIl y IIE€PBBIX HA3€MHBIX PACTEHMUI, B 4aCT-
HocTH, ¥ MxXa P. patens [59]. Yerbuna y P patens o0-
pasyiores Ha criopocure, u PpEPF1, romosor EPF1/2
apabumoricuca, HETaTUBHO PETYNMPYET UX Pa3BUTHE.
OpnHako cBepxakcupeccusa PpEPF1 ne criocodHa BoC-
CTAHOBUTH HOPMAJIBHYIO IIJIOTHOCTBH YCTBUI[ MyTaHT-
HbIx 110 EPF2 pacrenuit apabunomncuca. B To ke BpeMa
y P. patens HeT opTosora AtEPFL9 1 cBepXaKCIpeccus
AtEPFLY ne BIMAET Ha IJIOTHOCTH yCTBMUI], YTO TOBO-
PUT O TOM, UYTO KOHKYPEHTHAS PEryiasaluus 3aKJagKku
YCTBUI] IIOABMJIACH HA OoJiee IO3HMX DTAIlaX HBOJIIO-
MM Ha3eMHbIX pacTeHui [59].

Takum obpasom, nentunsl EPFL — KoHCcepBaTUBHBIE
¥ JIOBOJIBHO JIPEBHYE PEryJasaTOPbl Pa3dBUTUS YCTHUI]
y Ha3eMHbBIX pacTeHUN.

®YHKLUMOHUPOBAHME ANMMKATIbHON MEPUCTEMbI
MOBET A

AnukasbHasa MepucteMma rnobera ABJAETCA KJIIOYEBON
CTPYKTYPOIi, obecrieunBalonieir pocT HaJ3eMHBIX Op-
raHOB pacTeHUs. Ee mpocTpaHCTBEHHAsA OpraHM3alNsd,
pasMep U aKTUBHOCTBb CTPOTO PEryJMPYIOTCA CETBIO
CUTHAJIbHBIX KacKaJoB, BajKHYIO POJIb B KOTOPBIX UTpa-
IOT B TOM umcJje nentuabl cemerictsa EPF/EPFL.

Y A. thaliana nentunsr EPFL1, EPFL2, EPFL4
u EPFL6 skcnpeccupyioTcs IIpeMMyIIeCTBEHHO II0 Ie-
pudepun anmMraJbHON MepucTeMbl obera, a TakKe
B 00JIaCcTV TPAaHMUITBI MEYKAY MEPMCTEMOV 1 3aKJagbIBa-
omuMucesa auctbaMu [48]. B To ke BpeMsa pelenTophl
ER, ERL]1 n ERL2 akTUBHBI B LIEHTPAJbHO 30HE Me-
PUCTEMBI], YTO yKa3bIBaeT HA MX ydacTMe B IIPOCTPAH-
CTBEHHO} PeryJyAluM KJEeTOYHOTO AeJleHus u nudde-
peHIMpoBKu Mepuctembl. Myrautsl o EPFL1/2/4/6,
a takske ERf uMeloT CcXO3KUI (PEHOTUI: yBeJUdeHue
pasMepoB MEPMUCTEMBI, CHUKEHNE YMCJIa JIVCTOBBIX
IPUMOPAMEB M yMeHbIIIeHNe o01iell OuomMaccel pacTe-
Hui [48]. OTu maHHBIE IOATBEPIKIOAIOT IUIIOTE3Y O TOM,
uro nentuabl EPFL u penentopsl ER nemoucTpupyioT
(PYHKIMOHAJNBHYIO M30BITOYHOCTE B PETYJIALNYM pas3Me-
pa amMKaJbHOM MepycTeMbl I1obera ¥ MHMIMALMM POCTa
JuctbeB [60].

Y myrtantoB no reny EPFL2 mabuonarorcsa Hapy-
IIEeHNA CUMMETPUY ¥ PaBHOMEPHOCTM 3aKJAIKM OpP-
TaHOB, a TaK/Ke M3MEHEHNA UMCJIa ayKCUMHOBBIX MaK-
CUMYMOB B allMKaJIbHON MepucteMme mnobdera [49]. OTo
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corylacyeTcs U C pe3yJbTaTaMy [PYroro MUCCJen0Ba-
HUA, COIJIACHO KOTOPOMY y MyTaHTOB epfl2 Habsrona-
JIOCh M3MEeHeHNe KOJIMYeCTBa MaKCUMYMOB ayKCHUHA,
IPUBOAAIIEE K U3MEHEHUI0 (POPMbI JIUCTHEB U CEMs-
noJtent [50].

Kpome Toro, nokazano uto o0paboTKa CUHTETHUUE-
ckumu nentugamyu EPFL4 n EPFL6 orpanuumuBaeT
JlaTepaJIibHbII POCT MEPUCTEMBI, CHIUYKAA DKCIIPECCUIO
KJIFOUEBBIX PEryJATOPOB alMKaJIbHOM MEPUCTEMBI —
CLV3 (CLAVATA3) u WUS (WUSCHEL) — npu yua-
ctuu perentopoB ERf [51]. BaaumogericTBue Mexay
STUMMU HMEeNTUIAMU U UX PelenTopaMM Peryamupyer
He TOJIbKO pasMep, HO U TPaHUIIbl MEPUCTEMBL, YTO CIIO-
coOCTBYeT KOHTPOJIIO 33 YMCJIOM MHUIIMUPYEMbIX Opra-
HOB 1 HOPMAaJIbHBIM Pa3BUTUEM paCTEHI/HZ.

Taxkum obpazom, EPFL urpaioT BasKHYIO POJIb B IIPO-
CTPaHCTBEHHO-BPEMEHHON PEryJIAny aKTUBHOCTY alyi-
KaJIbHOM MEePUCTEMBI rodera.

PErY NAuMs NNATEPAJIbHOA MEPUCTEMbI

M 3AKNAJKU NPOBOASLLIMX TKAHEA

Perynauusa jaTepasibHOM MEPUCTEMBI 1 3aKJAIKU IIPO-
BOIAIIMX TKaHeN ABJAETCA KJIUEBBIM IIPOIIECCOM,
obecrneunBaOIMM IIPAaBUJIBHOE Pa3BUTME KaK Bere-
TQTUBHBIX, TaK U PENpPONYKTUBHBIX OpraHoB. B pery-
JANUY (PYHKIVMOHMPOBAHUA JIATEPATIbHBIX MEPUCTEM
TUIIOKOTUJIeN ¥ COLBETUI apabuaoricuca y4acTBYIOT
penenntopuble KuHasel ER u ERL1 [61-63]. Tak, 06-
HapyskeHa dKcnpeccusa reHoB ER u ERL1, vo ue ERL2
B IEHTPAJIbHOM HUIMHAPE TMHoKoTuiaA [61]. IBoviHbBIE
MyTaHTHL II0 TeHaM ER u ERL1 oTamu4alTcAa OT pac-
TEHUI OUKOTO TUIIA yTOJIIIEHMEeM TUIIOKOTUJIEN 38 CUeT
yBeJIMYEeHNs KCUJIEMBI, IIPY DTOM B TAaKO} KCUJIEME
Oblyia ITOBBIIIEHA [I0JIS KJIETOK C JIMTHUPUIIMPOBAHHBI-
MU KJeTouyHbiMu cteHkamu [61]. To ects, ER u ERL1
IIPeOTBPAIIAIOT Ype3MepHOe Pas3BUTHE KCUJIEMbI B I'-
TIOKOTUJIAX.

Kunaszer ER 1 ERL1 perynupyooT Takske pasBUTHE
npokambusa B ctebaax cousetui [62, 63]. Y IBOMHBIX
MyTaHTOB 1o reHaM ER mn ERL1 Habisonasoch Hapy-
LIIeHMe CTPOEHUA MIPOBOIAIINX IIyYKOB — CJION IIPOKaM-
0151 ObLI IPEPBIBUCTHIM, B HEKOTOPBIX MeCTax KCujeMa
un ioama comnpuracaauch. Ilokazano, uro ER u ERL1
SKCIIPECCUPYIOTCA B KCUJIeMe 1 (pJIodMeE, IIPUIEM VIMEH-
HO (p1oPMHAA BKcIpeccus reHa ER ABJseTcs onpese-
JIAOIIEN AJIA Peryiaanuy aHaATOMMUYECKON CTPYKTYPBI
cTebusa couBetrusa [62]. [IpenmosiaraeTcs, 9TO B BTOT
npouecc BojaedeHsl nentuasl EPFL4 1 EPFL6, koTo-
pBle BKCIPECCUPYIOTCA B DHAOLEPME M CBA3BIBAIOTCSA
¢ ER. Onnako y mBoiiHOro MmyrtaHTa 1no remam EPFL4
u EPFL6 He OblI0 HapyIlIeHO CTPOEHNE IIPOBOIAINX
IIyYKOB, II09TOMY BOIIPOC O TOM, Kakue nMeHHo EPFL
YYacTBYIOT B Perynanumu (pyHKIMOHMPOBAHUA JaTe-
PaJIbHBIX MepucTeM, BCe ele OCTaeTCAa OTKPBITBIM.

Taxkum obpaszoMm, moKaszaHo, 4To penentopsl ER
u ERL1 u, no-BuaMMoMy, X JUTaHIABI YyYaCTBYIOT
B KOHTpOJIe 00pas30BaHusA U (PYHKIMOHMPOBAHUSA JiaTe-
PaJIbHBIX MEPUCTEM U 3aKJafKe ITPOBOAAIMUX TKAHE.

BDOPMHUPOBAHUE 3YBYATOIO KPAS JIUCTA

Eme ogua posap nentupos cemericra EPFL — sTo
peryaanua GopMMUpPoOBaHUA 3y0UaTOro Kpas JUCTO-
BoOJ miacTuHKM [47]. Y apabupomcuca 3TOT Ipoiiecc
perynupyet nentun EPFL2 coBmecTHO ¢ pelienTopa-
vu ER u ERL1/2. MyrauTs! 110 reny EPFL2, a Takxe
JIBOMHBIE MyTaHTHI 110 KnHa3daM ERf xapaxktepusyror-
CA OTCYTCTBMEM 3yOLIOB II0 KPAao JMCTOBON IIJIACTMH-
ku. Beaumogericreue EPFL2 c kasxgoit us tpex ERf
IIOATBEPANIIN IIPY IIOMOIIM KOVMMMYHOIIPEMINTAIINNI
[47]. Ter EPFLZ2 »skcupeccupyeTcs B pacTyIIuUX JIN-
CTbAX 3a MCKJIOYEHMEM KOHUYMKOB 3y0Il0B U pas3BU-
BapIMxcA KUJIoK [47]. VIHTepecHO, YTO BKCIpecCusd
ERLZ2 xoutpactupyet skcnpeccun EPFL2: oHa obHa-
pysKeHa B KOHUMKaX 3yOI[0OB M KMUJIKAX, B TO BpeMs
kak ER u ERL1 srcrpeccupyIOTCS BO BCE JIMCTOBOI
niactuake. TakuMm 06pa3oM, peryiaaTOPHBIN MOLYJIb
EPFL2-ERf nonaBsiseT oTBeT Ha ayKCUH, OTPAHUYL-
Bas ero HeDOJIbIIMM KOJIMYECTBOM KJIETOK Ha KOHUYMKE
pacryiiero 3y01a.

PA3BMUTUE TEEHEPATUBHbIX OPITAHOB

B xone 3BoJIOLIMM Y IIBETKOBBIX PACTEHUI BO3HUKJIIN
CJIO’KHBIE U Pa3dHOOOpas3Hble CTPYKTYPBI OJA Pa3MHO-
SKeHUsA, B (POPMUPOBAHNUM KOTOPBIX, HAUMHASA C PEry-
JIALMM aPXUTEKTYpPhl COIBETIUSA M 3aKaHUMBasgA obpa-
30BaHMEM CEMSH, Ba’KHYI POJIb UTPAIOT IIEIITU b
EPF/EPFL.

EPFL4/6, a Tak:ke B MeHbluell crenedu EPFL1/2
BMmecTe ¢ ERf cTumynupyoT yaanHeHMe COIBETUIL
u uBeToHOkeK y A. thaliana [53]. IIpu stom EPFL4/6,
BpIcTymatine gurangamu ER, skcrnpeccupyiorces
B KJIETKaxX 9HIOAEepMbl, a TeH ER sKcIpeccupyeTcs
B KJIETKaX 3MUIEepPMbl, pJ03Mbl 1 KceusaeMbl. OnHAKO
I (POPMUPOBaHNUA HOPMAaJbHOM apXUTEKTYPBI CO-
LIBETUA BasKHA PeLelIsa CUTHAJA MMEHHO BO (DJI03Me,
Tak Kak dKcrpeccusa ER non criennmpUIHbIM 18 (PJIO-
MBI nTpoMoTopoM reHa SUCI BoccraHaBamBaja (peHO-
TUII MYTaHTOB er. JKcnpeccusa ER mon mpoMoTopamu,
aKTUBHBIMI B KCUJIEME U DIUIEPME, ITOLOOHOTO 3hdek-
Ta He nasaJia [53]. Takum obpasom, mentuas: EPFL4/6
KCIIPECCUPYIOTCA B KJIETKAX DHIOJEPMBI COIBETMUI,
MUTPUPYIOT BO (pJI03MYy, ITie cBaAsbIiBaoTea ¢ ER u ctu-
MYJIMPYIOT POCT CTeOJIA COLBETUSA U IIBETOHOKEK [H3].
TpaHCKPUIITOMHbIE HaHHbIE IIOKA3bIBAIOT, UTO ¥ MyTaH-
T0B A. thaliana er-2 u epfl4/6 3HaumTesbHAs YaCTb
IndpdepeHIMATbHO SKCIIPECCUPYEMBIX T€HOB ABJIAETCS
KOMIIOHEHTaMM ayKCMHOBOIO U I'MO0epesIMHOBOTO OT-
BeTa. B wacTHOCTH, TofaBideTcsa srcapeccusa ARGOS,
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CTUMYJIMPYIOIIETr0 POCT HAaJA3€MHBIX OpPraHoB [64],
¥ TpaHcKkpumnmonHoro dgaxkropa WRKY15 [53].

Posap nentunos EPFL B perynauuyu apXUTEKTYpPHI
cornBeTusa nokazana u y puca. Tak, OSEPFL5-9 pe-
IYyIUPYIOT apXUTERTYPY METEJKM U pasMep 3epeH.
IIpm saTom OSsEPFL6—9 cHM)KaIOT KOJIMYIECTBO KOJO-
ckoB Ha MmeteJkKy, a OsEPFL5 — moBsbimmaeTt, To ecThb
ABJIAETCA UX aHTarouuctoM [65]. JasbHeliasa nepena-
uqa curHasia OsEPFL6-9 unet uepes penentop OsER1
n MAII-kuHasubIl Kackan, copepsxammii OsMKKK 10—
OsMKK4-0OsMPKG6 [65, 66].

Ilentune!r cemeiictBa EPFL KOHTPOJMPYIOT HE TOJb-
KO Pas3BUTHE COLBETMII B 1I€JIOM, HO ¥ MYKCKUX U YKE€H-
CKMX IIOJIOBBIX OPTAHOB, I 00pa3yroImMUXCcs IIJIOLOB.
Y pacrenunit apabuporncuca EPFL4/5/6 ctuMmynamupyor
YAJVHEHME THIYVMHOYHBIX HUTEN 3a CHET PeryJanuu
nposmdepanuy KieTok [56, 57]. Y TPOMHBIX MyTaH-
ToB 110 reHaM EPFL4/5/6 napyiiaeTcs caMOOIbLIEHUE
¥ HaOJIOaeTCs MYIKCKas CTEPUIbHOCTD, IIOCKOJIBKY
TBIYVHKY OKa3bIBAIOTCA CYIIECTBEHHO KOpOUe, YeM IIe-
ctuk [57]. IIpu Gostee HMBKOI TeMIlepaType HapylIeHue
CaMOOIIbLIIEHUA IIPOUCXOOUT YiKe Y OAMHOYHOTO MyTaH-
Ta epfl6 [56]. IIpu sTom ER omocpenyer ynanHeHue
HEe TOJIbKO TBIYMHOK, HO U MecTuka [56].

EPFL1 T. aestivum u EPFL6 Brassica napus Tak:xe,
10 BCeW BUAVIMOCTH, PETYIMPYIOT MOP(OJIOTUIO OPraHOB
uBeTKa. VIX cBepxaKcupeccusa B pactenuax A. thaliana
yMeHbIIIaja YYCJIO0 THIYMHOK M UX JJVHY OTHOCUTEJBHO
nectura [67, 68].

ITertuner EPFL Takske MOryT perysmMpoBaTh pa3BU-
Tre cTpydkoB y A. thaliana. EPFL9 coBmectHO ¢ ER
CIIOCOOCTBYeT YIJIMHEHMIO CTPYy4Ka, Torga Kak EPFL2
SKCIpeccupyeTcsa B NPOMEXYTKaX MEXAY IPUMOP-
IUAMY CEMAIOYEK I, B3aMMOJENCTBYA C pellerTopa-
vy ERL2 n ERL], yBennumBaeT 4mcjio ceMA3a4aTKOB
B CTPYYKe ¥ IOBBLIIIAET PABHOMEPHOCTDb 3aKJANKU UX
npumopaues [46]. IuTepecHo, uto EPFL9 u EPFL2
MOT'YT BBICTYIIaThb aHTAaroHMCTAMM, TAK KaK DKCIIPECCUs
EPFLY non npomoropom EPFLZ2 npuBonuia ¥ peHOTH-
Iy, CXOJHOMY ¢ (peHOTHIIOM MyTaHTa epfl2 [46].

EPFL1/2/4/6 KOHTPOIMPYIOT TaKkKe HadaJIbHbIE ITa-
IIbI Pa3BUTUSA KEHCKOTO TaMeTOPUTa. OTYU IeNTUIbI
HY'KHBI JIJId BbIeJIeHUA eIVHCTBEHHOM MaTepPUHCKON
kaeTky Meracrnopsl (MKM), npenarcTBysa Kak o0paso-
BaHMIO MHOrouucyeHHbIx MKM, Tak 1 UX OTCYTCTBMUIO
[54].

Ha 6osee mo3puux cragmax pasBUTUA ceMsa3adaT-
ka EPFL1-6 obecrneunBaoT oOpacTaHmue HyIleJJIyca
nurerymenramu [55]. F'eurt EPFL1-6, ER u ERL1/2
SKCIIPECCUPYIOTCA HA Pas3HBbIX CTAAMAX Pa3BUTUA Ce-
MA3a4YaTKa, TOTa KaK MyTaluy II0 BTUM reHaM IpU-
BOJAT K HapylIeHMIO (PpOPMMPOBAHUA MHTETryMEHTA.
SERK1/2/3 npu 3TOM BBICTYHAIOT B KaUyeCTBE KOpEeIell-
Topa: nmokasaHo Baaumonericteue SERK ¢ kmnnasamu
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cemerictBa ERf, koTopoe ycunmBaeTcsa B IpUCYTCTBUM
sK30reHHbix nentugos EPFL4/6 [55].

Ientuaer EPF/EPFL KOHTPOJMMPYIOT TaKOil Basyk-
HBIJ CeJIbCKOXO03sVICTBEHHBIN NIPMU3HaK piuca, Kak HaJu-
ure ocTu y 3epHOBEU. I'en EPFL1 nuxoro puca Oryza
TUfipogon aKTUBHO 3KCIIPECCUPYETCS B PA3BUBAIOIIMX-
cA corBeTuax U obecnednBaeT popMupoBaHue Hojee
IJIVHHBIX 3€PHOBOK C OCTBIO M METEJOK C MEHBIINM
KOJIMYEeCTBOM 3epHOBOK [69]. MyTannmu, nusMmeHdmomue
4ycJio octaTkoB mucrevHa B OsEPFL1, obHapyskeHbI
y OGospmHCTBA 6€30CTHBIX KYJIBTYPHBIX COPTOB puca
O. sativa, a amens EPFL1 acpMKaHCKOTO KYJIBTYPHOTO
puca O. glaberrima onpezesisj MOSBJIEHME OCTUCTBIX
3epeH y O. sativa ssp. japonica [69]. IIpu sTom y copra
O. sativa ssp. aus cv. Kasalath manuune octu y 3ep-
HOBKMU ompenessiercsa apyrumu resamu EPF/EPFL:
y oxmHOYHOTO MyTaHTa o reny OsEPFL1 octu co-
XPpaHATCA, a MYTaHT 0sepfl2 ocTeil He MMeeT u pop-
MupyeT 0oJjiee KOPOTKME 3€PHOBKM MEHBIIEN MaccChl
¥ C MEHBIIMM YMCJIOM KJIETOK B IIPOJOJBbHOM Cede-
uun. OsEPF2, OsEPFL7, OsEPFLY9, OsEPFL10 Taksxe
BHOCAT BKJaJ B pasBurue octu. Ilo rewam OsEPFL1/
GAD1/RAE2 n OsEPFL2/9/10 men orGop B mporecce
IoMecTuranuu puca [39, 69].

Pynrxnunu nentunos EPFL B pasBuTum pemnpo-
IYKTUBHON c(pepbl pacTeHUs KpaliHe MHOTOOOpas3HBbL.
IlpencraBuTeNM NaHHOTO CEMENCTBA KOHTPOJMPYIOT
apXUTEKTYPY COLBETNs, POCT OPTaHOB LIBETKA U IIpa-
BUJIbHOE (DOPMMPOBAHME SKEHCKOI'O TaMeTo(uUTa.

ABHMOTUYECKME CTPECCbI

B mocsnenumne roabl BegeTcs aKTUBHBIN IIOMCK M aHHO-
TUPOBaHME T'€HOB, KOOUPYIOIINX IEeNTUALI ceMelicTBa
EPF/EPFL, y pas3an4HbIX CEJIbCKOX03ANCTBEHHBIX
pactennit. HacTo 06Hapy KMBaETCHA, YTO IPOMOTOPHBIE
obJslacTy BTUX TEHOB COJLEPYKAT YUC-PETYIATOPHBIE
3JIEMEHTBI, CBA3AHHBIE C OTBETAMM Ha CTPECCOBBIE BO3-
IelicTBuA u puUTOropMoHE! [33, 34, 36, 40, 41]. Bosee
TOTO, DKCIIEPMMEHTAJIbHO OATBEPIKAEHO, YTO DKCIIpeC-
cust orgenbubix EPF/EPFL perynnpyercs LaHHBIMU
daxTopamm. ITO MMO3BOJISIET IPEAIIOJIOKUTE, 4To EPF/
EPFL moryT urpathb poJib B (POPMUPOBAHUM yCTONUM-
BOCTM PAaCTEHUN K CTPECCOBBIM YCJIOBUAM.

Taxk, skcnpeccusa EPFLS noBelaetca mpu obpadoT-
Ke pacTeHmiI KyKypy3bl abcumsoBoit kucyoroii (ABR),
METMJI3KACMOHATOM U CaJIMIIMJIOBOM KMUCJIOTOM, TOTAa
Kak pKcrpeccusa pana apyrux EPFL B Tex jKe yCJ0BU-
ax cHmkaerca [34]. Kpome Toro, BOgHBIN Ae(UIUT MO-
SKeT BbI3bIBAaTb M3MEHEHUA DKCIIPECCUN Cpasdy HECKOJIb-
kux EPFL, 9TO KOCBEHHO yKa3bIBaeT Ha UX BO3MOYKHOE
ydacTye B PeryJsanuy oTBeTa Ha 3acyxy [34, 70].
Y psru oOHapysKeHbl KaK MHAYIMPYeMble, TAK M VIHIU-
ObupyeMble Ipu ocMOTHYeCKOM cTpecce EPFL, a Takike
BBIABJIEHE! J1Ba EPFL, MHAYIUPYEeMBbIX BbICOKOI TeMIIe-
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patypoii [40]. IlokazaHO IOCTOBEPHOE CHUIKEHME DKC-
npeccun cemu reHoB EPF palica Ipu CoJIeBOM CTpecce
[37]. AudppeperMaIbHO DKCIpPECCUPYEMbIE B OTBET
Ha ocMoTHYeckuyi crpecc reusl EPFL uaeHTUUIMpPO-
BaHbI TaKyKe y cOpro, Kaprodesid, Tonoss, A0J0Hn [33,
36, 41, 71].

MaBectHO, uT0 EPF1/2 nurubupyior obpazoBanme
yereunl y A. thaliana, Torna kak EPFL9 ctumynupy-
et [10, 13, 45]. IIpu BTOM MJIOTHOCTH PACIIOJOKEHUA
YCThbUII M MHTEHCVMBHOCTDb TPAHCIIMPaAMM OIIpeneJsdaroT
YCTOMYMBOCTb pacTeHUA K 3acyxe. CpaBHeHMe BKC-
npeccunu reoB EPF/EPFL y yCTOMYMBOIO M 4yBCTBU-
TEJILHOTO K 3acyxe coptoB s6souu Malus domestica
I0Ka3aJo, 4To dKcrpeccus oprosora AtEPF2, MdEPF2,
CUJIbHEE MHAYUMPYETCA 3aCyXOil B JIUCTbAX yCTONYM-
Boro copta [71]. O6paborka ABK — KJIH04YeBbIM pery-
JATOPOM OTBETa Ha OCMOTUYECKUI CTpecc — TaKiKe
uHAynuposasa skcrnpeccuio MdEPF2. Pacrenusa To-
Mara, cBepxakcupeccupytomue MdEPF2, orauyanucs
TIOBBIIIEHHOM YCTONYMBOCTHIO K OCMOTUYECKOMY CTpec-
cy. IIpu 3acyxe y Takmx pacteHuit 6v1ma 6osbite Omo-
Macca, BBIIIE CKOPOCTh (POTOCUHTE3a M OTHOCUTEJILHOE
coZlepsKaHMe BOABI, MEHBIIIE COJEPKaHMe MaJIOHOBOIO
muanbneruna (MIA), MapKepa OKUCINTEJNBHOIO CTPeC-
ca, ¥ IIepoKCcHUa BOAOPOA, & AKTUBHOCTb aHTUOKCU-
IAHTHBIX (PEPMEHTOB BBIIIE, YeM Y PACTEHUI OUKOTO
tuna [71]. OcHOBHBIM MOPQOJIOrnYecKuM 3PPeKTOM
ceepxorcnpeccun MAEPF2 6b110 cHMMKEHME KOJMUe-
CTBa YCTBUI], YTO MOKHO pacCMaTpMBaTh KaK IIPUYMHY
00JIbIIIEe}I YCTOMYMBOCTY TAKMUX PACTEHUN K OCMOTHUUE-
CKOMY CTpeccy.

Panee usyganu usmosiorndeckyo pojb OpPTOJIOTa
AtEPF2, PdEPF2, o0Hapy K€HHOTO B T€HOME TOIIOJSA
[72]. PAEPF2, skcupeccusi KOTOPOTO MHIYIMPOBAJAaCh
3acyxoii 1 ABK, cBepxaKcpeccupoBaan B pacTEHUAX
apabupmorcuca, KOTOpble OKas3ajuch OoJiee yCTONYUM-
BBIMU K 3aCyXe, B yCJIOBMSAX OCMOTMUYECKOIO CTpecca
Yy HUX 6bIJIO IIOBBIIIEHO COoAepaHNMe ITPOoJIMHa M MHTEeH-
CUBHOCTB (POTOCMHTEBA.

Y raprodesnsa tak:ke BbisiBjaeHbl EPF/EPFL, skc-
mpeccusa KOTOPBIX OTBeYaEeT Ha 3acCyXy: DKCIpec-
CcUA TpeX TeHOB pacteT, a onHoro (EPF4) nagaet [36].
TTosyunay pacTeHUs C HOKJAYHOM M CBEPX3KCIIPECCH-
et EPF4. ITokazaJy, 9TO HOKJAyH 3TOr0 reHa IPUBO-
IUT K MOBBIIIEHNIO YCTOMYMBOCTU K 3aCyXe — OTHO-
CUTeJbHOE COZEPsKaHMe BOABI, COZepsKaHMe IPOJnHA
M aKTUBHOCTb aHTUMOKCHIAHTHBIX pepMeHTOB (SOD,
POD, CAT) y Takux pacTeHMI IIPU 3acyXe BBIIIE, YeM
y pacteHuit nuroro tuna, a MIA — Huxe. Ilpu sTom
Y pacTeHU, cBepxdKcIpeccupyomux EPF4 npu 3a-
cyxe, 0OHAPYIKUBAJIUCH ITPOTUBOIOJIOKHbBIE 3(P(PEKTHI
[36]. Iamenenne skcnpeccun EPF4 BiuaAgo Ha MJIOT-
HOCTb YCTBUI] — B PacTeHUAX ¢ HOkpayHoM EPF4 ona
OplyIa HUIKE, & CO CBEPXOKCIIPECCHEN DTOTO TeHa BBIIIE,

4eM y PacTeHMII AMKOro Tura. Bo3MOKHO, UYTO HETAaTUB-
Haa posb EPF4 B perynanumu orBeTa Ha OCMOTUYECKUIL
cTpecc CBsf3aHa C €ro AelicTBMEM Ha (popMupoBaHMe
YCTBUIL

COBOKYIIHOCTb T€HOMHBIX U (PUBUOJOTUUECKUX
IaHHBIX, OJYYEHHBIX HA Pa3JIMYHBIX CEJbCKOXO03M-
CTBEHHBIX KYJIbTypaX, YKa3bIBaeT Ha MOTEHIMAJIbHYO
BOBJIeYEHHOCTDb mentunoB cemericrsa EPF/EPFL B pe-
TYJIALMIO OTBETA PACTEHUN Ha adMOTUYECKNE CTPECCHI,
IIpeskJie BCero, Ha 3acyxy. dallle BCeTo B KauecTBe Hall-
0oJiee BEPOSATHOrO MEXaHM3Ma JEeMCTBUSA DTUX IEITU-
JIOB PacCMaTpPUBAIOT KOHTPOJIb YCTBUYHOM IIJIOTHOCTHU
¥ TPaHCIMPAIMM, OHAKO HEJb3A MCKJIOYUTDL CYIle-
CTBOBaHME U APYTUX MeXaHM3MOB. IIpu 3TOM pasHbIe
YJIeHBbl ceMelCTBa MOI'YT BBINOJHATH KaK IIOJOMKU-
TeJBHYIO, TaK U OTPULIATEJBHYIO PEryIATOPHYIO POJb,
YTO HNONYEepPKUBAET (PYHKIMOHAJbHOE pa3Hoobpasue
EPF/EPFL u HeoOXOOMMOCTD NAJIbHEMIINX MCCJIeN0Ba-
HUI UX cnennuiecKnx (PYHKIMI B Pa3JIMYHBIX (pusm-
OJIOTMYECKUX KOHTEKCTaX.

BMOTHUYECKMHU CTPECC
JVIzameHeHMe BKcIpeccuy Pas3JsIMYHbIX IIPENICTaBUTEJIEN
EPF/EPFL B oTBeT Ha 3apaskeHue (PUTOMATOTEHHBIMU
rpubaMy IIOKa3aHO y HECKOJBKVX BUJOB pacTeHmil. Taxk,
3apaskeHne Mxa P patens natoreHHbIM rpubom Botrytis
cinereqa CyIIIeCTBEHHO CHMYKAJIO DKCIIPECCUIO IIIECTH Te-
HOB, KOOUPYIOMNUX [IpeJiCKa3aHHble IMeNTUIbl ceMeli-
crBa EPFL [73]. IlokasaHno, uto sxcnpeccusa EPFL1-6
u EPFL9 A. thaliana yBesu4YmMBajach IOCJ€e MHOKYJISA-
uun Sclerotinia sclerotiorum, Torga Kak SKCIPECCUS
ocTaJbHBIX npexacraBuresein cemericrea EPF/EPFL
He m3MeHdAJach [52]. B To ke BpemaA Bo3IelicTBUE
OMOTMYECKOr0 CcTpecca pPa3HOHANPABJIEHHO BJIMUAJIO
Ha sxcupeccuio renoB EPF/EPFL B pacreHusx tomara
Solanum lycopersicum: Tak nHPUIMPOBaHUE (PUTOIA-
toreroM Fusarium oxysporum f. sp. lycopersici mpuso-
IUJIO K TIOBBIIIEHMIO dKcrpeccuyt SIEPF7 v CHUMKEHUIO
sxcapeccun SIEPF1/5, a 06paboTKa saucuTopaMm U3 He-
IaTOreHHOro AJiA ToMmara ImramMMa F. sambicinum 1oBbI-
magia sxcnpeccuto SIEPF6/7 n camskana SIEPF3/5 [74].
JIsmenenue sxcrpeccuy cpasy HECKOJbKUX T'€HOB
EPF/EPFL mnpu B3aUMOJENCTBUMU C (PUTOMIATOTEHA-
MM IIO3BOJIIET IIPEJIIOJIOMKUTDb, YTO IENTUIbI HTOTO
ceMelcTBa MOTYT COBMECTHO PeryjamupoBaTh 3al[UT-
Hble MeXaHM3Mbl pactenus. Taxk, poct S. sclerotiorum
n npoxykima H,O, y myrantos Arabidopsis epfl1,2,4,6
CYIIIECTBEHHO ITOBBIIIAJNCDH, TOTJa KaK OAVHOYHbIE MY-
TAHTBHI HEe OTVIMYAJNCh OT PAacTeHMiI AMKOro Tuna [52].
Kpowme Toro, y mytauToB epfl1,2,4,6 cyliecTBEHHO CHU-
sKaJjlach MHAYLIMUPYyeMasi IaTOTeHOM 3KCIIPeCCUsI TeHOB,
otHocaAumxcess Kk YODA DOWNSTREAM (YDD). YDD —
9TO TPYIIa TeHOB, HO3UTUBHO PETYIUPYEMBIX V MY-
TAHTOB C KOHCTUTYTUBHO akTuBHOM YODA [52]. C npy-
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roil CTOPOHBI, MHAYIMOeabHAA dKcnpeccuss EPF1/2
y A. thaliana He mOBBIIIAJNA YCTONYMBOCTD PaCTEHUNA
K HekpoTpodHOoMy rpuby Plectosphaerella cucumerina
[75]. Kak m3BecTHO, MHOTYME IIaTOT€Hbl IIPOHMKAIOT
B TKaHM PacTeHNUs depesd yCTbUIA, [I03TOMY ocJjabiie-
HME yCTOMYMBOCTU MyTaHTOB 110 ERf, mo-Bugumomy,
MOKHO CBABATH C yBeJMYEeHNMEM YIcJa yeThbUIl Tak, mo-
cse oopaborky EPFLY umcio ycTbull yBeaIndMBaJIOCh
¥ CUMIITOMBI 3apaskeHusa yCUIUBaIUCh [76].

TakuMm 00pazoM, JaHHBIE 00 ydYacTUM IENTUIIOB
EPF/EPFL B perynasiuum oTBeTa Ha OMOTUYECKUI
cTpecc KpayiHe CKyZIHBL IIpy 3TOM HEOOHOKPATHO IIO-
Ka3aHO yd4acTye PelelITOPOB ¥ KOMIIOHEHTOB CUTHAJIb-
uoro rytu nentunoB EPF/EPFL B obecrieyennu ycToii-
4MBOCTU K (putomaroreHaM. Tak, y MyTaHTOB IIO r'eHY
ER cum:kasach ycTOMYMBOCTb K DakTepun Ralstonia
solanacearum [77], oomuniery Pythium irregulare
[78], maTorennnbim rpubam Verticillium longisporum
[79], S. sclerotiorum [80] u P. cucumerina [81, 82].
Hononanrenbusiii HokayT renoB ERL1/2 u TMM ycu-
JuBaJ pas3Butue mHperumn [75, 80].

OpnHakKo CHMIKeHMe yCTOM4YMBOCTU K R. solanacearum
IPpY MHOKYJANMM [IaTOTe€Ha Yepe3 IOBpesKJeHHbIe
KOpHMU [77] yKa3bIBaeT Ha TO, YTO YA3BUMOCTDb €T MO-
sKeT ObIThb CBsI3aHA HE TOJBKO C yBeJMYEeHMEeM ducJa
YCTBUI], HO ¥ C MHTMOMPOBaHMEM 3alIUTHOTO OTBETAa
pacteHusa. B mosb3y 3TOTO TOBOPUT CHUIKEHUE DKC-
npeccum NaTOreH-UHAYyLIUpPyeMbIXx renoB WRKY33,
WRKY53, CYP79B2 u CYP81F2 y myTanToB er, bakl
u er bakl [75].

B To xe Bpemsa akTuBHOcTb ER He BumAsa Ha 9KC-
IIpeccuio reHOB, MHAyUMpyeMbIx flg22 — 22-amMMHOKUC-
JIOTHBIM DIIMUTOIIOM, IPOM3BOAHBIM dparesanHa [75].
Takske MyTaHTBI er ObIIM He MeHee YCTONYMBBI K 3a-
paskenuio B. cinerea, F. oxysporum f. sp. conglutinans
un Peronospora parasitica, ueM pacTeHUA LUKOTO
tuna [81]. Takum obpaszom, ER He Bcerma Heobxo-
IUM OJ1d (POPMUPOBAHUA YCTONUMBOCTU K ITaTOTE€HAM.
BosmosxHO, HO He 0043aTeJIbHO, 3TO CBA3AHO C (PYHKIM-
OHAJILHOW MB30BITOUYHOCTHIO perentopoB EPFL.

ER perynupyeT oTBeT apabupomncuca Ha 3apaskeHue
S. sclerotiorum, BiusAsA Ha CBA3bIBaHME TPAHCKPUIIIV-
onHoro ¢axTopa WRKY33 ¢ npomoropamu renos YDD
[80]. B sTom mporiecce y4acTByeT XpPOMaTMHPEMOZEJVI-
pyrommit komniaeke SWR1 1 perysnaTopHbIi MOLYJIb
ER-MPK6-WRKY33. SWR1 cnocobeTByeT cBA3bIBa-
Huo W-box Tparckpunuuonsoro gaxkropa WRKY33

C IPOMOTOpaMM M aKTUBALMM DKCIpeccuy reHOB Y DD,
KOTOpble HEOOXOAUMBI IOJIA MNOAJNEPIKAHUA yCTONUMBO-
ctu pacreHus K 3apaskennto S. sclerotiorum [80, 83].
ITockonbry EPF/EPFL-nienTuabl M3BECTHHI B IIep-
BYIO OYepenlb KaK peryJATOpbl Pa3BUTUA YCTbUI], UX
POJIb B KOHTPOJIE aalTaluM K CTpeccaM YacToO IIbI-
TAIOTCA CBA3aTh C KOJMYECTBOM yCTBUI], HO, IIO-
BUAVIMOMY, POJIb NAHHOI TPYIIIBI IIENITUA0B IIPU CTPec-
ce o0IIMpHee U HY’KJIaeTcA B AaJbHENIIeM U3yYeHNN.

3AKJKOYEHHME

HecmoTpsa Ha 3HaumMTeNbHOE pacIIMpeHMe 3HAHUINA
o nentunax cemericrsa EPF/EPFL, B mouumanum ux
PYyHKIMII ocTalOTCA BakHble IIpobesibl. Tak, mogaBisa-
1o1ree OOJIBIIMHCTBO (PYHKIMOHAJbHBIX JMCCJIENLOBA-
uuii EPF/EPFL npoBeseHO HA MOJEJIbHOM PacTeHUU
A. thaliana. Bosee Toro, xorsi romojyioru renos EPF/
EPFL uneHTM(UIVPOBAHBI y IIPEJICTABUTEJIEN Pa3JIN-
HBIX TPYIII IIOKPBITOCEMEHHBIX, X (PYHKIMOHAJIbHBIN
aHaJIM3 B 9TUX TAKCOHAX IIPaKTMUYECKM He IIPOBOAMJIICS.
OTO 0COOEHHO aKTyaJbHO B KOHTEKCTE (PUJIOreHeTnIe-
CKOTO pasHO00pas3ma pacTeHui, IIOCKOJIbKY Pe3yJIbTaThl,
noJsryyeHHble Ha Arabidopsis, MOTYT HE IIOJHOCTBIO OT-
paskath criekTp Omosormydecknx pyuxunyi EPFL B gpy-
I'MX BUJAX.

JomosHNTeIbHBIE CIIOKHOCTY B U3YUYEHUN HTUX IIeIl-
TUIOB 00yCJIOBJIEHB! (PYHKIVOHAJBHONM M30BITOYHOCTBIO!
MHOTME NPEeACTaBUTEN CEMENCTBA MOIYT YaCTUYHO
KOMIIEHCHPOBATh APYT IPYTa, YTO 3aTPYAHAET OLIEHKY
BRJIaJla OTAEJbHBIX IIpenicTaBuTeseil. 11o 9Toit npuunte
3Ha4YMTeJbHAsA YacTh MCCJIeOBAaHUII OCHOBaHA Ha aHa-
JM3e MYTAHTOB II0 pelelnTopaM, KOTOPbIe TaKKe Je-
MOHCTPUPYIOT YaCTUYIHYIO M30BITOYHOCTD, HO UMCJIO UX
CYIECTBEHHO MEHBIIIE.

Ha ceropuAmnamMit 1eHb IoKasaHo, YTO DKCIIPECCUS
EPFL MoeT MEeHATbCA P OMOTUYECKUX U abMoTu-
YEeCKUX BO3JEMCTBUAX, OOHAKO CBA3b MEKAY IEeNTHU-
HOM peryJdaiyuei 1 afalTUBHBIMM peaKUMsaAMM pacTeHUt
He JI0 KOHIA sICHA.

Yupasiaenue aktuBHocTbi0o EPFL 1 ux penentopos
IIOTEHI[MAJbHO MOYKET OBITH MCIIOJIB30BAHO JJIA OITU-
MMU3anMUyu MOPQOTeHe3a, MOBBIIIEHN yCTONIMBOCTH
K CTpeccaM I, Kak CJEeJCTBHUE, NJA YIyUIIeHUS CeJb-
CKOXO3AJCTBEHHBIX KYJIbTYD. ®

Paboma svinoatena npu noddepicke Poccutickozo
Hayurozo porda (npoexm Ne 23-74-10048).
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