OBSOPHHE CTATbUA

REVIEWS

VK 581.192.7

POAD ITEIITUAHBIX TOPMOHOB _
B PEI'YASALIINN POCTA " PA3BUTUA PACTEHUU
N X AAATITAIIVU K BHEIITHUM ®AKTOPAM

I. I. ®HJIHITI[OBAY

YBenopyceruii 2ocyoapemeennviii ynusepcumem, np. Hesasucumocmu, 4, 220030, 2. Munck, Benapycy

Annomayusa. llentuaaple TOPMOHBI PACTEHUH MPEICTABIAIOT COOOM KIIACC CHTHAIBHBIX BEUIECTB, YYaCTBYIOIINX
B PEryJsIlIUY MPOIECCOB POCTA U Pa3BUTHUS PACTUTENIBHBIX OPTaHU3MOB, a TAKXKE MX aJaNTallli K CTPECCOBBIM BO3JCH-
cTBUSAM. MHIYKIUS TEHOB, KOMUPYIOMINX OCJIKM — MPEIIIEeCTBEHHUKH MENTHAHBIX TOPMOHOB, OCYIIECTBISIETCSI B OTBET
Ha pa3HOOOpa3Hble BHEIIHNE U BHYTPECHHUE CTUMYJIBL. [lenTuiHbple TOpMOHBI BOCIIPHHUMAIOTCS PACTHTEIILHOM KIICTKOH
C TTOMOIITHIO CIIEU(UIECKUX PEIETITOPOB U 3aITyCKAIOT MHOTOYPOBHEBYIO CHCTEMY CHTHAJIFHT A, 00€CIICYMBAOIITYI0 KOOP-
JUHAIAIO KJIETOYHBIX MTPOIECCOB IPH U3MEHSIOIIUXCS YCIOBUAX CPEAbI, PA3BUTHE 3aITUTHBIX PEaKINN U (OPMUPOBAHIEC
nMMyHHTeTa. B HacTosIel paboTe MpoBe/ieH aHaIU3 COBPEMEHHBIX JINTEPATYPHBIX JaHHBIX O CTPYKTYpE, GYHKIMOHAIBHON
AKTUBHOCTH M MEXaHM3MaxX CUTHAJIMHIA OCHOBHBIX TPy NENTHAHBIX TOPMOHOB PACTCHUH.
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ROLE OF PEPTIDE HORMONES
IN REGULATION OF PLANT GROWTH AND DEVELOPMENT
AND THEIR ADAPTATION TO ENVIRONMENTAL FACTORS
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*Belarusian State University, 4 Niezaliezhnasci Avenue, Minsk 220030, Belarus

Abstract. Plant peptide hormones are a class of signaling substances involved in the regulation of growth and deve-
lopment processes, as well as the adaptation of plant organisms to stress. Induction of genes, which encode precursors
of peptide hormones, occurs in response to a variety of external and internal stimuli. Peptide hormones are perceived by
specific receptors of plant cells and trigger a multi-level signaling system that ensures the coordination of cellular pro-
cesses under changing environmental conditions, the development of protective reactions and the formation of immunity.
This work analyses recent studies on the structure, functional activity and signaling mechanisms of the main groups of
plant peptide hormones.
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BBenenune

B cuny npukpensieHHOro 00pasa Xu3HA 1 HEOOXOIUMOCTH MPHCIIOCAOIUBATHCS K M3MEHSIOIIUMCS BHEIII-
HUM (pakTOpam pacTeHHUs! MPUOOPEIH CIOKHYIO CUTHAJIBHYIO CHCTEMY, 00€CIIEUNBAIOLIYI0 MEKKICTOUHBIC
KOMMYHUKALIUH, & TAK)KE B3aUMOCBSI3b OPraHnu3Ma ¢ OKpy»Karolei cpeoil. BaxxHeIuM KOMIIOHEHTOM JaHHOU
CHCTEMBI SIBJISIFOTCS IIENITHIHBIE TOPMOHBI, C IIOMOIIBIO KOTOPBIX OCYIIECTBIISIOTCS MOAJIEPAKAHNE KIICTOUHOIO
rOMeOocTa3a, PEeryisus pocTa U pa3BUTHS PaCTEHUH, 3aIlyCK IMMYHHOTO OTBETa, TPOTUBOACHCTBUE TATOTEHAM
U BPEIUTEISM.

K mentumaM mpHHATO OTHOCHUTH CO€OUHEHHMS, BKiItodaromue oT 2 10 100 aMHUHOKHUCIOTHBIX OCTaTKOB
U MMeIolIe MoJeKyisapHyto Maccy MeHee 10 xlla. CtpykTypa 1 QyHKIMOHAJIbHAS POJIb ONHUX NENTHIOB
N3BECTHBI I0CTATOYHO AABHO (HAIpUMep, NIyTaTHOH MIPEACTaBIsACT COOON TPUIIEIITU Y-TITy TAMUJI-LUCTCHHUII-
IJIMLUH U SIBJISIETCS LINPOKO PACIPOCTPAHEHHBIM 3HIOTCHHBIM aHTHOKCUAAHTOM [1]). pyrue nentuabl
OTKPBITHI OTHOCHUTENILHO HEJIAaBHO, M BBISIBICHUE MX (YHKIMOHATHHOW aKTHBHOCTH HAXOJWUTCS HA CTaJUH
cTaHoBJIeHUs. HekoTopble pacTuTeNnbHbIC TENTHABI 00JIaJal0T aHTUMUKPOOHOW aKTHBHOCTHIO M MTPAIOT
BaYKHYIO POJIb B YCTOHYMBOCTH pacTeHui K puronatorenam [2]. Hanbomnee n3ydeHHbBIMU aHTUMUKPOOHBIMHU
NEeNTHIAMH ABISIOTCS THOHUHBI, feden3unsl (DEF), reBernHo- 1 HOTTUHONOAOOHBIE MENTUABI, IUKIOTUIBI.
OHM KOHCTUTYTHBHO NPUCYTCTBYIOT BO BCEX YACTAX PACTCHHUM U BHICTYNAIOT KOMIIOHEHTAaMH BPOKICHHOTO
nMMmyHHUTETA [3].

Psan menTtuioB SBISIOTCS 3JIEMEHTAMU CUTHAJIBHBIX MyTel, 00eCIeynBaloONuX MEKKIETOUHBIE B3aMO-
JICHCTBUS B OMonoruueckux cucremax [4; 5]. Ucxons u3 QyHKIMOHAIBHONW aKTUBHOCTH, 3TU COCIUHEHUS
MIPUHATO HA3bIBATh MENTHIHBIMUA TOPMOHAMU. B OTJINYKME OT OTHOCUTENHHO HEOOIBIIOrO KOIMYECTBa Kilac-
CHYECKUX (DUTOTOPMOHOB, MPEACTABICHHBIX ayKCHHAMH, IUTOKMHUHAMH, THOOepeiinHaMu, a0CU30BON
KHUCJIOTOW W ATHICHOM, B PaCTeHHSX OOHapPYy>KEHO HECKOJBKO THICSY TOPMOHOB METTHIHON MPUPOIHI [5].
Tak, B MogenpHOM pacTeHuu Arabidopsis thaliana nneatudunpoano 6oiee 1000 reHOB, KOTUPYIONTAX
NENTH/IBI C TOW WM UHOW OMOJOTHMYECKOW aKTUBHOCTHIO [6]. [lenTuHbBIE TOPMOHBI MOTYT KOHCTUTYTHBHO
NPUCYTCTBOBATH B PACTHTEIBHBIX TKaHSAX MJIM HHAYLHUPOBATHCS B OTBET HAa BHEIITHHE BO3JEHCTBHS. DKCIpec-
CHS TEHOB KOHKPETHBIX N30(OPM MENTHAOB IPOUCXOAHUT B ONPEACICHHBIX OpraHax U TKaHSIX pacTeHus, Ha
Pa3HBIX CTaJUsIX OHTOTCHE3a U, KaK MPaBUIIO, aKTUBUPYETCS MO AecTBHEM OMOTHYECKUX U a0MOTHYECKHUX
CTPECCOBBIX (haKTOPOB.

B pacteHusix nentuabl IMEIOT KaK BHEKJIETOUHYIO (AIIOILIACT), TAK U BHYTPUKJIETOUHYO (LIUTOIIa3MaTHIe-
cKasi MeMOpaHa, IIUTOTUIa3Ma, BaKyoJb) JoKau3aimio [4]. OHH MOTYT IPOAYIIMPOBATHCS B PA3IMYHBIX OpraHax
WM HaKaIIuBaThCs B OTIENBHBIX TKAHSX (HApUMEp, B SIIUACPMHUCE, TPOBOISIINX COCYIaX, yCThUUHBIX KIIET-
kax). [lenTuabpl 4acTo CHHTE3UPYIOTCS B BUJIE MYJIBTUIOMEHHBIX O€JIKOB-IIPEALIECTBEHHUKOB HIIH 00pa3yloTCs
B pe3yJIbTaTe OrPaHNYEHHOTO MMPOTEOIN3a, & TAKKE JPYTUX CIIOCOO0B Aerpajaiy OCIKOB.

CurnasipHble IENTHABI MOYKHO PA3IeINTh Ha TPU IPyIIbL. [IBe U3 HUX MIPEACTABISIIOT COOOH CEKpETHpyeMbIe
HeNTUABL, cogeprkarre N-KOHIEBYIO CUI'HAIbHYIO II0CIIEA0BATENIbHOCTD, @ OJIHA IPYIIIIa BKII0YAET HECEKPETHU-
pyemble nientubt [7]. K cekpeTupyeMbIM OTHOCSTCS HEOONbIIHE MOCTTPAHCIIIIUOHHO MOJU(DUITUPOBAHHBIE
HENTHBI, KOTOPBIE MPOLYLUPYIOTCS OCPEICTBOM MTPOTCOTUTHYECKOTO TIPOLIECCHHTa, U O0rarble UCTEHHOM
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METITU/IBL, XapPaKTePU3YIOIUECs YETHBIM YMCIIOM OCTAaTKOB [IUCTEHHA, YYaCTBYIOIIHX B (JOPMUPOBAHUH BHYTPHU-
MOJICKYJISIPHBIX TUCYIbOUIHBIX cBs3el. B HacTosiee BpeMs HACHTUDHUIIMPOBAHO 9 ceMeicTB MOCTTpaHCIs-
IUOHHO MOAM(UITMPOBAHHBIX MENTHIOB (Hanbosee u3ydeHHbIMU cpenu Hux siBisitorest CLAVATA3 (CLV3),
RGF, PSK, PSY1, CEP, CIF, IDA, PIP) u 13 cemeiictB 6orareix muctennom nentuaos (RALF, EPF u EPFL,
SCR u np.) [8]. Cexperupyemble MENTHABI BBIICISIOTCS U3 KIETKH U MOTYT TACCUBHO TUPPYHIUPOBATH BO
BHEKJIETOYHOM MTPOCTPAHCTBE, B3aUMOACHCTBYS CO CIenn(PUIECKUMHU pelleNTOpaMu Ha MeMOpaHax COCETHUX
KJIETOK, JINOO TPAHCIIOPTHUPOBATHCS B IPYTHE OPTaHbl 10 MPOBOASIINM TKaHIM. HecekpeTupyembie nenTusl,
K KOTOpbIM oTHOCATCS cucteMuH (Sys), PEP, ENOD40, BBITONTHSAIOT CBOM (PYHKITUH B TOH k€ KJIeTKe, B KOTO-
Ppoii ObUTH CHHTE3UPOBAHBI, JINOO TIOMAAAIOT B AllOTIACT MIPU pa3pyIICHUH KJIETKH U aKTUBUPYIOT CUTHAJIbHBIE
CHUCTEMBI COCE/THUX KIIETOK.

XapakTepucTHKa pa3THYHbBIX TPYII PACTUTENBHBIX TETITH/IOB PE/ICTaBICHA B psijie 0a3 TaHHbIX. B HacTos-
niee BpeMsi HanboJiee MoaHoH sisiercst 6aza nanHbix PlantPepDB, Brimrowaromast 3848 yHUKaNbHBIX 3amucei
pPacTUTENBHBIX MENTHI0B, BBIICICHHBIX U3 443 BUIOB pacTeHui [9]. AHaIN3 CTPYKTYpHI 3TUX MENTHAOB I10-
Ka3bIBaCT, UTO OKOJIO 75 % W3 HUX cocToaT u3 50 UM MeHee aMUHOKHUCIIOTHBIX OCTAaTKOB, OCTaJIbHBIC UMEIOT
muHYy 6os1ee 50 aMHHOKHUCIOTHBIX OCTAaTKOB.

B 3aBrCHMOCTH OT OHOJIOTHUYECKOI aKTUBHOCTH BBIJIEIISIOT HECKOIBKO (DYHKIIMOHABHBIX TPYTII SN THIOB,
XOTS YCTAHOBJICHO, YTO OJIMH U TOT K€ METITHI MOXKET 00J1a/1aTh HECKOJIbKUMHU BUIaMH OMOJIOTHYECKON aKTHB-
HOCTH. B manHO# paboTe mpoBeieH aHaIn3 COBPEMEHHBIX 3HAHNH O CTPYKTYpe U OMOJIOTHYECKOM aKTUBHOCTH
MENTUAHBIX TOPMOHOB, 0COOCHHOCTSIX MX 00pa30BaHUsI U CHTHAJIMHTA.

buojornyeckass aKTHBHOCTDb HMENTUIHBIX ropMoHOB pacTeHnﬁ

CoBpeMeHHBIE NCCIIeIOBAHUS CBUIETENBCTBYIOT O TOM, YTO HENTHIHBIE TOPMOHBI PETYIHPYIOT CaMble pa3Ho-
00pa3Hble OMOXUMHUYECKHE, OHTOTeHETHUECKUE B (PU3NOTOTHUECKUE TIPOLIECCHI, KOOPAWHHUPYS POCT U Pa3BUTHE
pacTeHHU, a TaK)Ke UX B3aMMOCBSI3b C OKpYKatolen cpezoi [4; 7; 8; 10; 11]. OObIYHO OHU TPEACTABIISIOT CO-
0ol HeOOIbIIINE MOJICKYITBI, cocTosiiue U3 10—50 aMMHOKHUCIIOTHBIX OCTATKOB, KOTOPBIE 00pa3yroTcst u3 Oosiee
KPYITHBIX OCJTKOB-TIPEIIICCTBEHHUKOB WIIH HAPSIMYIO TPAHCIUPYIOTCS U3 OTKPHITHIX PAMOK CYMTHIBAHUS JINOO
MukpoPHK 6e3 nporeonusa [5; 7; 12].

BonpmmHCTBO 0XapakTeprU30BaHHBIX HA CETOAHSAIIHUM 1€Hb PACTUTENIbHBIX MENTHIOB IPOUCXOIAT U3 He-
(GYHKIIMOHABHBIX OEITKOB-TIPE/IIECTBEHHUKOB, Ha3bIBAEMBIX TIpeOekaMu. 3penblii menTux oopasyercs nocie
yaanenus: N-KOHIIEBOW CUTHAJIBHOM ITOCIIEI0BATEILHOCTH, QYHKIMS KOTOPOH 3aKIFOYaeTCsl B HalpaBICHHON
CeKpennu npedesika Be3UKyJaMH dHIO0IIa3MaTHIeCKOTo PeTUKyIyMa. BmecTe ¢ TeM nMeroTcs JTaHHBIE O TOM,
YTO TIENITUIHBIE TOPMOHBI MOTYT MPOUCXOIUTH M3 (DYHKIIMOHAILHBIX OeNKOB-NipeaniecTBeHHUKOB [12]. Hau-
OoJiee N3BECTHBIMH CUTHAIILHBIMH TIENTHAAMH, OTHOCSIIMMUCS K 3TO# rpynme, siBisitorest CAPE, nnnenTuHsl
W cyOTHIIa3HBIM enTua cou. VX mpemecTBeHHUKH 001a1al0T ()YHKIIMOHAIBHOW aKTUBHOCTBIO, OTIIMYHON OT
aKTHBHOCTH renTu0B. K menTumam, 00pa3yonmMcs U3 OTKPBITBIX PAMOK CUUTBIBaHUS, oTHOCsATCs ENODA40,
PLS, ROT4 u HexoTopkle npyrue.

[lenTuaHbIe TOPMOHBI MOTYT OBITH MOOHIILHBIMH WIIM CBSI3aHHBIMU ¢ MeMOpanoi. Kak npasuio, onu pac-
MO3HAIOTCS CIICUPUUSCKUMH PEIENITOPaMU, B OONBIIUHCTBE CIIy4aeB MPEICTABICHHBIMU OOTaThIMK JICHIIN-
HoM perienitoponionodHbiMu krHazamu (LRR-RLK) [4; 5].

[NenTuHBIE TOPMOHBI 001aAI0T MHOTUMH XapaKTEPUCTHKAMH KJIACCHYECKUX TOPMOHOB pacTteHuit. OHu pery-
JIUPYIOT POCT U Pa3BUTHE PACTEHUI B HU3KUX (HAHOMOJISIPHBIX ) KOHIIEHTPAIMSIX, MOTYT TPAHCIIOPTUPOBATHCS O
CHMIUIACTY U aroIuiacTy Ha OOJbIIHME PACCTOSHUS, JJIsl X PACIIO3HABAHMs TPEOYIOTCS MEMOpaHHbIE PELIeITOPEI,
a JUIs IepeBo/ia MOJICKYIT B aKTUBHOE COCTOSTHHE YacTO HEOOXOIMUMBI MOIM(UKALINK BTOPUYHBIX TPYIITHPOBOK.
Ha puc. 1 npuBenena cxema, 1eMOHCTPUPYIOIIAs y4acTHE MENTHAHBIX TOPMOHOB B Pa3IMYHBIX MpoIleccax
pocTa M pa3BUTHS pacTUTENBHBIX OpraHu3MoB. K HacToseMy BpeMeHH MoKa3aHa poJib MeNTHIHBIX CUTHAJIOB
B 3alIUTHBIX PEAKIMAX PACTEHUH, HOAEPKAHUN HASHTUYHOCTH CTBOJIOBBIX KJIETOK B allMKAJILHBIX MEpHCTEMaX
noGera v KOpHsI, CAMOHECOBMECTHMOCTH TIPH OIBIJICHUH KPECTOLBETHBIX PACTEHUH, a Tarke npoiudepannu
1 nupepeHInpOBKe KIETOK.

OnHO# U3 BaXHEHIINX (YHKIMHA MENTHIHBIX TOPMOHOB SIBIISIETCS MX YYacTHE B Pa3BUTHH OTBETHOM
pEeaKklMu pacTUTEILHOTO OpraHu3Ma Ha JICHCTBUE OMOTHYECKUX M aOMOTHYECKHX CTPECCOBBIX (PaKTOPOB,
a TaKk)Ke acCoIMallMy pacTeHUH C MOJE3HBIMH MHUKpoopranusmamu. Ha puc. 2 mpencraBieHna cxema, Jie-
MOHCTPHPYIOIAsl y4acTHE Pa3IUYHBIX ITENTHAOB B JOPMHUPOBAHUN YCTOHYMBOCTH PACTCHUN K CTPECCOBBIM
BO3ACHCTBUSM. DTH COSMHEHUS SIBISIOTCS KIFOUEBBIMH CUTHAIBHBIMEI KOMIIOHEHTaMH IPY pOPMUPOBAHUHU
WMMYHHUTETa K PUTOTATOTeHHBIM MUKPOOPTaHU3MaM, HACEKOMBIM U HeMaroJiaM. Takke OHH HIPaloT BKHYIO
POJIb B aJlanTaiy PacTeHUH K 3aCOJICHUIO, 3aCyXe, TUIIO- U TUIIepTepMuH, aeduuuty azora u pocdopa. [Ipu-
4eM OJIMH M TOT )K€ MEeNTH MOXKET 00JIalaTh MHOYKECTBOM Pa3IMYHbIX (DYHKIWH WIIM BBITOIHATE OJIHY CIIe-
TUPUUECKYIO QYHKIHIO.
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Puc. 1. YdacTue nenTHAHBIX TOPMOHOB B IIpOIeccax pOCTa M PAa3BUTHUSI PAaCTEHUI
Fig. 1. Participation of peptide hormones in the processes of plant growth and development
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Puc. 2. YdacTue nenTHAHBIX TOPMOHOB B ()OPMHPOBAHUH YCTOWYUBOCTH PaCTSHUH
K OMOTHYIEeCKUM M A0MOTHIECKUM CTPECCOBBIM (haKTopam

Fig. 2. Participation of peptide hormones in the formation of plant resistance
to biotic and abiotic stress factors

XapaRTepHCTmca OCHOBHBIX I'pynil nenTuAHbIX rOpMOHOB paCTeHI/Iﬁ

Cucremunbl. CuctemMuH (Sys) — MepBBbId CHTHANBHBIN MENTH, QYHKIMOHAIBHAS POJb KOTOPOTO OblLiia
yctanoBiieHa B 1991 1. y pactenwmii Tomara [13]. On cocrout u3 18 aMuHOKHCITOT ¢ 4—6 OcTaTKaMU MPOJTHUHA
u koHcepBaTtuBHBIM MOTHBOM PPKMQTD Ha C-koniie. [lanHbIi nenTu 00pasyercs u3 0ejka-IpeieCcTBeHHUKa
npocucremuna (ProSys), conepxamero 200 aMHTHOKUCIOTHBIX OCTaTKOB, IIPU MEXAHHMYECKOM PAHEHUU WU
MOBPEXK/IEHUH JTUCTHEB HACEKOMBIMU-BpeIuTeNsIMU. CHCTEMUH BOCIIPHHUMAETCS PEIeNTOPaMU U TTPUBOIUT
K 3aITyCKy CUCTEMHOM 3aIuTsl pacTeHui [14].

Cxoxue menTH bl ObITH 00HAPYKEHBI Y APYTHX MPEACTABUTENCH MACIIEHOBBIX PACTCHHUH, TAKUX KaK Tabax,
kaprogens u nepen [ 15]. JlaHHbIe TeNTH/BI CTPYKTYPHO OTIIMYAIOTCS OT CHCTEMHHA ToMaTa. B uacTHOCTH, OHU
coZiepKaT THAPOKCHUIIPOIMH M TIOSTOMY Has3bIBaroTcs ruapokcurponnHcuctemuHamu (HysSys). Hecmotps Ha
CTpYKTypHBIE pa3innaus, HysSys BBI3BIBAIOT CXOKUH OMOJOTHYECKUM OTBET — aKTUBAIIUIO CHCTEMHON yCTOM-
quBocTH [16].

B 1999 . Ha nuTONIa3MaTuuecKoi MeMOpaHe KIIETOK ToMarta ObUT MICHTU(QUIIPOBAH PELETITOP CHCTEMHHA
SR 160, mpexcrasnstommii co00r TpaHcMeMOpaHHbIH Oetok Maccoit 160 x/la, comepxaniii BHEKJICTOYHBIHN TOMEH,
Oorarslii JICHITMHOM, U BHYTPUKIICTOUHBIN KHHA3HBIN 1oMeH [ 17]. Ilokazano, uro peuentop SR 160 romonormueH
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penenTopy 6paccunonuna BRI1 ¢ BbICOKMM TPOLIEHTOM HAEHTUYHOCTH aMHUHOKHCIIOTHBIX TOCIIeI0BATEIbHO-
creit [18]. CTouT OTMETUTB, YTO ITO YHUKAIBHBIN JUI pacTeHUH NMpUMEp HAJIMYUS PELENTopa, 3aITyCKaroIero
(YHKIMOHAJIBHO Pa3HbIe CUTHAJIBHBIC IyTU: 3aLUTHBIA 1 PEryIHPYIOLIMH IPOLECCH POCTa U Pa3BUTHSI.

[Ipu B3ammozaeicTBIN cucTeMIHa ¢ pertennTopoM SR 160 porCcXOauT WHIYKITHS CUTHAIBHOTO Ty TH, KOTO-
pBIN BKITIOUaeT akTuBaiio MAP-KHHA3HOTO Kackazia, COCTOSIIEr0 U3 TPYIITbl MUTOT€HAKTUBUPYEMBIX TPO-
tennkuHas (MAPK) [19], yBennyeHne KOHIICHTpAIIMH HOHOB Ca”" B upTomIa3Me, WHTHOUPOBaHKE IPOTOHHOMN
AT®a3p1 1 ObicTpOE TOAIIETAYNBAHIE BHEKIICTOUHOM cpenibl [20], akTuBanuto pocdonumnassl A, 1 BBICBOOOXK-
JICHNE JIMHOJICHOBOM KHCJIOTHI, KOTOpast 1aeT Ha4aj0 CUTHAJIBHBIM OKCHJIMIIMHAM, TAKUM Kak (puToaneHoBast
1 KaCMOHOBasl KHCIIOTHI, a TaK)Ke MOBBIIIEHNE YPOBHS 3KCIIPECCHM 3aIIUTHBIX TeHoB [14; 21; 22]. I1pu atom
CHCTEMUH BBI3bIBACT MOJIABICHHE IKCIIPECCHH psiia (POTOCHHTETHYECKIX T€HOB, CBSI3aHHBIX ¢ (hUKcanuei yrie-
pozna u MeTaboIM3MOM YITIEBOJIOB. TakuM 00pa3oM, CHCTEMHH T'eHEpUPYET M YCHIIMBAET CUCTEMHBIH CUTHAI,
AKTUBHUPYS )KAaCMOHATHBIN Iy Th, KOTOPBIM 3aIyCKaeT CUHTE3 COSIMHEHUH, MPSMO I KOCBEHHO BO3/IEHCTBYIO-
IUX Ha BpeauTeneit. B padore [14] mpuBOAATCS JaHHBIC O TOM, YTO MO JCHCTBHEM CUCTEMHHA MTPOUCXOIUT
aKTHBaIMs OnocuHTe3a O6onee 20 OENKOB, CBSI3aHHBIX C 3aIUTON PAaCTEHHIA.

Ponp cucremuHa B peakiuy Ha TOBPEXACHHs OblUla BBISICHEHA B Psi/IC MCCIICAOBAHUI C HCIONb30BaHUEM
MYTaHTHBIX PAaCTCHHUI cO CBepXdKcnpeccueil Oenka-npenmecTseHHuKa ProSys. CucteMun nposiBisieT akTus-
HOCTH B HAHO- ¥ TMKOMOJISIPHBIX KOHLIEHTPALIUSAX U CIIOCOOCTBYET YBEIMUEHHUIO YCTONUMBOCTH PACTEHHH K Ta-
KHM BPEIUTENIM, Kak st (Macrosiphum euphorbiae), niuauHKyY yenryekpbuibix (Spodoptera littoralis), duto-
naToreHHble Tpuobl (Botrytis cinerea n Alternaria alternata) [14; 16; 22]. [lokazaHo, 9TO CBEpXIKCIpPECCHUS
[IPOCUCTEMHHA HHIyLIUPYET HAKOIJICHHE HHTMONTOPOB IPOTEa3, KOTOPhIE PACIICIUIAIOT He3aMEHUMbIE aMUHO-
KHUCJIOTHI B KUIIEYHUKE TPABOATHBIX [23]. PacTeHus ToMara ¢ BBICOKMM YPOBHEM 3KCIIPECCUH MPOCUCTEMUHA
CHUHTE3UPYIOT OOJIBIIE JIETYYUX OPraHUUYEeCKUX COEIMHEHUH, MPUBIEKAIOINX Tapa3uTOUI0B TIH, B YaCTHOCTH
Aphidius ervi [24].

HenaBHue nccnenoBanust MoKa3aiiy, YTO IPOCUCTEMHUH SIBIISICTCS IPEALIECTBEHHUKOM HE TOJIBKO CUCTEMUHA,
HO U IPYTUX HU3KOMOJIEKYJIAPHBIX MENTH/I0B, 00J1a/Ial0IIHX BEICOKOH OHOIOTHYECKOM aKTHBHOCTBIO, B YACTHOCTH
MEeNTUAOB, 0003HauaeMbIX kKak PS1-70 u PS1-120 u oTHOCSAIIMXCS K CEMEHCTBY BHYTPEHHE HEYOPSTOYSHHBIX
oenxoB (IDP) [25]. Otu Oenku, HE UMerOLIUEe CTAOMIBHOM TPEXMEPHOH CTPYKTYpbI, UTPAIOT BaKHYIO POJIb
B KJIETOUHBIX IIPOIIECCax, CBA3aHHBIX C peaKkMed pacTeHUI Ha CTpeccoBble Bo3aeHcTBUsA. CTpyKTypHas miac-
TUYHOCTH TI03BOJISIET UM IIPHHUMAThH alIbTepHATHBHBIC KOH(OPMAIIHHU, KOTOpBIE 00eCIeYrBaloT crieruduieckne
B3aMMOJIEHCTBHS CO MHOYKECTBOM MOJIEKYISPHBIX CTPYKTYp, a TaKK€ y4acTBOBaTh B KOHTPOJIE KJIETOYHOIO
[UKJIa, MeTaboJIM3Ma, TOPMOHATBHOH Tepeiaue CUrHaIOB [26].

Hentunbl RALF (rapid alkalinisation factor). Ilonick cHCTEMUHOB B PaCTCHHUSX Tabaka MPUBE K OTKPHI-
THIO €Ille OJHOM I'PyMIbl CUTHAIBHBIX MENTHI0B, 001aJaI0NINX CIIOCOOHOCTHIO MO/IIETaYBaTh BHEKIETOU-
Hyto cpeny, — RALF [27]. B nacrosiiee Bpems nentuasl RALF BbIsIBIEHBI y MHOTMX CEMEHHBIX PAacTEHHH,
BKJTIOUasi apaOHI0IICHC, TOMAT, PUC, MILEHHUILY, COt0, parc. [loMnmo 3Toro, oHn 0OHApyKEHBI Y MOXOOOPa3HBIX
(Physcomitrella patens), a Taxxe B psane puromaroreHHBIX 0akTepuit 1 HeMatoxn [28]. [Tentumbr RALF skermpec-
CUPYIOTCS B PA3JINYHBIX TKAHAX U OpraHax pPacTeHHH M PEryJupyloT UX pa3MHOKEHUE, Pa3BUTHE U PEAKIUIO
Ha BHEIIHWE pa3apakuTenu. Y pactenuil A. thaliana cemeiictBo RALF Bkitouaer 38 renos [29].

[enTtuner RALF 06pasyroTcst u3 6onee KpymHOTo Oelka-TpeAneCTBEHHUKA, COCTOsIEero u3 115 aMmuHOKwHC-
JIOTHBIX OCTaTKOB, C Maccoi okono 5 k/la. AKTHBHas 4acTh NMENTHA BKIOYaeT 49 aMHUHOKHUCIIOT H COOEPKUT
4 KOHCEPBAaTHBHBIX OCTATKA IUCTENHA, KOTOpbie (OPMUPYIOT 2 MucynbpUIHBIX MOCTHKA [27].

B 2014 r. 611 naentudunuposan peuentop nentuaos RALF — FERONIA (FER), npunannexamuii k cemeii-
cTBy peuentopononoonsix kuna3 (RLK1Ls) [30]. O6pa3zoBanue komiuiekca RALF — FER ununuupyer 3amyck
IMyTel CUTHAJIBHOM TPAaHCAYKINH, IPUBOISIINX K M3MEHEHHIO PAa KJIETOUHBIX IIPOLECCOB: (POCHOPUINPOBAHUIO
H"-AT®a3b1 ma3MaTHdecKoii MeMOpaHbl 1 MHTMOUPOBAHHUIO TPAHCIIOPTA MMPOTOHOB, B PE3YJIbTAaTe Yero Mpo-
WCXOJUT MOJIIeNaunBaHie BHEKIeToUyHoro Marpukca [30]; akTuBanuu KajabluinpoHunaemMoro kanaina MLO
(mildew resistance locus O) M yBeTUYEHUIO KOHIICHTPAIIMU [TUTOILIA3MaTHUECKOTO KanbIs [31]; akTuBanuu
HA JI®-okcumas3s! 1 IOBBIMICHUIO YPOBHS aKTUBHBIX (hopM kuciopona (ADPK) B kirerkax [32].

[entuast RALF urpatot BaxkHyI0 poJb B pETYJISIMU MPOIECCOB POCTA U pa3BUTHSI paCTeHUH. bOIBIINHCTBO
npeacraButeneii cemelictBa RALF BbI3bIBalOT MHTMOMpPOBaHUE POCTA MPOPOCTKOB MIIM UX OTJEIBHBIX OPraHOB
[27; 28; 33; 34]. [Ipu 3K30TeHHOM NPUMEHEHHUH JTaHHBIX TENTHI0B HAOMIOAAeTCs PE3KOE TOPMOKEHHE POCTa
KOpHEH 1 00pa30BaHUs KOPHEBBIX BOJIOCKOB [27]. MccrenoBanms Ha TPaHCTEHHBIX PACTCHUSX apabumoricuca
MoKa3aiu, 4yTo cBepxakcnpeccus nentunoB RALF1 n RALF23 npuBonuT K MOSBICHUIO KapJIMKOBBIX pacTe-
HUM [34], 4TO aBTOPBI CBA3BIBAIOT C 3aMEJICHUEM POCTa KIETOK pacTsbkeHneM. HrnoupoBaHue pocTa Takxke
MOJKET OBITH BBI3BaHO TeM, 4To koMIiekc RALF — FER unnymmpyet Tpanckpunmuto perienitopoB TIR1/AFB
(transport inhibitor response I | auxin-signaling F-box) u, KaKk CIIeICTBHE, YOMKBUTHH3aBUCUMYIO JIETPAIAIIHIO
(axropoB oTBeTa Ha aykcuH [35]. IMeroTcs JaHHbIe 0 ToM, uTo entuabl RALF ydacTByioT B OpaccuHOCTEpOHI-
orocpeoBanHOM Mop¢orenese KopHs [36], T. . MOTYT BBICTYINaTh HETATUBHBIMH PETYISTOPAMH PACTSHKEHHS
KIIETOK, MTPOSIBIISISI aHTArOHU3M ¢ OpacCHHOCTEpOUIaMu.
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Kpome Toro, nentuast RALF nprHUMArOT y4acTHe B PEryisiiuu Npouecca JBOHHOIO OIUIOAOTBOPEHMUS,
B YaCTHOCTH B TIepe/iaye CUTHAJIOB MEXK]Ty MY>KCKUMH M KEHCKHUMH TaMeTaMH, POCTE U 00€CIIEeYeHNH TIeTI0CT-
HOCTH KOHYHMKa MbUIbLEBOH TpyOkH [31]. OTMeuaercs Hannyne QpyHKIMOHATBHOM CBS3H MEXKY TETHIAMH
RALF u xanbpIiieBBIMU CUTHAJIAMU. YCTaHOBIICHO, YTO TIpH HapymeHnnn RALF-curaanuara He popMupyeTcs
LMTO30/IbHbI rpajuenT noHoB Ca”, HeOBXOMUMBIIL /15 0GPA30BAHMUS IBLTBLEBON TPYOKH.

Ientunet RALF4 n RALF34 aHTaroHNCTUYECKH PETYINPYIOT IIETOCTHOCTh KJIETOYHON CTEHKH MBIIBIIEBOIM
TPYOKH U MPENOTBPAIIAIOT €€ MPEekKACBPEMEHHBIN pa3pbhIB. Kak CBUIETENHCTBYIOT pe3yibTaThl padoThl [37],
B3aMMOJICHCTBHE ATUX NenTu0B ¢ perentopoM FER BeimonHseT nBOsSKYHO (QyHKIHIO: C OJTHON CTOPOHbI, 00€-
CIIEYMBAET MPOHUKHOBEHHNE CIIEPMUS B PBUIBLIE MIECTHKA, C IPYTO CTOPOHBI, IPEIOTBPAIIAET MHOKECTBEHHOE
OTIJIOJIOTBOPEHHE.

Eme omnoit BakaO# (pyHKIIei mentuaoB RALF sBisieTcst peryssaius IMMYyHHOTO OTBeTa KiteTku. [Ipu Bo3-
JeiCTBUH MATOTeHHBIX MUKPOOPTaHU3MOB OHU CIIOCOOHBI HHTyLIUPOBATh J1BA COBEPLICHHO Pa3HbIX MEXaHU3Ma
curHanuara [38]. [lenruast RALF, koTopsie paciieruisioTes cyoTHIN3UHIION00HON cepuHOBOM mpoTtea3oi (S1P),
takne kak RALF23 u RALF33, moryt uaru6uposars renepanuto ADK, BEI3BaHHYIO STUCUTOPaMU TTaTOTeHA,
U CHIDKaTh UMMYyHHTET pacTeHuid. [lentuast RALF, y koTopbix oTcyTeTBYeT cailt pacuerienus S1P, nanpumep
RALF17, cioco6cTBYyIOT pocTy KoHIeHTpannn ADK 1 3amycKky IMMYyHHOTO OTBeTa. AHAIH3 OMOIOTHIECKON
aktuBHOCTHU 34 Bu0oB nentuoB RALF in vitro noka3zain, 4To UX poJib B MUMMYHOMOYJISILINU 3aBUCUT HE TOJIBKO
ot caiftoB pacmeruienus S1P [33]. UMMyHHBIH 0TBeT, HHAYyIMpoBaHHBIN nentuaamMu RALF, BkimodaeT cepuro
CHIHAJIBHBIX PEaKIliii, TAKMX KaK aKTHBaIKs MAP-KHHA3HOTO Kacka/Ia, OBBIIICHHE KOHI[CHTpaIn HoHos Ca®’
B [IUTOILJIa3Me, U3MEHEHHUE YPOBHSI CTPECCOBBIX TOPMOHOB [32; 39—41]. DT peakiuu crnocoOCTBYIOT YBEIU-
YEHHWIO YCTOWYMBOCTH PAcTEHUH K OMOTHYECKHM cTpeccopam. Hampumep, y pacrenuii con nentunst RALF4
u RALF24 noBelmaroT ycToWuuBOCTb K Fusarium oxysporum [42]. Y pactenuil panca nentua RALF10 BbI-
3BIBaeT (popMHUpoOBaHHE UMMYHHUTETA K Sclerotinia sclerotiorum [43]. IIpu 2TOM HEKOTOpBIE (PUTOTIATOTCHHBIC
rpuObI 1 HEMATObI TAKXKE MOTYT CEKPETUPOBATH PacTUTENbHBIE roMosiord RALF 11t monaBieHust MIMMYHHBIX
peakuuii X03siMHA U TIOBBIIIEHHUS €T0 BOCTIPUUMYHBOCTH K Oone3HsaM [28; 44; 45].

ITenrtunbr RALF wurparot onpeneneHHyIo poiib B yCTOMUMBOCTH PACTEHUH K HEOIArONPHUSITHBIM (PakTopam
abuotuueckoi mpupoasl. IMeroTcs naHHble 00 y4acTUH 3TUX MENTHI0B B GOPMHUPOBAHHH YCTOMYMBOCTH Pac-
TeHHUH K colieBoMy ctpeccy [11; 46; 47]. CBepxakcnpeccus nentuga RALFS moBeImraer 9yBCTBUTEIEHOCTD
apabuporcuca K 3acyxe. B pacrenusx xinomnka nentug RALF33 sBisieTcst peryiasiTopoM yCTOHYHBOCTH K XO-
JIOJIOBOMY H cojieBoMy cTpeccam [48]. OdueBuaHO, UTO pa3nuuHbIe MpeacTaBuTen cemeiictea RALF oOma-
JTAIOT pa3HBIMU BUIaMU OMOIOTHYECKON aKTUBHOCTH U BBITIOHSIOT B PACTUTEIBHBIX OPTaHN3MaX MHOXKECTBO
(byHKIMH, oOecniedrBas MHOTOYPOBHEBYIO PETYJISIIMIO MTPOIIECCOB POCTA, PA3BUTHS U aIalTallii K Hebiaro-
MIPHUSITHBIM (PaKTOpaM Cpebl.

Hentuablt CLE (CLV3 | embryo surrounding region-related). BaxxHbIM KOMIIOHEHTOM KJICTOYHOMN CUTHA-
TU3AIAN Y PACTEHUH SBISIETCS CEMEHCTBO TenTUAHBIX TopMoHOB CLE. BriepBeie TeH, KOMUPYIOMNWN METITHT
CLE, 05121 BBISIBIICH Y KyKYpY3bl (Zea mays) B 1997 1. [49]. B HacTosiiee BpeMs 4ieHbl cemericTBa reHoB CLE
00Hapy>KEHBI y BCEX UCCIICIOBAaHHBIX CEMEHHBIX PACTCHUH, a TaKXkKe eueHodnnka (Marchantia polymorpha), mxa
(P. patens), 3enenbix Bogopocneit (Chlamydomonas reinhardtii), T0 TO3BONSAET MPEIIOIOKHATE, YTO TTETITHIBI
CLE siBIsitoTCS 3BOJIFOLIMOHHO-KOHCEPBATUBHBIMU CUTHAIbHBIMU coeuaeHusiMu [ S0—53]. Pactenus 4. thaliana
comeprkar 32 unmeHa cemetictBa reHOB CLE, KOTOpBIE KOAUPYIOT 27 pa3IMYHBIX OEITKOB-TIPEIICCTBCHHUKOB
JHoU oT 50 1o 100 aMmuHOKUCIOTHBIX OocTaTkoB [54]. IlouTn Bce opraHbl M TKAHU STOTO PACTEHHSI, B TOM
YHCIIe TUCTHS (32 HCKIIFOYEHNEM YCTHHUHBIX KJIETOK), CT€0N, KOPHH, PA3INIHBIE OPTaHbl IIBETKA, SKCIIPECCH-
pytot 3 u 6onee rena CLE. Dxcnipeccrss MHOTHX TEHOB TIEPEKPHIBACTCS, U MEXK]Ty HIMH MOTYT CYIIIECTBOBAaTh
AHTAarOHUCTUYECKUE WM CHHEPTeTUUECKUE B3auMOIeUcTBysI [55].

benku CLE uMeroT KOHCEPBAaTUBHYIO CTPYKTYPY, BKIHOUAIONIYI0 N-KOHIEBOH CEKPETOPHBIN CUTHAJIbHBIM
nenTH]l U KoHcepBaTuBHbBIN 12—14-amuHokucnotHbeii CLE-gomen Ha C-koHIie [56]. Beuto oOHapykeHO, 4TO
HaWMEHBITICH eTUHHUTICH, TIPOSIBIIAIONICH aKTUBHOCTS, SIBJISCTCS IENTHI U3 12 aMuHOKUCIIOT. Hammpumep, 3pemsie
nentuasl CLV3 coctoat u3 12 umu 13 amunokucnor (RTVP*SGPDPLHH(H)), BkTrouast 2 ocTaTka MM IpOKCUIIPO-
niHa (0003HaYeHbI Kak P*), KOTOpble MOTYT OBITh IIMKO3MIMPOBAHBI (Yallle BCErO OCTaTKaMK apabMHO3bI) [57].
I'mukosmnmpoBanHas popma CLV3 o0mamaeT MOBBIMIEHHBIM CPOIACTBOM K CBOMM PEIETITOPAM.

B 3aBucuMocTH 0T (pyHKIMOHANBHOW aKTUBHOCTH BBIEISIOT YeThipe rpymnibl nentuaos CLE: 1) mentu-
JTBI, TIOIABIISTIONIIE Pa3BUTHE alMKAIBHON MepUCTeMbl U AP PEPEeHITMPOBKY KIECTOK MPOBOISAIINX COCYIOB;
2) NenTUabl, NPOSBIIAIONINE TOJIBKO MEPUCTEMUHTMONPYIOILYIO aKTUBHOCT; 3) MENTH/IBI, OCYILECTBISIOINE
T epeHITUPOBKY KIETOK COCYJIOB MPOTOKCHIIEMBI; 4) TIETITHIBI, HE OKa3bIBAIOIIHE SIBHOTO BIUSHUS Ha (peHo-
THUII pacTeHu [5; 52].

Buonoruueckas akruBHOCTb rentu10B CLE 00yciioBiieHa UX B3aMMOJICHCTBIEM C PeLICHITOpaMU, O0OHAPYKEH-
HBIMU B OOJIBITMHCTBE PACTUTENHLHBIX TKaHel. Hanboree pacipocTpaHeHHbIe TUTIBI PEIETITOPOB 3TOM CUTHAIBHON
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CHCTEMbI BKJIIOYAIOT Pa3InYHble KWHA3bl: OOrarhie JICHIIMHOM PElenTOpPONoA00HbIe IPOTEHHKIHA3EI, B TOM
gucine penentoporonoousie 0enku CLV 1 u CLV2, penenrroponiono0nyto nporennknaazy RPK2 (receptor-like
protein kinase 2), petienitopel BAM (barely any meristems), CIK (CLV3 insensitive receptor kinases) v icesuo-
kuHazy CORYNE (CRN) [53; 58; 59]. YV pacrennii A. thaliana oxapakTepn30BaHO HECKOJIBKO PEIIECTITOPOB,
¢ KOTOpbIMH MOTYT cBsi3biBaTbes nentusl CLE, — CLV1, CLV2, RPK2, penentoporono0Has nmpoTeHHKUHA3a
ACR4, PXY/TDR u SOL2/CRN [54; 60—62]. DyHKIIHOHATBHBIE pA3THUHsI MEXK/ITY STHMHU THIIAMH PEIIENTOPHBIX
KOMITJIEKCOB U HIDKECTOSIIINE KOMIIOHEHTHI aKTUBUPYEMBIX CUTHAJIBHBIX ITyTeH MOKa N3y4YeHbI HEJ0CTATOUHO.
WmeroTcs nccenoBanust, CBUIETENLCTBYIOIUE 00 yyacTiu MAP-kuna3b1 1 G-0€JIKOB B 9TOM TIpoliecce, a TakkKe
0 HAJIMYMM B3aUMOCBsI3U Mexay nepenaueid curnanoB CLE u aykcuna [63].

[entuansie ropmonsl CLE perynupyror MHOTHE Qu3HOIOorHuecKue nporeccol. Hanbosee 3HaqnmMas poib
STHX TOPMOHOB 3aKJTIOYAETCs B MO IEPKaHIH TOMEOCTa3a aTMKAIbHON MEPUCTEMBI IT0Oera 1 KOJIM4ecTBa Opra-
HOB L[BETKA, JIeNIeHUH 1 Ju((HepeHINPOBKE KIETOK MEPHCTEMBI KOPHEH, (POPMUPOBAHUN apXUTEKTYPbl KOPHEBON
CHCTEMBI, 00pa30BaHUH MPOBOJISIINX COCYIOB, Ay TOPETYISIIINU PA3BUTHS KITYOCHBKOB, PETYIISIIHA MUKOPHU3HBIX
CUMOMOTHYECKHX OTHOIEeHMH [51; 52; 55; 57; 63].

HenpepbIBHBINH poCT OpraHOB y pacTeHHid 3aBUCHT OT npoiudepannu u nuppepeHInpoBKd MepUcTeMa-
THYECKHUX KIIETOK, YTO 0OecreunBaeTcss CUTHAIBHBIM rentuaoM CLV3 u TpaHCKpUITIIMOHHBIM (haKTOPOM
WUSCHEL (WUS), Mexny koTopsiMH (hOpMHUpYeTCsl OTpuLaTenbHast oOpatHas cBsi3b [57]. Tpanckpumnuu-
onubIi pakrop WUS nomnepkuBaet HennpdepeHIIMPOBAHHOE COCTOSIHAE MEPUCTEMATHUECKUX KIETOK [64].
Curnanensliit nentug CLV3, naoboport, ciocobetyet ux quddepenumposke. Bzanmoaeiicrsue nentuga CLV3
¢ peuenropom CLV1 nmpuBoguT K ”HrHOMpoBaHUIO TpaHCKpHIMoHHOTO akropa WUS. Tlonnepkanue QpyHK-
[IMOHATBPHON aKTUBHOCTH aIMKAJIEHON MEPHCTEMEBI ITo0era TakyKe orocpeaoBaHo napamieabaeivu CLV 1-He3a-
BHCHUMBIMH NyTsAMH, cBsi3aHHBIME ¢ penentopamu CLV2, CRN u LRR-RLK ERECTA [53].

Oxkcnpeccus reHa CLJV3 HabmomaeTcs MPeuMYIIIECTBEHHO B TIEPBOM M BTOPOM CJIOSIX KJIETOK IIEHTPaTbHOM
30HBI MEPUCTEMBI. Y MYTaHTHBIX PACTEHUI C MOITYAIUMU reHamu clvl, clv2 u clv3 muddepeHuupoBka Kie-
TOK aIMKaIbHOU MEPUCTEMBI ITOOETa 3aMeISIETCS, U pa3Mep IEHTPATHLHON 30HBI CUIIHFHO YBEIMUUBACTCS [55].
Cxoxue a3 dextsl XxapakTepHsl urs npyrux nentuaoB CLE, Takux kak CLE42 u CLE44. [1oka3aHo, 4To Tumep-
JKCHpecCus FeHOB, KOAMPYIOUUX JJAHHBIE MEeNTH/IbI, TPUBOANT K TOSBICHUIO KYCTaPHUKOBHIHBIX KapJIUKOBBIX
pacTeHuH, Y KOTOPBIX OTCYTCTBYET BEpXyIICUHOE TOMHUHUPOBAHHUE [65].

B paborte [52] ycraHoBneHo, uTo 3k30reHHOe nnpumenenue nentuaos CLE1— CLE7 umu cBepxakcnpeccust
YX TIPEIIIECTBEHHUKOB MTPUBOIAT K TIOJIABIICHHUIO pereHepariy mooeroB A. thaliana, ato o0yCcI0BIEHO pempec-
cuelt TpanckpunuuonHoro ¢akropa WUS. Cxoxee ononoruueckoe aericteue nentuasl CLE oka3piBatoT Ha
MEPUCTEMY KOPHEH, crioco0CTBYs uddepeHIpoBke kietok [65]. B padore [S1] ycTaHOBIEHO, YTO B allUKaJIb-
HO# Mepucteme kopHs nentuasl CLE sBisifoTCst HeraTuBHBIMHE peryastopamu, a nentunasl RGF (root growth
factor) — IONOXUTENLHBIMU PETYISATOPAMU MOIACPKAHUS ACTICHNSI MEPUCTEMAaTHUECKUX KIETOK.

[Mentuapt CLE GpyHKIIMOHUPYIOT B €I1Ie OJHOM THIIE ACIISAIITIXCS KIIETOK, Ha3bIBAEMbIX COCYANCTON MEpHCTeE-
MOH, uiu mpokamouem. [IpoxkamMOuanbHbIe KIETKH HAXOAATCS MEXIY (I109MOi 1 KcriteMoit 1 MoryT auddepen-
MpoBarbes B 00a tuma npooasux cocyaos. Ilentuasl CLE oka3pIBaroT BIMsHIE HA pa3BUTHE COCY/IOB KaK
B IIPOCTPAHCTBE, TaK ¥ BO BpemeHu [57]. Cynp0y npokaMOnaIbHBIX KJIETOK OMPEeIIsIeT MMeNTH I, Ha3bIBaeMBbIN
(akTopoM MHrHOUpPOBaHUS TUPPEPESHIUPOBKH TPaxeapHbIX MEeMEHTOB (fracheary element differentiation in-
hibitory factor, TDIF). OH sBIIsieTCs TOIEKANEITHIOM ¢ 2 ocTaTkamu ruapokcumnpornuaa (HEVP SGP 'NPISN).
AMMHOKHUCIIOTHAsI nocsenosatenbHoCcTh nentuaa TDIF naeHTnyHa aMUHOKHUCIOTHOM 1TOCIIE0BATEIbHOCTH
nentuaoB CLE41 u CLE44 y apa6bunoncuca. I[lokasano, uro runepakcnpeccus nentuna CLE44, a taxke
9K30TeHHasi 00paboTKa pacTeHUI apaOUIOTICHCa 3TUM IETITHIOM CIIOCOOCTBYIOT JICTICHHIO KIIETOK IPOKaMOust
W UHTHOUPYIOT tudepeHnpoBKy kemwiemsl. Jpyrue nentuasl CLE Biusitor Ha pazutre dosmbl. Hanpumep,
nentux CLE25 cnoco6erByer nuddepenmmpoke dnosmsl, a nentun CLE4S ee nuarubupyer [51]. [pencras-
JICHHBIE TaHHBIE CBUIETENBCTBYIOT O CIIOKHOMN PETYJIATOPHOM CHCTEME, YIPABISIONIEH pa3BUTHEM MPOBOJIAIINX
anemeHToB. IIpennomnaraercs, yto OGuonorndeckas akTuBHOCTh nentunoB TDIF cBs3aHa ¢ ux BIMsHUEM Ha
PIN-onocpenoBanHbIi NOMSIPHBINA TPAHCIOPT ayKcuHa [66].

Crout otMeTHTb, yTO enTuAbsl CLE urparot BaXHYIO pOJIb HE TOIBKO B 9HOTEHHBIX ITpOrpaMMax pa3Bu-
THS PAaCTeHUH, HO U B pEaKUUAX Ha IEHCTBUE (PaKTOPOB CPeIlbl, BKIIIOYasi CAMOMOTHYECKHE B3aUMOICHCTBHS
¢ mukpooprannsmami. [lokazano, uto nentuapl CLE y4dacTByIoT B 00pa3oBaHn KIyOSHBKOB Y psia 6000BBIX
pacTeHuH, TakuX Kak JsnBenen (Lotus japonicus), cost (Glycine max) n monepua (Medicago truncatula) [55].
Taxoke OHM UHIYLMPYIOTCS IPH B3aUMOJCHCTBUH PACTCHUH ¢ (PUTOMATOreHHBIMH HEMaTOlaMH U MUKPOOpTa-
HuzMamiu. B padore [67] ycTanoBieno, uto nentuabl CLE MOTyT oCyIIecTBIATh HHAYKIMIO UMMyHUTEeTa. OHU
BOCIIPUHUMAIOTCS PelenTopoM OakTepuaibHoro oenka (aaremniaa (FLS2) 1 BEI3BIBAIOT CEpHIO BPOIKIACHHBIX
WMMYHHBIX pEakUWi, OTpaHMYMBAIOIINX paclpocTpaHeHne OakTepuaibHbIX (uTonaroreHoB. Kpome Toro,
nentuasl CLE ydacTByroT B (popMHUpOBaHUHM YCTOMYMBOCTH PACTEHUH K aOMOTHYECKUM CTpEccopaM, TaKuM
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Kak 3acyxa u jepuimr MmakpodneMeHToB [59]. Tak, sxzorenHas oopadorka pactenuii mentugom CLE9 nnmy-
LUPYET 3aKPhITUE YCTHUIL U MOBBIIIAET YCTOMYUBOCTD K 3aCyXe, UTO CBsI3bIBaIOT ¢ akTuBauued MAPK3 u nByx
CUTHAJIFHBIX KOMIIOHEHTOB 3ambIKatonux kieTok — AbBK-nporennkunasst OST1 (open stomata 1) u aHHOHHOTO
kanana SLACI (slow anion channel 1) [10]. Ilentux CLE45 urpaet 3HaYUTETHHYIO POITH B PEAKITMH PACTCHUN
Ha BBICOKOTEMITIEpATypHBIHN cTpecc [68].

Hentuapt CLE yuacTBYIOT B peryisiiuu a3oTHoro, GpochopHoro u yrieBogHoro ooMeHa pacrenuil. [Toka-
3aHO, YTO ITPU HU3KOM YPOBHE a30Ta B KJIETKaxX MEpUINKIAa KOpHEH akTuBupytotces rensl CLEL, CLE3, CLE4
u CLE7, 5TO IPUBOIUT K MOAABJICHHUIO POcTa OOKOBBIX KopHel [69]. [Ipu mocTaTOYHOM KOJIMYECTBE ITOTO
aneMeHTa ycuiuBaetcs skcnpeccus rena CLE?2. Tlentun CLE14 onocpenyeT pa3BUTHE CTPECCOBOIO CUTHaja
NpY HA3KOM coziepkannu Gocaros B KOpHAX. OH OKa3bIBacT BIMSHUE HA COOTHOLICHUE MPOLECCOB JICICHHSI
u mudhepeHITMpPOBKY KIETOK alTMKaIEHON MEPUCTEMBI KOPHS, HHTHOUPYS IEPBUIHBIN pocT KopHei [70]. Bepo-
SITHO, ATOT CUTHAJIBHBIH Ty Th MO3BOJISIET PACTEHUSIM aJalTHPOBAThCS K YPOBHIO pocaroB B cpelie: B yCIOBHUIX
uX JeuIuTa pacTeHUs U3MEHSIOT CKOPOCTh POCTa KOPHEW, YTOOBI YBEJINYUTH MOTIIOMIEHNE HEOOXOIMMBIX
MaKpO3JIEMEHTOB.

Takum 00pa3om, MpeICTaBICHHbIC JaHHbIE CBUCTENBCTBYIOT O TOM, uTo nentuasl CLE peiicTByroT kak me-
JUATOPbI KOJIOTMYECKUX M (PU3HOIOTHUECKUX CTUMYJIOB, 00€CIIeUnBasi CTPOTyI0 KOOPIMHALMIO BHY TPEHHHUX
MIPOLIECCOB Pa3BUTHUS PACTEHUN MTPU aAaNTAUN K U3MEHSAIOIUMCS YCIOBUSAM CPEbI.

Hentuawt PEP (plant elicitor peptides). Baxxayto poiib B yCTOMYUBOCTH paCTEHUH K CTPECCOBBIM (PakTOpam
urpatot nentuapl PEP, o6nagatomye snucutopHbiMu cBoicTBaMH. OHM MIPEACTABIISIIOT CO00# 00JIBLIYIO TpyIITY
MIENTH/IOB, COIEPKAIIUX OT 23 710 36 aMUHOKUCIIOTHBIX OCTATKOB. JlaHHbBIE ENTH bl 00Pa3yIOTCs B PACTCHHSIX
13 Oosee KpyMnHBIX O€JIKOB-IPEALIECTBEHHUKOB B OTBET HA CTPECCOBBIEC BO3ACHCTBUS, BOCIPUHUMAIOTCS pac-
TUTETBHBIMU KJIETKAMHU C TIOMOMIBIO CIIEM(PUISCKUX PELUENTOPOB M 3allyCKalOT KacKajl 3allUTHBIX PeaKiui,
TaKUX KaK aKTUBAITUS MPOTEHHKIHA3 U (PochoprrpoBanue OSIKOB, 00pa30BaHNE BTOPUIHBIX MECCEHIKEPOB,
CHUHTE3 CTPECCOBBIX TOPMOHOB U NMOBBIIIEHUE YPOBHS HKCIPECCUU 3AIUTHBIX T€HOB, MPUBOSAIINX B UTOTE
K (hopmupoBanuto puronMMmynurera [71-74].

[lepBsIii mpecTaBUTEND ENTUIHBIX AIMCUTOPOB pacTeHuii ObuT BeieseH B 2006 1. u3 nucteeB A. thaliana
u Ha3aH AtPepl [75]. lannbii nenti coctout u3 23 amuHokucior (ATKVKAKQRGKEKVSSGRPGQHN) u 00-
pasyercst 3 C-TepMHHAIIBHOTO KOHITa Oojiee kKpymHoro Oenka-npenmectBeHanka PROPEP]. K Hacrosmemy
Bpemenu nentuasl PEP nnentudguunposanst y 6onee yem 50 BUAOB pacTeHUH U3 CEMEHCTB KPECTOLBETHBIX,
MACJICHOBBIX, 0000BBIX, PO3OIBETHBIX M 3J1aKOBBIX [76]. B pacrenusx A. thaliana oGHapy»)eHO § TOMOJIOIOB
AtPep 1, cOOTBETCTBEHHO, 8 OCJIKOB-IPEIIIECTBEHHUKOB, KOTOPBIE KOIUPYIOTCSI HEOOIBIINM CEMEHCTBOM Te-
HOB. Y apabujorncuca 6su10 uaeHTuduposano 8 renoB PROPEP [77], y xykypy3bl — 7 renoB PROPEP 78],
y 6poxkonu — 9 reroB PROPEP [79]. Y npyrux BUIOB UCCIIEIOBAHHBIX PACTEHUH X KOJTHYECTBO, KaK ITPABHIIO,
orpanuueno 1-2 remamu [80].

benxu PROPEP o0HapyskeHBI B ABYX pa3HbIX CyOKJIETOUHBIX KOMITAPTMEHTAaX — IIUTO30JI¢ M TOHOILIacTe [76].
WnpyKnust reHOB, KOIUPYIOLIUX JaHHbIE OCTIKH, OCYILECTBISICTCA IPY MEXaHUUECKOM MTOBPEKICHNH JINCTHEB
OakTepuanbHBIMHU, TPUOKOBBIMH U BUPYCHBIMH MTATOTEHAMH, a TAKXKE ITPH 00padOTKe PACTCHUH CTPECCOBBIMU
ropmoHamu [81-83]. YcranosneHo, uro PEP-3aBucumas epeada CUrHaIOB BHI3BIBAET aKTUBAIIAIO (PHTOUMMY-
HHUTETA U IPUBOAUT K YBEITMUCHHUIO YCTOWYMBOCTH PACTEHHUI K CTPECCOBBIM BO3ICHCTBHSIM KaK OMOTHYECKOH,
Tak u abnotmueckoit mpupomsl [71; 76; 79; 84; 85].

Penentopbl 9HIOTEHHBIX MENTUAHBIX JTUCUTOPOB, 0003Hauaemble kak PEPR, npencrasmistor coboii Tpanc-
MeMOpaHHbIe OeITKH, PACTIONIOKEHHBIE Ha IUTOIIIa3MaTHIeCKONH MeMOpaHe H MpUHa IeKAIIHE K KIacCy OOraTbix
JEHIIMHOM perenToponogo0HbIX kuHa3 [86; 87]. Ha npumepe nmentuanoro snmucuropa AtPepl ycraHoBieHo,
YTO MPH €r0 B3aWMOJCHCTBUH C PEIEITOPOM HAOIIONAIOTCS TIOBBIIICHHE YPOBHS IUKINYECKOTO I'yaHO3HH-
MoHO(Oc(haTa 1 aKTUBAIHS HyKJICOTHI3aBUCUMBIX KaTHOHHBIX KaHanoB CNGC2 (cyclic nucleotide-gated cation
channel 2), 06ecniednBaromuX BX0/ BHEKJIETOYHOTO KAJBIHS B IIUTOIUIA3MY. YBEJIMUEHHE KOHIICHTPAIIMH HOHOB
Ca*" 3aMyCKaeT psij Ca’’-3aBHCHMBIX MyTeH CUTHAIM3AITNH, IPUBOAAIINX K akTuBanuu HA JID-okcnaassl u mmo-
BBIIIEHUIO YPOBHS CYNEPOKCUIHBIX AaHHOH-PAJIMKAJIOB M MEPEKNUCH BOJIOPOJA B alonjacTe, aKTUBALUY Kalb-
MOJYJIMHA U KaJIbMOAYIMHIIOAO0HBIX O0enkoB 1 cuHTe3y NO B KJIeTKe, a Tak)Ke aKTUBAIIH KaJIbIINH3aBUCUMBIX
nporenHkuHas [88; 89]. Mexanuzmbl PEP-curnanunra u ux poiib B yCTOWYUBOCTH PACTUTENIBHBIX OPIraHU3MOB
K OMOTHYECKHM CTPECCOBBIM (paKTOpaM paHee ObLIM IpeAcTaBieHbl B 0030pHOH cTtaThe [90].

B pabote [91] mpomeMOHCTpUPOBAHO, YTO MENTUIHBIC STUCUTOPHI OKA3BIBAIOT BIMSHIE HA YCTOMYMBOCTD
pacTeHHii He TOIBKO K OMOTUYECKHM, HO U K a0MOTHYECKUM HEOIaronpusTHBIM (hakTopam, HapuMep OKHCITH-
TenpHOMY cTpeccy. IlokazaHo, uTo sk30reHHast 00paboTka pactenmii mentuaoMm AtPepl BbI3pIBaeT WHAYKITHIO
CUTHAJIbHBIX cucTeM ¢ yuactueM ADK, akTHBAINIO aHTHOKCUIAHTHBIX (DEPMEHTOB EPOKCHIA3HI M CYTICPOKCHI-
JUCMYTa3bl, B PE3YJIbTaTe YEro MPOUCXOIUT CHUKEHNE CKOPOCTH OKHCIMTEIBHBIX MPOIIECCOB B PACTEHUSX,
MTOJIBEPTHYTHIX OKUCIUTEIbHOMY cTpeccy. OueBuHO, uTo ientuasl PEP npencrasisror co0oii BaxkHOE 3BEHO
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B (hOpMHUPOBAHUH YCTONUNBOCTH PACTCHUHN K pa3HOOOPA3HBIM CTPECCOBBIM BO3JCHCTBUSM, YCHIHBAS 3aIIUTHBINA
oTBeT KJieTku. Ha mpuMepe OpoKKoIu poIeMOHCTpHpOBaHa poib rentuaoB PEP B ycroitunBocTr pacteHuit
K 3aCOJICHUIO [79]. ABTOpBI NOKA3ajM, 4TO DK30TeHHast 00paboTka MpOpoCcTKOB nenTuaoM BoPep4 mosbiaer
X TONEPAHTHOCTH K H30BITOYHOMY KOJIHUECTBY XJIOPU/IA HATPHS B CPEIE 33 CUET CHIKEHHS COOTHOMmEHNs Na
u K’ B uTomnIasMe, MOBBIIIEHNs YPOBHS aOCIU30BOM KUCIOTH U CTUMYJISIUN HAKOIUIEHHS BOCKA M KyTHHA
B IMCTHsIX. KpoMe Toro, nMeIoTcsi JaHHBIE O TOM, YTO MPH BOCTPUATHH NenTUI0B AtPep mponcxonsar moBsI-
IIEHUE YPOBHS 3THJICHA W KACMOHOBOW KHCJIOTHI [92], akTUBaIUsl CHHTE3a BTOPUYHBIX METa0OIUTOB [85],
TOPMOXEHHE POCTa KOpHEBOI cuctemsl [93; 94].

Hentuabl CEP (C-terminally encoded peptides). 3HauntensHy1o poib B peaklUy pacTEeHUM Ha 1elCcTBHE
(axTopoB cpensl urparot nentuaasie ropMmonsl CEP. OHu nmpeacTaBistoT co00i MOCTTPaHCISIIIMOHHO MOJTHU-
(bunmpoBaHHBIC IENTHIBI, 00pa3yOMHuecs u3 KoHCepBaTHBHOTO C-KOHITA OeTKa-TIPeIIIeCTBEHHNKA U COCTOS-
mue u3 14 niam 15 amMmuHOKHCTIOTHBIX ocTaTtkoB [95]. 3pensie nentuasl CEP conepxar 1 6o 2 ruapoxcunu-
POBaHHBIX MM apaOMHO3WINPOBAHHBIX OCTATKA ITPOJIMHA, YTO BIUSAET HA THOKOCTH OEllka M ero CrocoOHOCTh
B3aUMOJICHCTBOBATH C peuentopamu [96].

[enbl, konupytomue O6enku — npenniectBeHHUKy nentuaoB CEP, nuaeHTuGUIMpOBaHbl B TaKUX pacre-
HUSX, KaK apaOHIOIICHC, COsI, COPTO, paric, KyKypy3a u puc [97]. B renome A. thaliana oduapyxkeno 15 renon
CEP [98]. Ux skcripeccust U3MeHsIeTCs MO JeHCTBUEM Pa3IMYHbIX aOMOTUYECKUX CTPECCOB, B TOM UYHUCIIE
HU3KOTO YpOBHS a3o0Ta B cpene. [Tokazano, uto nentuasl CEP u3 Ki1eTok KOpHS MOCTyHaroT B KCHIIEMY U TIepe-
MEILAIOTCS B HAIIPaBJIeHNH nooera, rae B3aumoaeicTsyior ¢ peuentopamu CEPR1 u CEPR2 [99]. V pactenuit
sonepusl (M. truncatula) ux opronorom sipisiercs perienirop CRA2 (compact root architecture 2) [100]. Ipu
B3aumozeictuu nentuoB CEP ¢ penentopaMu HHIyUUPYETCS CEpUS peaKLUUi, IPUBOASIINX K U3MEHEHUIO
apXUTEKTYpbI KOpHs. YcTaHOBIEHO, yTo nenTu ibl CEP oka3pIBatoT BIMsHNE HA TOISIPHBIA TPAHCTIOPT ayKCHHA
Y UHTHOMPYIOT POCT KOPHEH, HO IPU ITOM CIIOCOOCTBYIOT 00pa30BaHMIO KITyOSHBKOB M pocTy mooeros [101].
Paznmuunbie romonoru CEP MoryT o6nanars pa3HbIMU THIIaMHU OMOI0rnueckoi akTuBHOCTH. Tak, mentug CEPS
OTPUIATENIFHO BIIMSIET Ha Pa3BUTHE MIEPBUYHBIX U OOKOBBIX KOPHEH y apaOuJIoTICKca, HO IPH ATOM yBEITHUHBACT
YCTOMUYMBOCTB pacTeHus kK ocMoTudeckoMy crpeccy u 3acyxe [102]. [lentun CEP1 criocoOGcTByeT MOTIOIIEHNTO
HUTPATOB KOPHSAMH ITOCPEJCTBOM aKTHBALMU T€HOB, KOAUPYIOUINX TIyTaTHOH3aBHUCHMbIE OKCHIOPEIYKTa3hl
kimacca 11l (mmyTapemoKcHHBI), KOTOPBIE TIOOKUTEIHFHO BITHSIOT HA DKCIPECCHIO TEHOB BBHICOKOA(P(GHUHHOTO
nepeHocunka HuTpatoB [103]. ABTopaMu nokasaHo, 4to peryiastopasie mytd CEP1 cBsi3aHbl ¢ TUTOKHHUHO-
BBIM CUTHQJIMHTOM, OJlarofiapsi uemy o0ecrieunBaeTcs JIydliias KOOpIAUHAIINS aCCUMIIISIIIAN a30Ta B YCIIOBHIX
A30THOTO TOJIOJIAHMS M POCTa KOPHEH.

Cyab¢paTupoBaHHble MenTHAHbIe TOPMOHBI. Kak cretyer u3 Ha3BaHus, K JaHHOW TpyIIIie TOPMOHOB OT-
HOCSITCSl TIOCTTPAHCIISITMOHHO MOAU(DHUIIMPOBAHHBIE TIENITH/IBI, aKTUBAIINS KOTOPBIX CBs3aHa C CyIbh(paTupo-
BaHUEM OJHOTO WJIM HECKOJBKUX OCTAaTKOB TUPO3WHA. DTOT MPOIECC MPOUCXOIUT C YIaCTHEM CHENMATIBLHOTO
(hepMeHTa — THPO3UIIPOTEHHCYIB(GOoTpaHcdepasbl, mepeHocsIei cynbdar ¢ pochoanenoznnadochocymnhara
Ha TUAPOKCHIIBHYIO TPYIITY ONPEAETICHHBIX THPO3UHOBBIX OCTATKOB O€JKa-IpeIIIeCTBEHHUKA C 00pa3oBaHHEM
TUPO3UH-CYIb(harHoro ddupa [ 104]. YecraHoBIeHO, 4TO KOHCEPBATHBHBIM MOTHBOM JIJISI CYJIb(ATHPOBAHUS SIB-
JISIETCS MTOCIIEA0BATENIFHOCTD acraparnHoBas KucioTta — Tupo3uH (DY) Ha N-koHIe Oenka-TpenecTBeHHIKA.
CynbdarHblii pparMeHT 00eCreYnBaeT CTAOMILHOCTD M BHICOKYHO OMOJIOrMYECKYH aKTUBHOCTh HEITHIHOTO
TOPMOHA, CIIEITUGUIHOCTH €To pacro3HaBaHus perentopoM [105]. CorracHO TaHHBIM, IPUBEICHHBIM B pa00-
te [106], HecynbdaTupoBanHble HenTHIBI UMEIOT B 185 pa3 Gonee HU3KOE CPOACTBO K perentopy. OHU aKTUBHBI
B MUKPOMOJISIPHBIX KOHIIEHTPAIHAX, TOT/Ia KaK OMOJIOTHYECKass aKTHBHOCTH CyIh(aTUPOBAHHBIX MENTHI0B
HaOIIOAeTCsl B HAHOMOIIAPHOM Jirana3one. [loMuMo BBICOKHX CIEU(UIHOCTH B CPOJICTBA K PElENTOpaM,
TUPO3UHCYIb(aTHPOBAHHBIE MENITHABI JOCTATOYHO CTAOMIBHBI B YCIIOBHSIX BapbupoBanus pH cpejbl, uTo 00ycioB-
JIMBAET UX aKTUBHOCTH B aIoIiacTe P BBICOKOW KuciaoTHOCTH [107].

K Hacrosiemy BpeMeHH 00HAPYKEHO HECKOJIBKO THITOB CYIb(aTHPOBAHHBIX TN THIHBIX TOPMOHOB — (PUTO-
cynmbokunst (PSK), menrun PSY'1 (plant peptide containing sulfated tyrosine 1), daxkTop pocTa KOPHEBOH Me-
puctemsl RGF1 (root meristem growth factor 1), daxropsl nenoctaoctu nosickoB Kacrapu CIF (Casparian strip
integrity factors) [105;108].

Dumocynsghoxunst. Briepsbie putocynbhOoKHHbI ObLTH 00OHAPYKEHBI B KYJIBTYpe KIJIETOK CIIapiKu (Asparagus
officinalis) xak nonoxurenbHbie Gakropsl nponudeparyu [109]. OHU TpeaCTABIAIOT COOOH MEHTANCITHIBI
(Y'TY'TQ), conepxarue 2 cyab(GaTHpOBaHHBIX OCTATKA THPO3HHA (0603HaYeHbI KaK Y ). DHTOCYIbGOKHHBI
00pa3yroTcs U3 OSJIKOB-TIPEIIIIECTBEHHUKOB, COCTOSIIUX U3 75—123 amuHokucnor [110]. DT 10cTaTO4HO KOH-
cepBaTUBHBIE OCJIKH BBIABICHBI Y 53 BHIOB OTHOAOIBHBIX U ABYAOIBHBIX PACTCHHUH, BKIIto4ast A. thaliana, coro
(G. soja), patc (Brassica napus), KyKypy3y (Z. mays), puc (Oryza sativa) u np. [105]. Pactenus apadunorncuca
coziepkat 7 reHoB OeJikoB — npeiiecTBeHHUKOB PSK. TpaHCKpUIITOMHBIN aHAJINA3 TTO3BOJIMIT BBISIBUTH, YTO 3KC-
npeccust GUTOCYTH(POKHMHOB OCYIIECTBIISIETCS BO BCEX TKaHIX M Ha BCEX CTATUSAX pa3BUTHA pacTeHnid [111].
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Onnako HanboIee BRICOKUH YPOBEHD IKCIIPECCHU TCHOB, KOJMPYIONINX JJAHHBIC MIETTH/IbI, 00HAPYKEH B aIlu-
KaJIbHBIX MEpHUCTEeMax 1Modera U KOpHs, YTO CBUAETEIBCTBYET 00 ydacTHH (UTOCYIB(OKHHOB B MpoILeccax
JeNICHUS KIIETOK.

duTocynb()OKHHBI BOCIPUHUMAIOTCS JIOKATN30BAaHHBIMH B IJIa3MaTHYECKON MeMOpaHe 0oraTbIMHy JICHIIMHOM
PEIenTOPOIIOA00HBIMH TTPOTEHHKHHA3aMH, 0003HadaeMbiMu kak PSKR1 m PSKR2 [107]. Cs3eiBanue PSK
C PELenTOPOM MTPOUCXOAUT TIIABHBIM 00pa3oM 3a cueT 00pa30BaHus BOJAOPOAHBIX CBS3EH, IPH ATOM Cylb(paTHbIe
(hparMeHTHI B3aUMOACHCTBYIOT CO crienu(puIecKuMu caiitamu perienrropa [112]. Jlnst ycrenHoro nporekaHus
3TOTO Mporecca TPeOYIOTCs KUCIbIe YCIOBHS CPEBI, T. €. 3aKHCICHHE aroIuIacTa MOXKeT CTUMYIHPOBATh BOC-
npusitue GUTOCYIH(POKHMHOB U YCHIIMBATh TIepeaady CUrHaja.

ITokazaHo, uto penentop PSKR1 o6pasyer Hanokmactep ¢ H -AT®azamu AHA1 u AHA2 (Arabidopsis
H'-ATPases) n nonnpivu kananamu CNGC17, akTuBHpyeMbIME HUKIMYECKMME HyKJIeoTHnamu (cyclic nu-
cleotide-gated cation channel 17) [113]. Illomumo storo, penentop PSKR1 oGmagaer ryaHniarunkiazHOR
akTuBHOCTHIO. OOpaszoBanue komruiekca PSK — PSKR 1 puBoauT K 3ammycKy cepuy CUTHAIBHBIX ITyTeH, TaKUX
xak Ca’’-curnanumr, TYaHWIATIMKIJIA3HbIN U KaJdbMOAYINH3aBUCUMBIN curHanuHr [114;115].

durocynb(POKUHBI BBIIOIHAIOT MHOXKECTBO (u3nonornyeckux QyHkuuil. OHU CTUMYIHUPYIOT cOMaruye-
ckuii smMOpuoreHes [116] u oOpazoBanue aBeHTUBHBIX KopHel [117]. Ha npumMepe pactenuii iuauuu (Zinnia
elegans) ycranosieno, uto PSK yuactByroT B muddepeHnnpoBke KIeTok Me3odhmna u GopMUpOBaHUH TIPO-
BOASIIKX cocynoB [ 118]. durocynbHOKHHBI CTOCOOCTBYIOT YATMHEHHIO TUTIOKOTHIISL, POCTY JINCTHEB U KOPHEH,
pUYEM POCTOCTUMYIHpYIoias akTuBHOCTh PSK o0ycioBnena He HHIyKIMEH AeleHns KIETOK, a yBeJIuye-
HueM ux pasmepoB [105;109]. dusuonorunyeckas akTMBHOCTh (PUTOCYIIb(HOKUHOB MOXKET OBbITh CBSI3aHA C MX
BJIMSHUEM Ha COOTHOILEHHE (PUTOrOPMOHOB: OHHM aKTUBUPYIOT CHHTE3 ayKCMHA M MHTHOUPYIOT 00pa3oBaHue
atunena [119;120].

Wmerotest naHHble 0 TOM, 4TO (PUTOCYAb(MOKUHBI HIPAIOT BAXKHYIO POJIb B MPOIIECCE CEMEHHOTO Pa3MHO-
JKEHHSI PACTeHUH, CIIOCOOCTBYIOT IPOPACTAHMIO MBUIBIIEI U YTTHHEHHIO MBUTBIIEBOM TpyOKH [121]. ABTOpaMu
OTMEYEHO, YTO PACTEHUS, Y KOTOPBIX OTCYTCTBYIOT PEENTOPBI (GUTOCYIb(HOKUHOB, TPOU3BOMAST MEHBIIIE CEMSIH.

Eme oxnoit Baxuoll pyHkuen GUTOCYIH(HOKUHOB SBISETCS YUaCTHE B Pa3BUTUU MMMYHHBIX pEaKkLUi
pacreHuii. THTEpEeCHO OTMETUTb, YTO B 3aBUCUMOCTH OT THIIA I1aTOreHa (PUTOCYIb()OKUHBI MOTYT I10-Pa3HOMY
BIMSTH Ha UMMYHUTET. Tak, B padotax [122;123] ycTaHOBIEHO, YTO MyTaHTHBIEC PaCTEHUS apaOuI0TICHCca, HEUYB-
ctBuTenbHBIC K PSK, Ob1H 6016€ BOCTIPUUMYHUBEI K HEKPOTPO(PHBIM (prTOnaToreHHbIM Irpubam A. brassicicola
u S. sclerotiorum n 6axrepusim Ralstonia solanacearum. Ilpu 5TOM yCTOWYMBOCTD pacTeHHid K TeMH- U OHO-
tpoam, Takum Kak Pseudomonas syringae i Hyaloperonospora arabidopsidis, Ha000pOT, IOBBITIIANACH.

®durocynb(POKUHBI OKA3bIBAIOT BIMSHIE HA YCTOHYMBOCTh PACTEHHH K a0MOTHYECKMM HETaTUBHBIM (hak-
TopaM. Tak, Ipu OCMOTHYECKOM CTpecce B PacTEHHsIX apabuJoIchca yBEIUUUBACTCS IKCIpeccus 4 reHOB
durocynphorunoB — PSK1, PSK3, PSK4 n PSK5 [124]. CormacHo IaHHBIM, IIPEACTaBICHHBIM B padote [10],
pacTeHus, cBepXxdKcIpeccupyromue npeamectTseHHUK PSK 1, xapakrepusyloTcst He TOIBKO YCHIEHHBIM POCTOM
KOpPHEH M TMIIOKOTHIIS, HO U TIOBBILIEHHON YCTOHYMBOCTBIO K 3aCyXe.

[Mockomnbky puTocynbHOKHHBI AKTHBUPYIOT IEPe/iauy CUTHAIIOB ayKCHHA U 3aITyCK ayKCHH3aBUCHMOTO Kalb-
nueBoro curHanura [119;125], npeanonaraercs, YTo OHM YNPABISAIOT MEXaHU3MaMHU IepepacipeeIeHns
PECYPCOB pacTeHUH, KOOPIUHUPYS! IPOLECCHl POCTa U UIMMYHHBIX PEaKLUUH, U 3TO MI03BOJISIET BbIPabOTATh
HanOoJee MOAXOSIIYI0 CTPATErHIO NIPY alalTallii PACTCHUH K M3MEHSIOIUMCS yCIIOBUSIM BHEIIHEH Cpebl.

Ilenmuo PSY1. Jlaansbiii nenti ObLUT BBIJIENICH U3 KYJBTYPBI KIIETOK MOJIENEHOTO pacteHus Arabidopsis [126].
OH nperncrapisiet co0oi Cyb(haTnpOBaHHBIN U IMKO3WINPOBAHHBIN MENTHI, COCTOSIIHNN U3 1 8 aMUHOKHUCIIOT.
[entug PSY 1 o6pa3yeTcs u3 HeOOIBIIOTO OeNTKa-IIpeANIeCTBEHHUKA, COIEPKAIIETO 75 aMIHHOKHCIOTHBIX OCTaT-
KOB M KoJupyeMoro y apadujorncuca 3 snepHbpiMu reHamu. [logo6no purocynbdokunam, mentun PSY 1 cro-
coOCTByeT Mmponudepaluy 1 yBeIHUSHUIO pa3MepoB KJIeTOK. OH SKCIIPecCUpYeTCs B pa3IMUHbIX PACTUTEIBHBIX
TKaHIX, HO HanboJiee BBICOKUH YPOBEHb SKCIPECCHH XapaKTEPEH AJISl 30HbI YAJIMHEHUS KOPHS U allMKaJIbHON
mepucteMsl modera [ 126]. 3anmyck PSY 1-curnajimira ocyIecTBIsIeTCs ¢ TOMOIIBEO CIISIUPHUYSCKOTO PerenTopa
PSY 1R, nocne gero npoucxozst aktuparus H'-ATda3s1 AHA2, 3akuciienie BHEKIETOUHOTO TIPOCTPAHCTBA
Y TIOBBIIIICHUE PACTSHKUMOCTH KICTOUHOU cTeHKH [127].

MexaHnueckoe NOBpEXKIEHUE YCUITUBAET 3KcIpeccHio nentuaa PSY 1, uro cBuaeTenbCTBYET O €r0 BaKHOU
pOJIH B YCTOMYMBOCTH pacTeHU K Omotndeckum ctpeccopam [105]. Hampumep, B padote [128] mpuBoasTcs
JaHHBIC O TOM, UTO Nepenaya curHanoB PSY moBeiaeT ycTOMYMBOCTL pacTeHHi K HEKpOTpohHOMY (uTOMa-
TOTeHHOMY Tpuly A. brassicicola.

@axmop pocma kopneesoit mepucmemsvt RGF 1. Bbuio 3aMeueHo, 4To 11 MyTaHTHBIX pacTeHuil Arabidopsis
tpst-1 ¢ HU3KOHM aKTMBHOCTBIO (pepMEHTa THPO3UINPOTEHHCYIIb(pOoTpaHchepasbl XapakTepeH 0coOblid peHoTun
¢ kopotkumu kopHsimu. O6paboTtka pactenuid nentuaamu PSK u PSY 1 He BoccTanapimBaia ge(heKThl MyTaHTOB
tpst-1,9T0 yKa3bIBaJIO HA HATTMYKE APYTHX MENTHIOB, PEryIupyomux poct kopuei [5]. Ilouck cynbdaruposan-
HBIX TOPMOHOB C JIaHHBIM BHUIOM OMOJIOTHYECKON aKTUBHOCTH MPHUBEN K 00HAPYKEHUIO MENTH/a, HA3BAHHOTO
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(axTopoMm pocta kopHeBoi MepucTeMbl RGF1 [109]. Dx30reHHOE MpUMEHEHNE 3TOTO MENTHAA BO30OHOBIISIIO
MEpHCTEeMaTHYECKYI0 aKTUBHOCTh MYTaHTHBIX pacTeHuit Arabidopsis tpst-1, a COBMECTHOE MCIIONB30BaHUE
RGFI1, PSK u PSY1 moiHOCTBhIO BOCCTAaHABIMBAJIO POCT KOPHEH.

B Hacrosiiiee BpeMst 00HapY»KEHO HECKOJIBKO METTHIOB, OTHOCSIIIXCS K ceMeiicTBy RGF. Onu cocrost n3
13—18 aMMHOKHCIIOTHBIX OCTaTKOB U COAEPIKaT TUIMYHBIN ISl CYNIb(aTUPOBaHHBIX eNTUAOB DY-MOTHB 1 BBI-
COKOKOHCEPBAaTHBHBIN THIPOKCHIINPOBAHHBIN ocTaToK nponuHa. [lentrast RGF BocipuHIMaOTCS ¢ TOMOIIBIO
peuentopoB RGFR1—RGFRS, uro mpuBoguT K nmociienyoneMy B3auMHOMY TpaHchoCchOpuInpoBaHUIoO IUTO-
TUIa3MaTHYeCKUX KMHA3HBIX JIOMEHOB U 3alyCKy CUTHAJIbHOTO Kackaja ¢ yuactiueM MAP-kunassl [129]. [Tomumo
CBOEH aKTUBHOCTH B allUKAJIbHON MepucTeMe KopHs, nentuibl RGF KOHTponupyroT rpaBUTPONU3M, pa3BUTHE
OOKOBBIX KOpHEW U KOpHEBbIX BOockoB [130]. Unennr cemetictBa RGF BiusitorT Ha mMoToK aykcuHa, U3MEHSIS
pacmipeneneHue nepenocunka aykcnaa PIN2 [131]. YcranosneHo, uro y pactenuit A. thaliana nentug RGF1
perynupyer akTUBHOCTb IIEPBUYHON KOPHEBOW MEPHCTEMBI U ITPH 3TOM MOJABIISET Pa3BUTHE OOKOBBIX KOPHEH
MyTEeM aKTUBAIIMH dKCIpeccun TpanckpuniuonHoro ¢paxropa PUCHI wepe3 MAP-kunasHbiii curHanuar [132].

Dakmopul yenocmuocmu nosckoé Kacnapu CIF. OTHOCUTENHHO HEJTABHO B PACTEHUSAX OOHApYKEHA eIlle
ofiHa Tpymmna cyibdarupoBanHbix nentuaoB (CIF), KoHTpoIupyOMX Npouece OTIOKEHUS THAPOPOOHBIX
KOMIIOHCHTOB KJICTOUYHOW CTCHKH (JTUTHWHA WJIA CyOeprHa) B KJIeTKaX dHmonepmsl [ 133]. B ommrane ot apyrux
TUPO3UHCYNb(aTrpoBaHHbIX NenTH10B CIF BHINOMHAIOT O1HY BBICOKOCTIEIM(DUUHYIO (PYHKIHIO — hOPMUPOBa-
Hue nosickoB Kacnapu, 4To u 00yCIIOBHIIO UX Ha3BaHHE.

I'erom A. thaliana conepxut 5 reHOB, KoaUpyrOImUX nentuapl cemeiictBa CIF, cocrosiue 3 82 aMuHOKHC-
JI0THBIX OcTaTkoB [ 134]. Ha C-KkoHIie O€JIKOB-IIPE/IIIIeCTBEHHUKOB HAX0IUTCS BHICOKOKOHCEPBATUBHBIH JOMEH,
narormmid Hagano 3penoit popme nentunos CIF. Ilenruast CIF coctosT u3 21-24 amunokucior ¢ 1 cynsdaru-
POBAaHHBIM TUPO3WHOM U 2 THIPOKCHJINPOBAHHBIMU OCTAaTKaMH MPOJIHHA.

Crout oT™MeTHTS, uTo nienTuabl CIF neficTByIOT TOKaIbHO, MPENMYTIIECTBEHHO OHU HKCTIPECCUPYIOTCS B CTEIEe
NepBUYHBIX U 00KOBBIX KOpHEH [135]. CynbdarupoBanue ocTaTKOB TUPO3WHA 00ecreYrBaeT MOJIHYI0 OHO-
sorudeckyto aktuBHOCTH CIF u ux Boicokoe cpoacTBo k perentopamM GSO1/SGN3 u GSO2/SGN3, kotopsie
JIOKAIIM3YIOTCSE Ha MeMOpaHax KJIETOK SHIOAEPMBI U OTHOCSTCS K ITOJICEMEHCTBY OOTraThiX JEHIIMHOM pelen-
TopononoOHbIX KuHa3 [136]. B3anmoneiicteue CIF ¢ peentopoM NpuUBOAUT K YBETMUEHUIO KOHIIEHTpAIUH
TIEPEKICH BOJIOPO/IA B allOTIACTE, aKTUBAITNH CHIETIM(PHUECKUX TIEPOKCH/IA3 U MOIMMEPHU3AINY MOHOIUTHOJIOB,
B pe3yJbTare uyero o0pasyercst TUrHUH U popMupyrorcs nosicku Kacmapu.

Hentuast ENOD40 (early nodulin 40). JInst 6000BBIX pacTeHUIl XapaKTEPHO HAIMYHUE CIEIUPUIESCKIX
MENTHUIOB, PETYIUPYIONTNX B3aUMOOTHOIIEHUSI PACTEHUS-X03sMHA C CHMOMOTHYECKIMH OaKTepUsIMHU pojia
Rhizobium, a Taxxe GpopmupoBaHue KiIIyOeHbKOB, Wi Hoaya. K Takum nentugam orHocutcst ENOD40. Pasz-
BHUTHE HOIYJBI 3aBUCUT OT CKOOPJAMHUPOBAHHOMN 3KCIIPECCHUU PACTUTENBHBIX U O0aKTepHaIbHBIX TeHOB. | eH
HOAYIMHA enod4() ObICTPO HHAYIHPYETCS PU300USIMH B TIEPULIMKIIC KOPHS U ICISLIMXCS KIETKaX KOPbI 3a4aTKa
Kiryoenbka [137].

N3BecTHa cTpykTypa no MeHblied Mepe aByx nentunoB ENOD40, coctosmux u3 12 u 24 aMHHOKHUCIIOT-
HBIX ocTaTkoB. O6a menTHaa CBA3BIBAIOTCS ¢ OCITKOM HOMYIHMHOM, KOTOPBIM B3aUMOJICHCTBYET ¢ (hepMEHTOM
caxaposocunTtasoi [ 138]. OueBuano, uro nentuasl ENOD4( y4acTBYyOT B peryisinu MeTaborn3mMa caxaposbl
B a30TQHUKCUPYIOLINX KITyOSHbKaX, ¥ 9TO B 3HAYUTEIILHOM CTEMIEHH BIHSIET Ha CKOPOCTD WX pa3BuTusl. [lokazaHo,
YTO TPAHCTCHHBIC PacTeHUS JIONEPHBI (M. truncatula) co cBepXdKCIpeccuelt TeHa enod4() XxapakTepu3yroTcst
YCKOPEHHBIM (DOPMHUPOBAHUEM CTPYKTYpPbI KIIyOeHbKa, TOTA KaK PacTeHHs] ¢ YMEHBIICHHBIM KOJIMYECTBOM
TPAHCKPUITOB enod4() 00pa3yroT JHIIL HECKOIBKO MOAN(DUIIMPOBAHHBIX KIYOSHBKOIIOO0HBIX CTPYKTYp [139].

['enpl enod4() BRICOKOKOHCEPBATHBHBI Y Pa3IMYHBIX BUO0B OOOOBBIX pacTeHHid. Takke OHH OOHApPYKEHBI
Y HEKOTOPBIX PACTeHUH U3 IPYTUX CEMEICTB, TaKuX Kak Tabak (Nicotiana tabacum) v puc (O. sativa) [140; 141].
QOyHKINY TaHHBIX TENTHAOB y TUX PACTEHHUH ITOKa HE N3yUYEHBI.

Hentuast NCR (nodule cysteine-rich). Baxnyio ponb B OpMUPOBaHNH KITyOCHBKOB MI'PaeT €IIe OfHA
TpyIIa MenTUIHBIX TopMOHOB pacTteHnii — NCR. Ilo cTpykType 3TH HMEnTHABI CXOKH ¢ aHTUMHKPOOHBIMHU
nenTtuaamu aedensunamu [ 142]. Kak npaBuio, oHHE coiepkaT 25—55 aMHUHOKHCIIOTHBIX OCTAaTKOB, B TOM YHUCIIS
4 wm 6 0CTaTKOB IUCTEMHA. AMUHOKHCIIOTHBIE TIocenoBarensHoCcTr nentu1oB NCR MoryT ObITh pasHooOpas-
HBIMH, B CBSI3H C YeM OHH JIEJISATCS Ha KATHOHHBIC, aHUOHHBIE U HelTpanbHble. CTpykTypa NCR B 0cCHOBHOM
HE yHopsa04eHa, O4YeHb JUHAMUYHA U CIINTA MOCPEACTBOM TUCYIb(QHIHBIX CBSI3CH.

Bo0oBBIE KyIBTYPBI SKCIIPECCUPYIOT 3HAUUTEIBHOE KomudecTBO TenTuaoB NCR. VYV mroniepHs! ycedeHHOM
(M. truncatula) 6pu10 BeIsIBIIEHO O0Jtee 650 nenTunoB NCR, y moniepHsl moceBHoi (M. sativa) — 469, y ropoxa
(Pisum sativum) — 353, y ayta (Cicer arietinum) — 63 nenrruna NCR [143; 144]. [Ipu 5ToM TeHBI, KOTUPYIOITHE
NCR, ne oonapysxensl B coe (G. max) n asasenue (L. japonicus). Orcyrcreue nentunoB NCR y HEKOTOpPBIX
0000BBIX PACTEHNUH CBHJICTENBCTBYET O TOM, YTO OHHU HE SIBJISIOTCS 00513aTE€IbHBIMUA KOMITOHEHTaMH a30T(HK-
caruu. BeposiTHee Bcero, ¢ MOMOIMIBIO ATHX MENTHIOB PACTEHUS! KOHTPOJIUPYIOT PA3BUTHE CHMOMOTHYECKHUX
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OakTepHii B IEJSIX ONTHUMH3ALMY TMporecca azoTdukcanuu. Y pacreHuid, cuaTe3npyromux nentuasl NCR,
WX KOJIMYECTBO M COCTAB OKA3BIBAIOT BIMSHUE HA CTENEHb pa3BUTHs OakTepouioB [144;145]. [lokazaHo, 4to
JaHHBIC TENTH/IBI CEKPETUPYIOTCS Yepe3 pacTUTEIbHbIE MEMOpaHbI U IPOHUKAIOT B OAKTEPOUIbI, BEI3BIBAS U3-
MeHeHus nuddhepeHnnpoBKY KiIleToK. HemaBare uccienoBaHms CBHIETELCTBYIOT O TOM, YTO OJMH U3 CAMBIX
kopotkux nentuioB NCR — NCR247, cocrosiiumii u3 24 aMHHOKHCIIOT, — CLIOCOOCTBYET YCBOCHUIO XKelie3a
¥ YBEIMYEHHUIO aKTUBHOCTH OakTepouaHoil HuTporeHassl [146]. Ilotepsa oraenbubix TeHOB NCR BBI3BIBAET
OBICTpOE cTapeHue OakTepon10B. KpoMe TOro, yCTaHOBIEHO, YTO YpOoBeHb 3kcnpeccun nenTunaoB NCR 3a-
BUCHT OT COJEpKaHUSI HUTPATOB B cpezie. B wacTHocTH, npu 100aBiIeHUN HUTpara sKcrpeccusi reHoB NCR
B pacTeHusix cHuxkaercs [145].

Hentunsl EPF (epidermal pattern factor) n EPFL (EPF-like). llentuast EPF u EPFL cocrost u3
45—76 aMHHOKHCIIOT C 6 WIIN 8 KOHCEPBATUBHBIMHU OCTATKAMH ITUCTEHUHA, ONIPEISIITIONTUMHI X (YHKITHOHAIb-
HY0 aKTUBHOCTH [ 147]. Poib 3THX MENTHIOB TTaBHBIM 00pa30M CBsi3aHa C pa3BUTHEM U (DYHKIIHOHHUPOBAHUEM
YCTBHII. 3aMBIKAIOIIUE KJIETKH YCTHHUI] 00pa3yroTCsl P aCUMMETPHYHOM JICTICHUH MEPHCTEMOUTHBIX MaTepHH-
CKHX KJIETOK. HacToTa esieHus TaHHbIX KJIETOK, KoTopas koHTponupyercs nentunamu EPF u EPFL, sasnsiercs
OCHOBHBIM (DaKTOPOM, OIPEICIISIOIINM KOJTHMYECTBO YCTHBUYHBIX M HEYCTBUYHBIX SMTUAEPMAIBLHBIX KIETOK.

B pacTeHmsIX TpOUCXOANUT CHHTE3 HeCKOIbKUX wieHoB cemeiicTBa EPF n EPFL. Onu o6Hapyxenn! y 4. thalia-
na [148], puca (O. sativa) [149] u npyrux pactenuii, B ToM uncie mxa (P. patens) u miaynka (S. moellen-
dorffii) [5].

B kauectse penenropoB nentunos EPF u EPFL BricTynaror penentopononoOusie kunassl ERECTA (ER),
ERLI (ER-like 1), ERL2 (ER-like 2) n peuenrtopornonoOuslii 6e1ok TMM (too many mouths) [150]. Curnamnst
nentuaoB EPF1, EPF2 u EPFLY9 Bocnipunumatorces kommiekcom TMM — ER, uto npuBoaut k 3anycky MAP-
knHa3zHoro kackaga YODA-MKK-MPK.

Paznmanbie unensr cemeiictBa EPF n EPFL oka3piBaroT pasHOHAIpaBIeHHOE ACHCTBHE Ha (POPMUPOBAHIE
ycrbuuHbIX KieTok. [lentunet EPF1 u EPF2 skcnpeccupyroTcest HCKITIOUUTENBHO B SMUAEPMANIBHBIX KIIETKaX
U SIBJISIIOTCS OTPHUIATENIbHBIMU PETYIITOpaMu IoTHOCTH yeThuIl [ 148]. CBepxakcnpeccus renos EPFI u EPF2
onmokupyet odpazoBanue ycThuil. Hao00poT, moteps ux (pyHKIIMOHATBHON aKTUBHOCTH BBI3BIBAET YPE3MEPHOE
JIeTICHUE U yBEJIMYEHUE KOJMYECTBA YCTHHIIL. [10JI0KUTENBHBIM PErYISTOPOM B Ipoliecce GOPMUPOBAHHUS YCTHHIT
sisieTcst mentug EPFLY, mmn STOMAGEN [151]. On o6pa3yercs B KIeTKax Me30(wIa U KOHKYPUPYET
c nentunamu EPF1 u EPF2 3a cBsizpiBanue ¢ komruiekcom TMM — ER. Takum 00pa3om, aHTarOHUCTUYESCKUE
B3aMMOOTHOIICHHUS MEXK/Ty STUMHU TOPMOHAMH MTO3BOJISIOT OCYIIECTBIATE PETYIISINIO KOJINYECTBA YCTHHIL B CO-
OTBETCTBUU C YH/IOTEHHBIMU IPOTPAMMaMHU Pa3BUTHSL.

NmetoTcs nccnenoBanus, CBUAETEILCTBYIOMINE O TOM, YTO OJIMH U3 T€HOB, KOJMPYIOIINX WIEHBI CeMeNlcTBa
EPFL, criermududecku SKCipeccupyeTcsi B TOTPaHUYHBIX JOMEHAX Pa3IMIHbIX OPTaHOB IT00Era U peryiaupyer
pasmep MepHucTeMbl mo0era, pacrojoKeHHe JIMCTHEB U CEMSTIOUEK, a Takke MopdoreHes kpas nucrta [152].

Mentuabt GASA (gibberellic acid-stimulated Arabidopsis). Huzxomonexynspusie 0enkn GASA nipencras-
JSIOT COOOH MPOYKTHI CEMEICTBa FeHOB apadHIoTcHca, CTUMYIHPYEMBIX THOOEpPEITMHOBON KUCIOTOM. J{ist HUX
XapakTepHo Hamuue N-KOHIIEBOTO CUTHAJIBHOTO JOMEHa, THAPO(UIBHOTO CpeiHero cermMenTa u C-KOHIIEBOTO
KOHCEpPBAaTUBHOIO IOMEHA, COCTOSILET0 MpUMepHO u3 60 aMuHOKUCIOT ¢ 12 octarkamu nuctenna [153]. nuna
0eIKOB MOMKET CUJIBHO BapbUpoBaThcs. Hanpumep, y apaduorcuca ooHapysxeHsl 0enku GASA, conepxariue
ot 87 o 275 aMHHOKHCIIOTHBIX 0cTaTKOB. bemkn GASA 00BIIHO 00pa3yroT 5—6 TUCYTb(PUIHBIX CBI3EH, KOTOPHIE
HEOOXOIUMBI 715l CTAOMIM3aluK IPOCTPAHCTBEHHOM CTPYKTYPBI, @ TAKXKE B3aUMOJCHCTBUS C IPyrUMH OeJKa-
Mmu. [Ipr 5TOM OTCYTCTBHE KITFOUEBBIX aMUHOKHCIIOTHBIX OCTATKOB IIICTENHA MOYKET IIPUBECTH K 00pa30BaHUIO
He()YHKIIMOHAIEHOTO JJIOMEHA U, KaK CIIEZICTBHE, K TIOTepe OMOIOTHYECKON aKTUBHOCTH menituaa [154; 155].

Unenrudunuposano okono 445 renos, kogupyroomux oenkun GASA, y 33 BunoB pacrenuit [156]. Pe-
3yIbTaThl OMOMH(GOPMAIIMOHHOTO aHaIHU3a JAHHBIX TIOKA3bIBAIOT, YTO TeHbI GASA UMEITCS y MHOTHUX BHJIOB
COCY/IMCTBIX PACTEHMH, HO OTCYTCTBYIOT y MXOB U 3€JIEHBIX Bojopocieil. Hampumep, pacTeHns Kykypy3bl
u puca comepskar mo 10 @wieHoB cemeiicTBa reHOB GASA, B TeHOME COHM U MATKOH MIIICHUTIHI UACHTHDHUITIPO-
BaHO 10 37 reHoB GASA, TorJa Kaxk y TBEpAOM MIICHUIIBI BBISIBICHO TONbKO 19 Takux renos [157; 158]. ['ensl,
kopupytomue 6enkn GASA, uHIynupyroTcs GUTOTOPMOHAMH M YYACTBYIOT B 3aITyCKE Psi/ia CUTHAIBHBIX ITY-
telt [159]. bpuio nokazaHo, 4To TpaHcKpunuus reHoB GASA CylieCTBEHHO U3MEHSIETCS B OTBET HA SK30T€HHYIO
00paboTky rudOepeinHOBOM 1 abciu3oBoi kuciaoramu [158]. [Ipennonaraercs, uro 6enku GASA urparor
BXHYIO POJIb B CIIOKHBIX MTEPEKPECTHBIX B3aNMOICHCTBUSAX MEXK/Ty CHTHATILHBIMH Iy TSIMH, HHTyITHPYEMBIMA
pa3nuYHBIMUA (PUTOTOPMOHAMH.

Oyakmun nentuaoB GASA 10CTaTO9HO MHOTOOOPAa3HBI W 3aBUCAT OT CYOKJIIETOYHOTO PACIIOIOKEHUS.
Ha npumepe TBepaoi MIIEHUIB! yCTAHOBJICHO, YTO OONMBIIMHCTBO nenTua0B GASA J10KaIu3yloTCs B anoriac-
T€, HO HEKOTOPhIC U3 HUX PACIIONATaloTCs B IUTOILUIa3MaTHUECKOM MeMOpane u sHaoMeMOpanax [159]. Unenst
cemeiictBa GASA perymmpyroT MHOTHE (H3HOIIOTHIECKUE MTPOIIECCHI PACTEHHM, PHYEM OHU MOTYT BEITIONTHSTh
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KaK CXO/IHbI€, TaK ¥ IPOTHBOTIOIOKHBIE pyHKIIMU. Hampumep, cBepxakcnpeccus reHa GASA4 MpUBOANT K yBe-
JTUYEHHUIO MacChl CEMSH U YPOXaHOCTH pacTeHHH, Tor/Ia Kak cBepxaKcipeccus rena GASAS CHIKaeT CKOpOCTh
pocTta cTebis u 3aaepuBaeT eeteHue [160].

[entuapr GASA akTHBHO y4acTBYIOT B PEaKLMSIX paCTEHUsI Ha ACHCTBHE a0MOTHYECKUX HETaTUBHBIX (hak-
TOPOB, TAKUX KaK OCMOTHUYECKHUH cTpecc, YD-uzmydenne, rureprepmust u ap. [155]. Ycranosneno, 4to mpu
HeOIaronpHusITHBIX BO3ACHCTBHUAX Cpelibl dKcnpeccust reHa GASA 14 nosblaeTcs, a sxcnpeccus reHa GASAS,
HaoOopoT, cHmkaetcs [161]. Kpome Toro, reast GASA WHAYIHUPYIOTCS ONOTUYECKUMHU CTPECCOPAMHU, TAKUMHU
Kak (PUTONAaTOreHHBbIC TPHOBI, OAKTEpUH, BUPYCHI, 4 TAK)KE HEMATOABI, YTO MPEIOJIaraeT HX Ba)KHYIO pOJIb
B ()OpPMHUPOBaAHUN UMMYHHUTETA pacTeHus [159].

Henasuue nccienoBanus CBHICTEIBCTBYIOT O TOM, UTO ydacTre mentugoB GASA B pocTe pacTeHUI U X
peaknusx Ha CTPECcC OMOCPEJOBAaHO TPAaHCKPUNLIMOHHBIM (akTopoM DELLA, siBIsitoIMMCs HETaTUBHBIM pery-
JIATOPOM THOOEPENTMHOBBIX CUTHAJIOB, I CHHTE30M OEJIKOB TeIuIoBoro 1moka [ 159]. OnHako GyHKIIMOHATRHAS
CBSI3b MEXJIy 3TUMH KOMIIOHEHTaMH TI0Ka HEe M3y4eHa.

Hentuast IDA (inflorescence deficient in abscission) n IDL (IDA-like). Ilentunet IDA u IDL Obutn
WACHTHU(PHUIUPOBAHBI KaK (PaKTOPhI, KOTOPbIE HHUIMUPYIOT OMaJICHUE OPTaHOB IIBETKA TIOCIIE OIUIOJIOTBOPEHUS
u opmupoanust cemsH [ 162]. Pactenust apadbugoncuca cogepxar 6 uienos cemerictsa IDA u IDL. Otu nen-
TUABI 00pa3yroTCs n3 HeOOIbIIOro OeNKa-NpeaIeCTBEHHUKA, COCTOSIIET0 U3 77 aMUHOKHUCIIOTHBIX OCTAaTKOB.
Curnanbhbiii nentus IDA Brirouaet 26 aMUHOKHCIIOT, PACIIOIOKEHHBIX Ha N-KOHIIE OeIKa-1Ipe/IIeCTBEHHHKA.,

[entuner IDA B3anmoneiictByrot ¢ perienitopamu HAESA (HAE) u HSL2 (HAE-like 2), pacnionoXeHHBIMA
Ha MOBEPXHOCTH KJIETOK OTJIEIUTEIBHOTO CJIOSI, UTO MPUBOAMT K 3arrycky MAP-knHa3HOTO Kackasa v MOBBI-
LICHUIO YPOBHS AKCIIPECCUU T'€HOB, KOIUPYIOMHNX (PEPMEHTHI, OCYIECTBISIOMINE THIPOIN3 IOIUCaXapUI0B
KJICTOYHBIX CTEHOK [163].

B renome apadunorncuca BeisiBJIeHO 8 reHoB /DA u IDL, sKcnipeccusi KOTOPBIX YBEIMYHBACTCS IPU CHUKE-
HUM B TKaHSIX YPOBHS QyKCHHOB U MOBBIIICHUN KOHIEHTpauuu 3TuiieHa [162]. OObIYHO 3TO NPOUCXOAUT IPU
CTapeHUH JMCTHEB U [[BETKOB, CO3PEBAHNH IIJIOZIOB, HO MOYKET OCYIIECTBIISATHCS U MOJT IEHCTBHEM CTPECCOBBIX
¢axropos. merorcst nanuble 00 yyactun nentugoB IDA B onagenun aucthe rnpu 3acyxe [164]. Otu nenrtu-
TIbI HHAYIUPYIOT pa3pylieHHe KIETOYHON CTEHKHU U, CJIeI0BATENIbHO, pa3/ieJieHrne KIETOK, BBI3BIBAs OIaCHNE
OpraHOB.

Eme omna BaxxHas (ynknus mentugos IDA — perymsaius pocta 00KOBBIX KopHEH [163]. B kieTkax ocHOB-
HOTO KOPHSI IaHHBIE MIENTH/Ibl AKTUBUPYIOT HKCIIPECCHIO TEHOB, CIIOCOOCTBYIOIINX PA3PHIXJICHUIO KIETOYHBIX
CTEHOK KOPBI M POCTY OOKOBBIX KOPHEH.

Hentuast SCR (S-locus cystein-rich). Ientunst SCR Obun 00OHAPYKEHBI Y KPECTOLBETHBIX PACTCHUH.
Onu cocrosrt u3 47—60 aMUHOKUCIOTHBIX OCTAaTKOB U COlepKaT 8 ocTaTkoB 1uctenHa [165]. i nentuaos
SCR xapakTepHa KOHCEpBaTUBHAsI TPEXMEpPHAs CTPYKTYpa, COCTOSIIAS U3 OL-CITUPAJIH M TPEXIETI0YeYHOT0 aHTH-
napajieNbHoOro -IMCcTa, CTAOMIN3UPOBAaHHOTO 4 TucyabPUIHBIME CBSI3sMHE [ 166].

JlaHHBIE IENTUABI COAEPKATCS B IbUIBLE U OTBEYAIOT 32 CAMOHECOBMECTUMOCTb, II03BOJISIOIIY IO H30€XKaTh
camooIuo0TBopeHus. [1py monaganny NeUIBIEBOTO 3€pHA Ha PBIIbIIE ECTHKA IPOUCXOINUT B3aUMO/ICHCTBUE
curHansHoro nentuaa SCR neutbip! ¢ penentopHoit kuHazoit SRK (S-locus receptor kinase), pacnonoxeHHOM
Ha TUIa3MaTHYeCcKO MeMOpaHe KIIETOK MecThKa. B pe3ynbprare 3TOro HHIyIHUpyeTCsl KWHA3HBIA KacKajl, MpH-
BOJSIIIMI K aKTHBALIMK aKBAIIOPHHOB M 00E€3BOKUBAHMIO MTOBEPXHOCTH MECTUKA, CICICTBHEM YETO SIBISIOTCS
JETHIpaTaIys ¥ OTTOPKCHHUE MBUTBIEI [167].

Hentuast SCOOP (serine-rich endogenous peptides). Y nipeacraButeneii ceMeiicTBa KPeCTOIBETHBIX ObLIO
BBISIBIICHO €I1Ie OJTHO CTICITU(PIIECKOE CEMEHCTBO OOTAThIX CEPUHOM dHOTeHHBIX menTu0B — SCOOP [168]. O1tn
MIETITUIBI 00Pa3yIOT TPEXMEPHYIO CTPYKTYPY B (hopMe MMIIBKH, 00HaXKast 2 0CTaTKa CEPUHA, OTPEACIITIONINX
uX (YHKIUOHAJIBHYIO aKTUBHOCTb.

Pacrenus A. thaliana cogepxar 14 renoB, komupyromux o6enkn — npenmectseHHnkn SCOOP [168]. Tlen-
tuabl SCOOP oTHOCATCS K CEKPETUPYEMBIM MENTHAAM C Pa3THYHBIMU TUIIAMH (PyHKIIMOHATBHOW aKTUBHOCTH,
OZIHAKO ITIABHOMU M3 HUX SABJISIETCS 3aIUTHASI aKTUBHOCTh. HEKOTOpBIE NeNnTH bl TaHHOTO CEMENCTBA, HallpuMep
SCOOP12, ygacTByI0T B Iepe/iaue 3alllUTHBIX CUTHAJIOB OCPEICTBOM X BOCIIPUATHS PELIETITOPHBIM KOMILJIEK-
coM, BiurouatoruM MIK?2 (male discoverer I-interacting receptor-like kinase 2) [169;170].

Yeranosneno, uto nentug SCOOP12 Biuset Ha yCTOHYMBOCTD pacTeHNH K (PUTONIATOTeHAM, OKHCIUTEIEHOMY
CTpeccy, a TaKXkKe OIpeeNsieT pOCT KOpHeBOH cuctemsbl [ 168]. Pactenus ¢ nedekrom reHa, KOAUPYIOIIETO AaH-
HBIN nenTu, 0oj1ee BOCIPUUMYMBLI K Erwinia amylovora, HO IpY 3TOM 7Sl HUX XapaKTEPEH yCUIEHHBIN POCT
kopHeil. [TokazaHo, 4To 3K30reHHast 00pab0TKa pacTeHUH apaduponcuca cuaTeTnYeckum nenrugom SCOOP12
BBI3BIBACT PA3BUTHE PA3IMYHBIX 3AIIUTHBIX peakUMid, B TOM dncie nogaepxkanne ADK-romeocrasa u akru-
Baruo GochomunuaHoro curnaibHoro mytu [171]. B padore [170] mpoaeMOHCTpUPOBAHO, YTO BOCTIPHUSITHE
snporensoro nenrtuaa SCOOP12 penenropom MIK2 nnaynupyer skacMOHATHBIN CHTHAIBHBIN ITyTh U TPUBOJUT
K MOBBIILICHHUIO YCTOWYMBOCTH apabuaoIcHca K TPaBOsIAHBIM HACEKOMBIM, TAKUM Kak S. [itforalis.
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Ientun SCOOP10 ygacTByeT B peryisiiuy nporeccoB nperenus [172]. MyTanuu reHoB, KOTUPYIOUHIX TaH-
HBIA TIENTH/T, PUBOSIT K YBEIUICHUIO SKCIIPECCHU IIBETOUHBIX TeHOB LEAFY n Gonee paHHEMY Hepexoy K Te-
HEPATUBHOMN CTaJUU OHTOIEHE3A.

Hentuasl CAPE (CAP-derived peptides). 3nauanbho nentuabl CAPE Obutn naeHTH(OUIIMPOBAHBI Y pac-
TEHHI TOMaTa KaK YWIeHBI CylepceMeiicTBa 60raThIX IIMCTEMHOM OENTKOB, CBA3aHHBIX ¢ maToreHe3oM (PR1) [173].
B nactosmmee Bpemst uzBectHo, uto nentuasl CAPE mupoko pacnpoctpanensl. OHM BCTpedaroTes y mpezcTa-
BUTEJICH KaK JIBYIOIBHBIX, TAK U OMHOMONBHBIX pacTeHuit [174].

ITentuaet CAPE coctost u3 11 aMHHOKUCIIOTHBIX OCTaTKOB ¢ KOHCepBaTUBHBIM MOTHBOM PAGNYIGARPY,
pacrionoxxeHHbIM Ha C-KoHIe Oenka-Tpe/ecTBeHHnKa. Ha npumepe pacTenuit ToMara u apabHuo0IcHca mo-
kazaHo, uto nentuibl CAPE y4acTByIOT He TONBKO B MMMYHHOM OTBETE pacTEHHI Ha JICHCTBHE (PUTOMATOTCHOB
1 HACEKOMBIX-BPEIUTENICH, HO U B peaKIuu Ha 3acoiienue. Hampumep, oopazosanue nentuga AtCAPE] B pac-
TeHUsIX A. thaliana akTuBHpyeTCs Ipu UX 00paboTKe XJIopuaoM Hartpus [174]. DTOT menTua CHIKAET Toje-
PaHTHOCTB pacTeHUH K 3aCOJICHHUIO, TTOJIABIISIsI HECKOJIBKO T€HOB COJIEYCTOMYNBOCTH, OTBETCTBEHHBIX 32 CHHTE3
OCMOITUTHKOB, JICTOKCHKAITUIO TIPOAYKTOB 0OMEHA, 3aIIUTy KICTOYHBIX MEMOpPaH, a TaKKe 3aKPBIBAHUE YCTHHII.

3akjaueHmne

HecmoTps Ha TO UTO BBISIBICHUE U HUCCIIEN0BAHUE MIENTHIHBIX TOPMOHOB PACTEHHUI HA4aJ10Ch TOJIBKO B KOH-
e XX B., K HACTOAILLEMY BPEMEHHU HAKOIUIEHO OIPOMHOE KOJUYECTBO AKCIEPUMEHTAIBHBIX JaHHBIX, CBU/JIE-
TEJILCTBYIOIIUX O 3HAYUTEILHON POJIM ATUX COSINUHEHUH B PErYISIIHA OHOXUMHUYECKUX U (PU3UOIOTUICCKUX
IIPOLIECCOB PACTUTENBHBIX OPraHU3MOB. IlenTuHbIE TOPMOHBI IIUPOKO PACIIPOCTPAHEHBI B LIAPCTBE PACTEHUM.
OnHu npencTaBsoT co00i BaKHOE 3BEHO B (DYHKIIMOHUPOBAHWH CHUTHAIBHBIX IyTeH, 00eCIIeUnBaIOIINX pe-
TYJISIUIO KJIETOYHOTO LUKJIA, KOOPAVHALIMIO POCTA U PA3BUTUS PACTUTEIBHOIO OPraHU3Ma, €ro B3auMOCBS3b
C OKpY’KaroLIEN CpeIou.

B pactennsix oOHapyk€HO HECKOJIBKO THICSIY CUTHAJIBHBIX MEeNTHAOB. OHN U3 HUX XapaKTepHBI I BCeX
pacTUTEIbHBIX OPraHU3MOB, IPYTHE — TOJIBKO JJISl ONPEEeNIEHHBIX ceMeicTB. [lenTuiHpie ropMOHBI 001a1aI0T
MHOTHMU XapaKTePUCTUKAMH KIIACCHYECKUX TOPMOHOB, B YaCTHOCTH BOCIIPHHUMAIOTCS C TOMOIIBIO crieninu-
YECKUX PELIENITOPOB U NPOSBIISAIOT AaKTUBHOCTb B HU3KUX KOHIIEHTpaLUsX. P nenTHIHbIX TOPMOHOB KOHCTUTY-
THUBHO IIPUCYTCTBYIOT B PACTUTEIIbHBIX TKAHAX, HEKOTOPBIE HHAYLIMPYIOTCS B OTBET Ha BHEIIHUE BO3JEHCTBUS
OnoTHueckoil u abnoTHUecKor mpuposl. [IoMUMO perysnsiuu mpoIeccoB pocTa U pa3BUTHSI, OAHOHW U3 BaXK-
HeWmux (QyHKIWH MENTHAHBIX TOPMOHOB SIBJISETCS (POPMHUPOBAHKE YCTOHUYMBOCTH PACTEHHH K CTPECCOBBIM
Bo3neiicTBUsIM. OHM (PYHKIIMOHUPYIOT KaK MEIUATOPbl BHEITHUX CTUMYJIOB, 00EeCIIeUrBasi aJarTaliio pacTu-
TEJbHBIX OPraHU3MOB K U3MEHSIOIUMCS YCI0OBHAM cpeibl. McenenoBaHe MEXaHU3MOB CUTHAJIMHTA IENTHIHBIX
TOPMOHOB HaXOAWTCSI HAa CTauH CTaHOBJIeHHsT. OUEBHIHO, YTO WX pactIM(pOBKa ITO3BOIUT HE TOJIBKO MTOHSATH
(hU3MOIOTHYECKYIO POJIb TOTO MM MHOTO MENTHIA, HO ¥ Pa3paboTaTh HOBBIE CTPATErHH YIIPABIICHUS IPOLIEC-
CaMH POCTa PACTEHHUHU ¥ MOBBIIICHHUS UX YCTOHYMBOCTH K CTPECCOBBIM (pakTopam.
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