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B nomosiHeHME K KlacCcMYecKUM (pUTOrOpMOHAM, TAKMM KaK ayKCWUH, IMTOKUHWH, 3TUJICH, THO0EpeJITUH
U abc30Bast KMCI0Ta, TeNTUIHbIe TOPMOHBI PaCTeHU TaKKe BOBJICYEHBI B pa3IMYHbIC aCIIeKThl pOCTa U
pa3BUTHsA. DTa TpyIIa GUTOTOPMOHOB TPeICTaBlIeHa KOPOTKUMU TIENTUAAMU, KOTOPBIE SIBJISTIOTCS, KaK
MPaBWJIO, JIMTAHIAMU JJIsI peleNTOPHBIX KUHA3, MHULMUPYIOIIUX CUTHAJIBHBINM KacKal, KOTOPbIid peryiu-
pYyeT pa3BUTHE pacTeHMS B OTBET Ha CTUMYJIbI U3 BHEITHEM WJIM BHYTPpEeHHEH cpenbl. B 0630pe paccmaTpu-
BalOTCSI U3BECTHBIE K HACTOSIIIIEMY BPEMEHM CeMeiiCTBa MEeNTUIHBIX (DUTOTOPMOHOB, UX CTPOEHUE, OCO-
OGEHHOCTHY CUHTE3a, PELIeTITOPHI M POJIb B Pa3BUTHUM PACTCHUIA.
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BBEOJEHUWE

I'opMoHBI 6eTKOBOI 1 IENTUAHON IIPUPOALI, IIPEI-
craBistionie coooit nenu AK pa3Hoit WIMHEL, ITAPO-
KO MpPEACTaBICHBI B XKMBOTHOM 1 PACTUTEJIBHOM liap-
ctBax. IlepBblii MENTUAHBIA TOPMOH, MHCYJIMH, ObLI
BBISIBJIEH Y XXKUBOTHBIX B 1921 rony. ¥ pacreHuii, B CBsI-
31 C paHHUM OTKPbITUEM TOPMOHOB HENENTHUIHOM
MPUPOAH! (AyKCMHOB, IUTOKMHUHOB U T.N.), TIEIITU/I-
HbIe TOPMOHBI JIOJITO OCTAaBaJIUCh B TCHU. TeM He Me-
Hee, B 1991 r. ObUI BBISIBJICH NEPBBIII CUTHAJBHBIA
MENTU Y pACTEHUN — CUCTEMUH TOMATOB, BOBJICUECH-
HBI1 B 3amuTHBIE peaknuu [1]. OTKpeITHE 3TOTO
MEeNTHUAa BIOXHOBMJIO OMOJIOTOB PaCTeHMI Ha MIOKMCK
JIPYTUX MEeNTUAHBIX curHaioB. B 1996 r. uneHtndu-
1upoBaHbl utocysibdokuHbl (PSK), KoTopbie Bo-
BJIEYEHHI B peryisiiuuio aejaeHuil kiaetok; PSK obuimn
MEePBBIMU BBISIBICHHBIMU CUTHAJIBHBIMU IIENITHUIA-
MU C ITOCTTPAHCISIIMOHHON MoauduKaueil y pac-
TeHuit [2]. B 1999 r. 66110 NpeanonaoXeHo, 4To 6eJT0K
CLAVATA3 gaBisieTcst CEKpeTUPYEeMBIM M, B3alIMO-
JIEHACTBYSI CO CBOMM PELIENITOPOM, PETYJIMPYET pa3Mep
IMyJla CTBOJIOBBIX KJIETOK B allMKaJbHOII MepucTeMe

Coxpawenus: AK — ammHokuciaora, HCII — HecekpeTupye-
MBle CUTHajbHBIe TenTtuabl, [ITMII — TocTTpaHCISIIIMOHHO
moauduLmpyemble mnentuabl, TP — TpaHCKPUNLIMOHHbIN
dakrop, LIBIT — nucremn-6orareie nentunbl, LRR-RLK —
Leucin Reach Repeats containing Receptor-Like Kinase.
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nooera [3]. ITonck cucTeMUH-TIONOOHBIX TIENTUAOB Y
JIPYyTUX BUAOB PACTEHUI TMPUBET K OOHApYyXKEHUIO B
2001 romy y Tabaka cemeiictBa nentunoB HypSys, Ko-
TOPbI€ OTHOCSTCS K 3allIUTHBIM CUTHAJIbHBIM TTENTHU-
maMm pactenmii [1]. B 2006 romy GbuT oGHapyXeH
TDIF (Tracheary Element Differentiation Inhibitory
Factor), mentua, peryJupyloniuii pa3BUTUE MPOBO-
Isiiieit cucteMbl M, KaK BIOCJICACTBUM OKa3aloCh,
OTHOCSIIHICS K OONBIIOMY M Ha MAaHHBIT MOMEHT
Hanboee M3y9eHHOMY CEMECTBY CUTHAJIbHBIX TIETI-
uaoB CLE (CLAVATA3/EMBRYO SURROUND-
ING REGION-RELATED) [4].

I'ensl, Komupylolye NeNTUAHbIE (PUTOrOPMOHEI
Pa3HBIX TPYIII, BBISIBICHBI Y BCEX M3YYEHHBIX pacTe-
HUIA, a TAK>Ke 32 ITpeaesiaMy pacCTUTETbHOTO IapCTBa —
Y HEKOTOpPBIX ITapa3suToB pacTeHuii. Kak mpaBuiio,
NenTUAHbIE (PUTOTOPMOHBI TPAHCIUPYIOTCS B BUIE
OTHOCUTEIbHO MJIMHHOIO (coTHU AK) Genka-tipen-
IIECTBEHHMKA; CO3peBaHME CUTHAJIILHBIX MHEOTUIOB
OOBIYHO BKJTIOYAET B ceOS MPOTEOJIUTUUECKUI TTPO-
LIECCUHT O€JIKOB-TIPEIIIIECTBEHHUKOB (B pe3ybTaTe
KOTOPOI'0o OT MENTHUAA OCTAETCSI TOJBKO OCHOBHOM
(YHKIIMOHAIbHBIN TOMEH (MM JOMEHBI) IJIMHON B
HECKOJIbKO aecsTKoB AK) 1 Mogudukauu onpene-
nenHbIx AK B cocraBe nierrtuaa [5]. 3areM, Kaxk Iipa-
BWJIO, UMEET MECTO TPAHCIOPT 3PEJIOr0 CUTHAJIBHOTO
MenTuaa B arornjacT, TIe OH B3aUMOIEWUCTBYET CO
CBOMMU pelienitopamu [5]. bemok-npeninecTBeHHUK B
OOJIBIIMHCTBE CITydaeB COCTOUT M3 N-KOHIIEBOI CUT-
HaJIbHOM MOCIeA0BaTeIbHOCTH, HATIPABJISIONIE e~
THUI, HA CEKPETOPHLII ITyTh, BapruaOeIbHOIO y4acTKa 1
HaunbOosiee PyHKIIMOHAJIBFHO 3HAUNMOro C-KOHIIEBOTO
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IIOMEHa, COOTBETCTBYIOIIETO IIOCIIEIOBATEIEHOCTH
3pesioro mnentuaa (MHOTAA TaKUX JAOMEHOB MOXKET
OBbITh HECKOJIBKO) [5].

Bce curHanbHBIE HENTUABI MOXKHO MOAPA3ACIUTh Ha
3 TPYIIbL: IBE IPYMIbl CEKPETUPYEMBIX TIEMTUIOB (KX
0COOEHHOCTBIO SIBJIIeTCSl N-KOHIIeBasi CUTHaJIbHAs 10~
CJIeIOBaTEILHOCTD, OINpeAeIsSIIolasi TPAaHCIIOPTUPOBKY
3a Mpeesbl KJIETKW) 1 OJHa IPyTIia HECEeKPETUPYEMbIX
MEeNTUOOB, 0e3 CUTHAJIBHOM mocieaoBaTeabHOCTH. K
CEKPETUPYEMBIM OTHOCSITCSI TPYIITbI MTOCTTPAHCIISILIN-
OHHO MOIU(MULMPYEMBIX ITenTUIoB (9 naeHTUMUII-
POBaHHBIX CEMENMCTB) U IUCTEUH-O0OTATHIX MENTUIOB
(13 upenTudupoBaHHBIX ceMeicTB). [TocTTpaHc-
JsImuoHHO Momudunupyembie mmerntuasl (IITMIT) B
3peJIOM COCTOSIHUM HMEIOT HeOOJIbIINEe pa3Mephl
(meHee 20 AK) u mociie TpaHCISIIUY TTOABEPraloTCs
MPOTEOIUTUIYECKOMY MTPOLIECCUHTY U MO (DUKALIUSIM
AMUHOKMCJIOT, KOTOpble M3MEHsIET KOHGOpMallUio
MEeNTUIO0B U MTPUBOIST K UBMEHEHUIO UX aKTUBHOCTH.
K rpynme mucrenn-6orateix nentuaoB (LIBIT) orHo-
carcs 6oiiee kpymnHble (1o 160 AK) 6eKu, KOTophie
3apsiKeHbl MOJOXUTEILHO U, KaK MpaBUio, COAEp-
Kat oT 4 1o 16 ocTaTKOB ITUCTeNHA, 00Pa3YIOIIIX M-
CyJb(PUIHbIE MOCTUKM, BaXKHbIE 1151 POPMUPOBAHUS
TpeXMEpPHOM CTPYKTypbl mentuna. [lpenmonaraercs,
YTO CEKpETHpyeMble TMeNTUIbl MOTYT KakK IMacCUBHO
IMPGYHINPOBATH BO BHEKJICTOYHOM IIPOCTPAHCTBE,
TaK U TPAaHCIIOPTUPOBATHCS 1O TTPOBOISIIIUM TKAHSIM.
Hecekperupyemble curHainpHble nentuabl (HCIT),
JuiieHHble N-KOHIIEBOW CUTHaJIbHOW mocienoBa-
TEJIbHOCTHU, TaKXKe B HEKOTOPbIX CIydasix JOCTaBJIsI-
IOTCSI BO BHEKJIETOUHOE MPOCTPAHCTBO, TJ€ OHU JIeii-
CTBYIOT KaK MEXKJIETOUHBI CUTHAJ.

OOIIEeTIpUHSATEIM  SIBJISIETCS  YTBEpPXKIEHHUE, 4YTO
TeNTUIaMM Ha3bIBaIOT BEIECTBA, MOJIEKYJIBI KOTOPBIX
comepxat MeHee 50 amMmmHOKMCIIOT. B Takom citydae,
HEKOTOpBIe TOPMOHBI HEKOPPEKTHO HAa3bIBaTh IEM-
TUOHBIMU, a HY>KHO Ha3bIBaThb OCJIKOBBIMM (HAIIpH-
mep, mHorue LIBII, mo cyru, sBisioTcsl OelKaMm).
OmHako B JIMTEpaType, MOCBSIIICHHOM ITEIITHUIHBIM
TOPMOHOM, YTOOBI, BEPOSITHO, HE IPOOUTH CEMEMCTBO
M HE co37aBaTh MYTAHUIILI B OIIpEIEICHUSIX, BCE TOP-
MOHBI TIENTUIHON U OEJIKOBOM MPUPOIBLI HAa3bIBAIOT
MeNTUAHBIMU. TakK IMOCTYIIUM U MBI.

Kak Oymer BUIHO, NEeNTUIHBIE (PUTOTOPMOHBI
BeCbMa pa3HOOOpPa3HbI 110 CBOMM (pyHKLMSIM (puc. 1).
B menoMm MoxHo ckazatb, yTto IITMII perynupyror
pa3HOOOpa3Hble  OHTOTE€HETUYECKHE  IPOLIECCHI,
oombiras yacte LIBIT ygacTByeT B peryasiiiuu caMmo-
HECOBMECTUMOCTH, a 6oJbiasa yactb HCIT — B pac-
TUTEJIbHO-MUKPOOHBIX B3aUMOIEACTBUSIX.

KonmyecTtBO rpynm ImenTUOHBIX (UTOTOPMOHOB
IOCTOSTHHO PacTeT, TaK KaK IOYTU KaKAbIil IOl OT-
KpBIBAIOT HOBBIE ceMelicTBa. Hampumep, y Arabidop-
sis thaliana odbHapyxeHo ooyiee 30000 OTKPBITHIX pa-
MOK CUMTBLIBAaHUS, KOOUPYIOIINX ellle He U3y4ECHHEIS
MENTUAbI JIMHOM OT 25 10 250 aMuHOKUCIIOT [6], TT0-
JaBJjsioliee OOJBIIMHCTBO M3 KOTOPHIX IO CUX IIOP

HC OXapaKTCpU30BaHbI. B atom 0630pe MBI ITOCTapa-
€MCs OXBaTUTb BCE€ HM3YYCHHBLIC Ha CEerONHSIIHUMI
JIIEHb CEMEMCTBA METITUIHBIX (1)I/IT01"OpMOHOB.

IMOCTTPAHCIIAIONOHHO
MOINDPULIMPYEMBDIE IEINTUADLI (ITTMIT)

Oomeit xapakrepuctukoit I[ITMII saBnsiercs To,
YTO MX MOJIEKYIbI cocTosIT U3 5—20 AK, He comepkar
0OJIBIIIOTO KOJIMUYECTBA LIMCTEMHOBBIX OCTATKOB, CO-
nepxat MoauduKallMu Ha TIPOJMHOBBIX U/WJIN TU-
PO3MHOBBIX OCTaTkKax, M o00pa3yloTcs Hu3 0ojee
KpyrHoro npeauiectBeHHUka. ®yHkuuu I[TTMIIT B
pa3BUTUM paCTeHUl KpailHe pa3dHooOpaszHbl. K
ITTMII otHocsiTca cemelicTBa nentunos CLAVA-
TA3/EMBRYO SURROUNDING REGION-RE-
LATED (CLE), ROOT GROWTH FACTOR /GOL-
VEN/CLE-LIKE (RGF/GLV/CLEL), PLANT PEP-
TIDES CONTAINING SULFATED TYROSINE
(PSY), durocynbdpoxunsl (PSK), C-TERMINALLY
ENCODED PEPTIDES (CEP), INFLORESCENCE
DEFICIENT IN ABSCISSION (IDA), CASPARIAN
STRIP INTEGRITY FACTORS (CIF), PAMP-IN-
DUCED SECRETED PEPTIDES (PIP), HYDROXY-
PROLINE-RICH GLYCOPEPTIDE SYSTEMINS
(HypSys).

Hns cozpeBanus ITTMII nepBocreneHHOe 3Haue-
HYE UMEET IPOTECOTUTUYCCKUI MPOLIECCUHT, B PE3YJIb-
TaTe KOTOPOro OT JJIMHHOTO IeNTUIA-TIPEAIeCTBeH-
HUKa OCTaeTCsl TOJbKO KOPOTKUI (hyHKIMOHAIbHbIN
noMmeH. TIpo MexaHnU3Mbl POTEOIUTUYECKOTO MPO-
LIECCUHTa U3BECTHO MaJIO, TEM He MeHee, ObLIIY BbISIB-
JIeHbl ceMeucTBa (pepMeHTOB, UTPaIOIIUX MepBOCTe-
MEHHYIO POJib B MPOLIECCUHIE U CO3PEBAHWM Pa3HBIX
rpyma ITTMIT: tak, njist oopazoBaHUsT PYHKITMOHATb-
HO aKTUBHBIX ITenTua0B IDA Heo6xoauMbl (hepMeHThI
TPYMIIbl CYOTMIM3UH-TIONO00HBIX ITpoTernHa3 (Subtili-
sin-Like Proteinases, SBT) [7], a mJis1 mpoueccuHra
nentuaa CLE19 u3 cemeiicrBa CLE — kapbokcurien-
tuaaza SOL1 (SUPPRESSOR OF LLP1) [8]. My-
TaHTBI C MOTepei (GYHKIUY TeHOB COOTBETCTBYIOIINX
¢depMeHTOB YyacTo UMeroT AeheKThl Pa3BUTHUS, CXO/I-
HbIE C TAKOBBIMU y MYTAHTOB C MoOTepeil pyHKIUU
onpeaeseHHbIX reHoB ITTMII [5].

IToMyMO MPOTEOIUTUYECKOTO TIPOLIECCUHTA, IS
co3peBaHusl ITTMII BaxXHBI MOCTTPaHCISLIMOHHbBIE
momudukanum AK, Takme Kak cyabdaTnpoBaHUE
TUPO3MHA U TUAPOKCUJIMPOBAHMUE IIPOJIMHA C TO-
ClIeAyIoIUM apaOMHO3WINPOBAHUEM THUIPOKCHU-
npoanHa. [TogooHble MomUdpUKAIIMNT HEOOXOIMMBI
JUTSL MOAAePKaHUS CTAOMIbHOCTHU TIETITUIOB, a TaK-
XKe IJIsI MX B3aUMOJACMCTBUSI C peleritopamu [9].
I'mopoxkcunnpoBanue ponanHa B coctaBe ITTMIT ka-
Tam3upyeT depMeHT Ipommi-4-ruaponaza (PRO-
LYL-4-HYDROXYLASE, P4H), meMOpaHHBII1 Oe-
JIOK, Jjokamm3oBaHHbINA B DIIC 1 ammmapare [Nombmku
[10]. TuopokcuimpoBaHue MPOJMHA UMEET TEePBO-
CTEIIEHHYIO BaXXHOCTH IJISI aKTMBHOCTH HEKOTOPBIX
ITTMII: Tak, ObLIO TTOKA3aHO, YTO OCTATOK T'MAPOK-
®UBNOJIOTUS PACTEHUN Ne 2
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Puc. 1. ®yHKIMM MENTUAHBIX TOPMOHOB B Pa3BUTHUU PaCTCHUIA.

CUIIPOJIMHA (POPMUPYET BOAOPOIHBIE CBI3U MEXIY
nentugoM IDA u ero peuenropom [11]. C gpyroii
ctoponbl, y nentuaoB CLE camo 1o cebe ruipokcu-
JIMpOBaHME TIPOJIMHA HE CTOJIb BaXXHO JJIS1 aKTUBHO-
CTU, HO HEOOXOAMMO JIJIs NaJIbHEeIel MoauduKanum
TUIPOKCUIPOJIMHA — apabrMHO3uIMpoBaHue [4]. Apa-
OMHO3WIMPOBAHUE TUAPOKCUIIPOJIMHA KaTaJu3upyeT
ruapoxkcunpoanH-O-apabuHo3mwirpancdepasa (HY-
DROXYPROLINE O-ARABINOSYL TRANSFER-
ASE) — depMeHT, ToKaIM30BaHHBIN B armapare ['ojib-
mxu. [Tomumo CLE, apabrHO3MIMpOoBaHNIO THIPOKCH -
MIpoJIMHA ToaBepraioTcs Takke nentuabl PSY1 [12].
CynbpaTupoBaHre TUPO3MHA OMNOCPEIOBAHO TUPO-
suporenHcynbdorpaHechepazoii (TYROSYLPRO-
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TEIN SYLFOTRANSFERASE, TPST) — Haxons-
mumMce B anmaparte ['onbaky hepMeHTOM, KOTOPBIi
KaTaJIM3UpyeT IepPeHOC cylbdaTta Ha (HEeHOJBHYIO
rpynmny Tupo3uHa. CyinbdaTupoBaHue TUPO3UHA UMe-
eT Mecto npu co3peBanum mentunoB PSK, PSY1 n
RGF u B manbHeiileM BaxXHO IJjIs1 UX B3auMoOJeii-
crBus ¢ peuenropamu [13]. YV A. thaliana nHaiineH
JuiIe oguH TeH, Kogmpytomuit TPST, skcripeccus
KOTOPOTro HaGII0JaeTCsl BO BCEM PACTeHUU C MaKCH-
MYMOM 3KCIPECCUU B allUKaJIbHOM MEpUCTEME KOpP-
HsI; MYTaHT Ipst- I XapaKTepusyeTcsl CEpbe3HBIMU JIe-
dexTaMu B pa3BUTUU: Y HETO YMEHbIIIEHA MEpUCTEMA
KOPHS ¥ OTCYTCTBYET KOOPIMHALIMS MEXIY AeJIeHU-
eM KJIETOK M UX pacTsekeHueM. K momHomy Boccra-
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HOBJICHUIO HOPMaJIbHOTO (DeHOTHIIA Yy MyTaHTa tpst- 1
npuBoauT oopadotka ITTMIT PSK, PSY1 u RGF1,
YTO CBUACTEIILCTBYET O POJIM CYyIbpaTUPOBAHUS TH-
po3MHa B MX co3peBaHm [ 14].

Peuteniropamu g TITMIT  aBnsgioTcst  cepuH-
TPEOHUHOBBIE PELIENITOPHBIE MPOTEMHKMHA3BI C IKC-
TPaKJIETOYHBIM JOMEHOM, COAepKalllue JICHIIMH-00-
rateie moBTOPH (LRR-RLK, Leucine-Rich Repeats
containing Receptor-Like Kinase): petentopsl CLE,
IDA, CEP, RGF, PIP, PEP u CIF otHocsTcst K LRR-
RLK mopkiracca XI, pemenrrop PSK — PSKR — k
LRR-RLK monxiacca X, peuernrop rentunoB HypSys
HeusBecTeH [15]. Bueknerounsle nomeHsl LRR-RLK
conmepxkar JieiinmH-6oraTele oBTOpHl (LRR), KOTO-
pbie GOPMUPYIOT CITMPaAJIb, HEOOXOTUMYIO 1T Pop-
MUPOBAaHUSI MHOBEPXHOCTH JUUISI B3aMMOIEHCTBUS C
MENTUIOM-JIMTaHIOM.

B psine ciyyaeB moka3zaHO, YTO B CBSI3bIBAHUM
ITTMII ¢ ux peuienTopaMu y4acTBYIOT O€JIKM-KOpe-
enTopsl, Takke oTHocsmurecss K LRR-RLK u urpa-
IOIIKE POJIb B PETYJISILIUM CIELIU(DUIHOCTU PeLIeTIIIN
W/UIU AajdbHeWIel mnepenadye CUTHAjla, MPU 3TOM
MENTUAHBINA JIUTaHI AeHCTBYeT KaK MOJICKYISPHbIi
KJIe ISl cTabuIn3aluy B3aUMOJIEMCTBIUS MEXY pe-
LIEITOPOM U KopelienTopoMm [15, 16]. 3ayacTtyio B Ka-
YeCTBE PelENTOPOB U KOPELENTOPOB MpPHY CBSI3bIBA-
Huu [ITMII BeicTtynator “nmnedextarie” LRR-RLK,
JIMILIEHHBIE JIMTaH/I-CBSI3bIBAIOIIETO MO0 KUHA3HOTO
nomeHa [17].

CLAVATA3/EMBRYO
SURROUNDING REGION-RELATED (CLE)

Haubonee n3ydyeHHBIMM TIENTUIHBIMHA (PUTOTOP-
MmoHamu sBirsTioTes rienrtuasl CLE. 'ensl, koogupyto-
e nentuabl CLE v ux petientopsl, ObITW HallAeHbI
Y PasIMYHBIX PacTeHMUi, BKIIIOYAsT OIHOIOJIbLHEIC,
IBYIOJIbHBIE, MX1 1 Bogopociu [18]. DyHKLIMOHAIb-
Hoii yacteio nentuga CLE saBnsercs CLE-gomeH,
pacnonoxeHHbI BOMM3n C-KOHIIA MOJHOIJIMHHO-
BBIX IIENTUIOB-IIPEAIIeCTBEeHHUKOB. Cpa3dy Iocie
TpaHcasiuu nentuabl CLE mpeTeprnieBatoT mpoTeo-
JIMTUYECKUIA IPOLIECCUHT, B Pe3yIbTaTe KOTOPOTO OT
nenThaa-TpeaecTBeHHnKa octaetcss TonbKo CLE-
JIOMEH; TakuM obpa3oM, 3penbiii ientua CLE cocto-
nt 13 12—13 AK u comepxuT oT 1 10 3 BLICOKO KOHCEP-
BaTUBHBIX OCTAaTKOB IIpoJiMHA. [1epBblil BHISIBIEHHBII
npenctaBurenb ceMelictBa CLE, CLAVATA3 (CLV3),
OBUT MOCHTU(MUIMPOBAH KaK K/IIOYEBOIM DPETYJISITOP
aKTUBHOCTU aIlMKaJIbHOW MEpHUCTEMBI I100Oera; ero
GYHKIMS 3aKJIIOYaeTCsl B MOJABICHUM 3KCIIPECCUU
reHa WUSCHEL (WUS), xoogupymolero roMmeono-
MeHcoaepxamuii TP — peryasaTop opraHM3yolIero
neHTpa mepucteMsl [19]. I'en CLV3 skcrpeccupyer-
cs B nepudepruIecKrX CJIOSIX KIIETOK 1LIEHTpabHOM
30HBI alIUKAJIbHOI MEPUCTEMBI TT0OETa 1 CBI3bIBAET-
cs ¢ Tpems peuenrtopamu: CLV1 (CLAVATAL), CLV2
(CLAVATA2) (kotopast ms1 cBsizbiBaHust CLV3 o6pa3y-
eT KoMIuiekc ¢ penernrroproi knuHazoir SUPPRESSOR

OF LLP1-2 (SOL2)/CORYNE (CRN)) u RECEP-
TOR-LIKE PROTEIN KINASE 2 (RPK2)/TOAD-
STOOL2 (TOAD?2); 3T Tpu pelleNTOPHBIX KOMILJIEK-
ca MOryT (byHKIIMOHMPOBATh HE3aBUCUMO IPYI OT
npyra. [Tomumo 3Toro, mpearosaraeTcs, 4YTo B pelier-
uuu CLV3 Ttakxke ydacTByioT LRR-RLK BARELY
ANY MERISTEM (BAMI1 u BAM?2) [17]. PeuenTo-
pol, cBsi3eiBas nentuabl CLE, 3ammyckaioT rmpakTude-
CKU HEU3YUYEHHBIIl CUTHAJIIbHBIA MyTh, IPUBOISAIIMNNA
K perpeccuu TpaHcKpuliuu reHa WUS; K 9uciy BbI-
SIBICHHBIX KOMIIOHEHTOB 3TOTO ITyTU OTHOCSITCSI Ma-
nasg 'Tdaza ROP, MAP-kuHa3HbII KacKaj, a TaKKe
npotenHpocdarassl cemeiictea 2C POLTERGEIST
(POL) u POLTERGEIST-LIKE1 (PLL1) [15]. B
cBolo ouepenb, TP WUS Murpupyert u3 opraHu3yro-
IIEro HeHTpa ¥ MPUCOEIMNHSIETCSI K IPOMOTOPY IreHa
CLV3 nng ero aktuBauuu [17].

B anukansHO#T MepucTemMe KOpHS (pyHKIIMIO, TO-
monornunyto CLV3, Bemmonnser nentun CLE40, He-
OOXOIMMBIIA IJIST OTPaHUYEHUS 30HBI 9KCIIPECCUM Te-
Ha WOXS5 — optonora rena WUS [20]. ITentun CLE40
CUHTE3UpPYETCS B KJIETKaxX KOJIYMEJUIbl, PELEeMIIO
CLE40 ocymecTBiagroT perienTopHble KnHa3sl CLV1
1 ACR4 (ARABIDOPSIS CRINKLY 4), o6pa3ys ro-
Mo- U rerepoauMepbl. Kak u T® WUS, T® WOX5
MOXKET MNepeMeIIaThbCsI M3 OPraHU3YIOIIeTo LICHTpa
MEPUCTEMbI KOPHSI B IIpUJIEKAalINe CTBOJIOBBIE KJIET-
KM, pelipeccupys TPaHCKPUIILUIO T'eHOB, OTBEYalO-
mux 3a I OepeHINPOBKY KIIETOK [21], HO TIpssMoit
perynsiuum akcnpeccuu reHa CLE40 c nomoibsio T
WOXS He BBISIBICHO.

DKcrnpeccupyoiuecs Bo ¢iioaMe redbsl CLE4] n
CLE44 xomupyrot o0enku TDIF, KoTopble cTUMYyTH-
pyIOT npojudepaluio KJIeTOK KaMOusi U UHTUOUpY-
0T muddepeHIUpPOBKY KcmieMbl [4]. W3 diosmbl
nentuasl CLE41 n CLE44 momagaioT B amomnJacT,
rne cBasbiBatorcsa ¢ perentopamu TDIF RECEP-
TOR/PHLOEM INTERCALATED WITH XYLEM
(TDR/PXY) Ha mi1a3MaTU4ecKoil MeMOpaHe KJIIETOK
MPOKaMOMsI W KaMOWsl; MHAYLIUPYEMbIA UMW CHUT-
HaJIbHBIN KacKall MPUBOAWUT K aKTUBaIlUU IKCIpeC-
CUHU €llle OJHOTO TPeICTaBUTENSI CeMeMCTBa reHOB
WOX — WOX4, xoTopblii GYHKIIMOHUPYET KaK Mo-
3UTUBHBIN PEryasTop Mposindepalun KJIeToK KaM-
ous [22].

ITomumo TDIF, B peryisiiiny pa3BuTHS IIPOBOIS -
el cucteMbl pacteHuit yyactByeT nentun CLEILO0,
KOTOPBIA MOXKET SIBIISITbCSI HETaTUBHBIM PETryJISITO-
pOM pa3BUTHUS COCYIOB, OJlarogapst MHTMOMPOBAaHUIO
skcnpeccun reHoB ARR tumia A, ARR5 n ARRG6, Ko-
JUPYIOIINX PEIpecCOophl Iepeaadyd CUTHAa LUTOKK-
HUHOB [23]. LIMTOKMHWHBI CTUMYIHPYIOT ITpondepa-
LIMIO KJIETOK KaMOUsI ¥ MOJABIISIIOT AU hepeHLIMPOBKY
KJIeTOK Kcuiiembl; cuntaercsi, yto CLE10, ycunuBas
LIMTOKWMHUHOBBIN CUTHAJIMHT, HETaTUBHO PETyIMpyeT
dopmuponanue cocynoB. Ilenrtun CLE19, HanmpoTus,
CUMTACTCSI CTUMYJISITOPOM PpPa3BUTUSL KCHJIEMEL:
cBepxakcnpeccus reHa CLE 19 ctumynupyeT nudde-
®UBNOJIOTUS PACTEHUN Ne 2
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PEHIIMPOBKY COCYIOB, YTO IIPUBOIUT K 00Pa30BaHUIO
KCWJIEMHBIX “OCTPOBKOB”, HE CBSI3AaHHBIX C ITPOBOISI-
IIIei CUCTEMOI1 pacTeHMs, B opraHax 1BeTka Arabidopsis
M KaITyCcTHI [24], a TaKKe pe3KO MOBBIIIAET KOJIMYSCTBO
9JIEMEHTOB KCWIEMBbl — COCYIOB M OJpPEBECHEBIIEH
KCWIEMHOI1 TTapeHXNMEBI — B 3allacalolieM KOpHe pe-
mmca [25].

B pa3Butuu apyroit mpoBoasiieit TKaHU, (hJIO3MBI,
yuactByet nentua CLE45, HeraTMBHO peryaupyroninii
¢dopmupoBaHue TPOTOMI03MbI B MEpPUCTEME KOPHS
A. thaliana. B peuenuuu CLE45 nmpuHUMaloT ydacTue
LRR-RLK BAM3 u STERILITY-REGULATING
KINASE MEMBERI1 (SKM1). MumeHnsio meii-
ctBust CLE45 gaBasioTCs JIOKaaIWM30BaHHbBIE B IJ1a3Ma-
tnyeckoit MeMbpaHe 6enku BREVIS RADIX (BRX)
nu OCTOPUS (OPS), KkoTopble y4acTBYIOT B peTyJIsI-
LIMU pa3BUTHUS MTPOTOhI03MHEI [17].

IToMuMoO peryasuuy rucToreHe3a B mocT3MOpHO-
HaJIbHOM Tiepurone, Hekotopble renTtuabl CLE Takke
BOBJICUCHBI B PErYJISILIMIO SMOpHOreHe3a: Tak, Ier-
tun CLES sgBnsieTcst peryjsiTopoM paHHUX 3TaroB
sMOpHoreHe3a M pasBuTud ceMdH [17]. MumnieHno
CLES saBnsercd ren WOXS, perynvupyoluuii uaeH-
TUYHOCTH 0a3aJIbHOTO JJOMEHA 3apOIbIIla; PelLeIIToOp
CLE8 wHem3BecTeH, HO CHWHTSTHUECKWI IIETITH
CLES MoXeT CBSI3bIBaThCS C PELIENITOPHOM KMHA301
BAM1 [26].

YV 6060BbIx HeKoTopbie nentuabl CLE (MtCLE13
Medicago truncatula, PsCLEI13 Pisum sativum, CLE
ROOT SIGNALI u 2 (CLE-RS1 u CLE-RS2) Lotus
Jjaponicus), SIBJISIOTCSI KOMIIOHEHTaAMH CUCTEMBbI aB-
TOPETYISILUN KIIYOeHbKOOOpa30BaHUS U MOJABISIOT
00pa3oBaHMe U30BITOYHOTO KOJINYECTBA KITyOCHBKOB
[17]. Henmuaer CLE 3To# rpyniibl II0 KCUIEME MO~
HUMAIOTCS B JIMCThSI, Ilie B3aMMOAEUCTBYIOT CO CBO-
M peuentopoM — CLVI1-momoGHOI pelenTopHO
kuHazoit MtSUNN M. truncatula/PsSYM?29 Pisum
sativum/LjHART1 L. japonicus/GmNARK Glicine max —
M 3allyCKalOT HEW3BECTHBIA BTOPMYHLIA CUTHAJ,
MIPEAIIONOXUTEIbHO MY M3 CTEOISI B KOPEHb U
MOJABJISIIONIUI pa3BUTHE KIYOEHbKOB. MMUIIEHbBIO
IEeMCTBUS 3TOM cUCTeMBI BisieTcd TeH WOX5, Koto-
pBIii IOMMMO aNWKaJIbHOM MEpPHMCTEMBI KOPHS 2KC-
MpecCcUpyeTcs TAaKKe B MepUcTeMaX KiyOoeHbKOB [27].

ITomuMo kommyecTBa KiyoeHbKOB, CLE-menrtui-
JIbl MOTYT TakXKe peryJMpoBaTb KOJIWMYECTBO 3aKJja-
JIBIBAIOIIMXCSI OOKOBBIX KOpHel: Tak, y A. thaliana
akcrpeccus reHoB CLE], -3, -4, u -7 uHaynmpyeTcst
HEXBATKOM a30Ta B KOPHSX, a UX CBEPXIKCIPECCHUSs
MOJABJISIET POCT NPUMOPAUEB OOKOBBIX KOPHEIi, YTO
MpeaoTBpallaeT pa3pacTaHue KOPHEBOI CUCTEMbI B
HeONMaronpusTHBIX YyclIoBUsSX. PeuerrtopoM 3THX
CLE-nentugoB BeictyniaeT CLV1 [28].

Haxkonen, nentunsl CLE BaxXHbI 1711 peryasuumn
B3aIMOJIEMCTBUS C MTATOr€HAMU — B OCOOEHHOCTHU C
TeMU, KOTOpPbIE BHI3bIBAIOT Y paCTeHUI Mpoaudepa-
IO KJIETOK M M3MEHEHUE IporpaMMbl ux audde-
PEHLIMPOBKMU, (POPMUPOBAHNE HOBBLIX OpPTaHOB M
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aHOMaJIbHBIX pa3pacTtaHuii. Hampumep, akTmBamus
9KCIpeccuu HeKoTopbix reHoB CLE ummeeT MecTo
MpU Pa3BUTUM OITyXOJel, WHAYLIMPOBAHHBIX Agro-
bacterium tumefaciens; B OIbITax 110 COBMECTHOMY 3a-
paxkeHUIO0 pacTeHUU PU300USIMU U arpoOaKTepUSIMU
IOJIyYeHbI TaHHKIE, CBUIETEIbCTBYIOIIE O TOM, UYTO
JUIST PETYJISILMY B3aUMOACUCTBUS C arpo0aKTeprUsiIMU
pacTeHue UCIIOJb3yeT T K€ KOMITOHEHTBI CUCTEMbI
aBTOPETY/ISLIMU KITyOeHHbKOOOPpa30BaHUSI — IIEIITUIbI
CLE, ux peuentopsl u reHbl WOX — 9T0 KOHTPOIU-
PYIOT pa3BUTHE KJIYyOEHBKOB [29]. YnuBUTEIbHO, HO
HEKOTOpEIC ITapa3suTUYECKe HeMaTOAbl TAKXKE CEK-
petnpyor CLE-momo0HBIe ITenTuabl, KOTOpble He-
O0XOMMMBI IS YCIIEIIHOTO 3apak€HUsl pPacTeHUS.
Tak, B reHome HemaToabl Hetferodera glycines, nnny-
LUpPYIOIIell pa3BUTHE Ta/lJIOB HAa KOPHSIX PACTCHUIA,
npucytctByoT reHbl HgCLEI/2B10/Hg-SYV46 n
HgCLE2/4G 12, xonupyoiue nentuasl CLE u 3kc-
MIPECCUPYIOIIMECS B KJIETKAX IJIOTOYHBIX Xeje3. MH-
TEPECHO, YTO CBEPXAKCIIPECCUsI “HEeMaTOOHBIX  TIe-
HoB CLE, — nanpumep, HgCLFE I, BocCTaHaBIMBaEeT
HOpMaJbHEIN (peHOTHTT Y MyTaHTa c/v3 [30], uTo cBI-
JIIETeTLCTBYET O cxoacTBe pyHKUMM nentuaos CLE y
HeMaToJ M pacTeHuil. Ha moBepXHOCTH pacTUTEIb-
HBIX KieTok mentuabl CLE, cekpeTmpyemble HeMa-
TOJIaMU, CBSI3BIBAIOTCS C PELETITOPHBIM KOMILJIEKCOM
CLV2/CRN [31].

ROOT GROWTH FACTOR/GOLVEN/CLE-LIKE
(RGF/GLV/CLEL)

I[Mertuner RGF/GLV/CLEL nmeror gauny 13—
18 AK m conmepaT ruIpOKCUINPOBAHHEBIN MTPOJIMH U
cynb(aTUPOBAaHHEIN TUPO3UH. DTU MENTUIbLI ObLIN
BIICpBBIC OOHAPYXKEHBI YV A. thaliana n B maapHENIIIEM
BBISIBJICHEBI y Ipyrux pactenuii [14, 32]. V A. thaliana
cemeiictBo nentunoB RGF/GLV/CLEL Bkitouaet B
ceod 11 wnenos. 3peasie mientuabl RGF o6pasyrorcs
IMyTeM IIPOTEOJIUTUYECKOIO IMPOLIECCUHTA U3 TIeTITH-
Ja-mpedliecTBeHHUKa JinHoi 86—163 AK u coot-
BETCTBYIOT ITOCJIEHOBATEIbHOCTH KOHCEPBATHMBHOTO
GLV-nomeHna. Ilentun-npeninecTBeHHUK MOABEpTa-
eTcsI cynb(haTUPOBAaHUIO IT0 KOHCEPBAaTUBHBIM OCTAT-
KaM TUPO3MHA, 3Ty peaKlnIo KaTaJIu3upyeT (pepMeHT
TPST [12].

®Dynkimu entunoB RGF yacTuuHo nepekpniBa-
JoTCsI: MyTanmu o omHoMy reHy RGF He BBI3BIBaIOT
KaKuX-JM00 M3MEHEHUI, HO Y TPOMHBIX MYTaHTOB
rgflrgf2rgf3 MpoucxomuT yKOpouyeHHE KOpHS M3-3a
YMEHBIIIEHUS KOJMYECTBA KJIETOK B €r0 alMKaJIbHOMN
Mmepucteme [33]. M3BectHO, uTo nentun RGF1 yyact-
ByeT B MnojjepxaHuu HeaubhepeHIIMPOBaHHOTO CTa-
Tyca KJIETOK TOKOSIIIErocsl 1IEHTpa B allUKaIbHON Me-
pucTeMe KOpHSI Y KOOpAWHALIUM JIeJICHUI CTBOJIOBBIX
KJIETOK KOJyMeJUIBl. DK3oreHHass obopaborka RGF1
BbI3bIBAET YBEJIMUYEHUE MEPUCTEMbI KOPHSI U YPOBHEN
aKcrpeccuu reHoB PLTI w PLT2, xongupylomux T
PLETHORA, rpamueHT KOTOPHIX KOHTPOJIMPYET
CyIp0y CTBOJOBBIX KJIeTOK KopHS [14]. Eme omma
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dyakuudg rrenmtunoB RGF cBg3ana ¢ KoHTpoJieM 110-
JIIPHOTO TpaHCIIOPTa aykKCUMHAa U TIpaBUTpONM3Ma
KOpHSI: CBepx3akcripeccusi reHoB GLV3, GLV6, u
GLV9 IpuBOINT K POCTY BOJTHUCTBIX KOPHEH (B CBSI3U
C YeM CEeMEMCTBO ITToNy4Ymao cBoe HasBaHue “GOL-
VEN”, 4To 03Ha4aeT “BOIHbBI” Ha TOJUTAHICKOM SI3bIKE)
[33]. Oopadotka kopHeit ierrruaoM RGF3 BeI3bIBaeT
ObIcTpoe HakorieHue oenka PIN2 — ogHoro us pery-
JISTOPOB TMOJIIPHOTO TpaHCIIOPTa ayKCHMHA, B IIa3Ma-
TUYECKO MeMOpaHe W Be3WKyjlaX SIHUIePMATbHBIX
KJIETOK KOHYMKa KopHs [33]. Perymupys monsipHBIi
TpaHcnopT aykcuHa, nentuasl RGF/GLV/CLEL Mo-
T'YT Y4aCTBOBAaTh B KOHTPOJIE U IPYTUX ayKCUH-3aBU-
CUMBIX TIPOLIECCOB, TAKUX KaK POCT KOPHEBBIX BO-
JIOCKOB U pa3BUTHE OOKOBBIX KOPHEIA.

HenaBHo y A. thaliana 66111 0GHapY>KEeHBI peLieT-
Topbl TlenTuaoB RGF — oHM monyyunu Ha3BaHuUe
RGF RECEPTORs — RGFRI1, RGFR2 u RGFR3.
Tpoiinbie mytauiuu o reHaM RGFR npuBoasT K He-
YyBCTBUTEIBLHOCTU K 00padorke mentugamu RGF u
YKOPOUYECHUIO KOpHS [34].

PUTOCYIIBDOOKHHBI (PSK)

DdutocynbhOKMHBI OBLJIN BBISIBJICHBI IIPU TTOUCKE
daxkTopa, peryJImpyloliero npojudepanuio KIeToK B
CYCHIEH3MOHHOM KYJIbType PaCTUTEIbHBIX KIIETOK.
M3BecTHO, U4TO WIS TTpoundepanii KIETOK pacTeHUI B
CYCIIEH3UOHHOI KYJIBType HEOOXOOUMO JOCTVKEHUE
MUHMMAaJIbHOI IUIOTHOCTU KJIETOK, IIpM 3TOM Hadajia
nponarudepalii KJIETOK MOXKHO JTOOUTHCS, HOOaBIISISI
cpelny ¢ 0oJjiee cTapoii CyCIIeH3MOHHO KyJIbTYPhI K 00-
Jiee MOJIOOiA, 4TO IIpeAItoaracT HaInIrue XUMUIeCKO-
ro perynsTopa npojudepauuu. B 1996 r. u3 cycrieH-
3MOHHOM KYJbTYpbl Me3oduina Asparagus officinalis
OBUIM BBIIEJICHBI IBa O9eHb KOPOTKUX (Bcero 4—5 AK)
MEeNTHUIA, B COCTaB KOTOPHIX BXOAWII CYJIh(haTUpOBaH-
HBII TUPO3UH: AUCYIbhaTUPOBAHHbII TEHTAIICTIN,
HaszBaHHbIl PSK-o (YIYTH) u terpanernun PSK-f3,
obpaszoBaHHbBI M3 PSK-0 B pe3ynbrate ymajieHHUs
C-KOHIIEBOro ocTaTka rryramuHa [2, 35]. Otu mern-
TUABI OBLIM Ha3BaHbI (PUTOCYIHL(POKMHAMU — OOBIY-
HO 3TOT TepMHWH IpuMeHSOT K PSK-o, Torma xak
PSK-B cuuraroT GHOIOTMYECKH HEAKTUBHBIM IPO-
nyktom nerpagaiuu PSK-o [35]. [lo6aBienue PSK B
cpeny BBI3BIBAET NEICHUE KJIETOK JaXe Y KYJIbTYp
HU3KOM mIoTHOCTU. OmHaKko 6e3 ayKCUHA W IIUTOKHU-
HuHa PSK He MOTyT CTUMYIMPOBAaTh AEJIEHUS KJIETOK
[36], Takum oOpa3zoM, PSK aBisieTcst cMrHajioM KBO-
pyMa, KOTOpPBIi MO3BOJISIET KJIETKAM B KYyJbType Jie-
JINThCS TIPY HAJIMYMU, BO-IIEPBBIX, OIIPEICICHHOMN
IUIOTHOCTH KJIETOK M, BO-BTOPBIX, CTUMYJISITOPOB 1€~
JICHUS KJIETOK — ayKCUHOB U LIMTOKMHUHOB.

In planta PSK oOHapy:XnBalOTCSI B MECTaX aKTHB-
HOIO JEJIEHUSI KJIETOK, CIIOCOOCTBYSI OpraHOTIEHE3y
(00pa3oBaHUIO JIUCThEB, OOKOBBIX KOpPHEWM M T.1.).
ITokazaHo, 4TO HOOaABIECHUE B KYJIbTYPUIbHYIO CPELY
PSK B koHuleHTpanum 1 HM yCKopsIeT poCT KOPHS Y
TIpOPOCTKOB A. thaliana, a CBEepX3KCIIPECCHUS OTHOTO

n3 reHoB, Komupylommx PSK, — A1PSK4 — nmpnBognT
K YIJIMHEHUIO KOpHEel M (OpMUPOBAHUIO Oosee
KPYHOHBIX JTUCTheB. [IToMMMO 3TOro, mpHM CBEpPXIKC-
npeccun AtPSK4 mpoucxognT MOBBIIIEHNUE YPOBHS
SKCIIPECCUU TEHOB, KOIUPYIOIIUX 3KCHAHCUHBI —
¢depMEeHTEI, KOTOPbIE BOBJICYCHBI B “pa3pbIXjcHUE”
KJIETO9HOM cTeHKH [37].

Kak u Bce ITTMII, PSK o6pa3yroTcst u3 6ejiko-
BBIX IIpeIIIeCTBEHHMKOB, cocTosmux u3 80—120 AK
U copepxaiiux N-TepMUHAIbHYIO CUTHAJIbHYIO TO-
clIeoBaTeIbHOCTh, KOTOpasl HampasisieT OeJ0K Ha
cexkpeTopHbIii IyTh [35]. 'omonorn PSK o6Hapyke-
Hbl Y MHOTUX JIBYIOJbHBIX U OJHOMIOJBHBIX; TaK, y
A. thaliana 5 TeHOB KOIMPYIOT MpeAlleCTBEHHUKU
PSK-a (AtPSK1-5) [38]. IlenTtua-npeniiecTBEeHHUK
nonBepraercs cyjabhaTUpoBaHUIO MO KOHCEPBATHB-
HBIM OCTaTKaM TUPO3MHA, 3TY peaKluIo KaTaTu3upyeT
depment TPST; 3ateM cynbhaTUpOBaHHBIN IIpEIIIIe-
crBeHHUK PSK momBepraercst mpoTeoanuTHIECKOMY
MPOLIECCUHTY B aIloIllacTe ¢ TOMOIIbIO CyOTHIa3bI
(cepunoBoii mpoteas3bl) AtSBT1.1 [39]. Peuenrtopsl
PSK — peuenropusie mporemHkuHaszel PHYTO-
SULFOKINE RECEPTORSs (PSKR) 6bu111 BriepBbie
Haiinensl y MopkoBu (DcPSKR1) [36], a Bnocien-
ctBum y A. thaliana (AtPSKR1 u AtPSKR?2) [12].
MutepecHo, uto peuentopsl PSK saBisitorcst yHU-
KanbHbIMU LRR-RLK, 0o61amaromymMuy ryaHMIaTIMK-
JIa3HOI aKTUBHOCTBIO HApsay C MPOTEMHKUHA3HOM, a
TaKXXe CBONCTBAMM  KaJIbMOAYJIMH-CBS3bIBAIOIIINX
6eskoB: B KuHazHoM qoMeHe AtPSKR 1 npucyrcrByior
TYaHWIAT-UUKIA3HbIA KaTaIUTUYECKUII ILIEHTPp M
caliT CBSI3bIBAaHUSI KaJbMOAYJIWHA, KOTOPbIE Ba’KHBI
mrst nepenaun curHana PSK [40]. i cBsa3bIBaHUS
PSK ¢ penenropomM HeoOXoONMMBI KMCJIBIE YCIOBHSI,
npu pH 5.0 cBsi3biBaHUE UIeT B 3 pasa Jyyllle, yeM
mpu pH 6.0, 9TO TOBOPUT O TOM, YTO 3aKHCICHHE
KJIETOYHOI CTEHKM MOXKET CTUMYJIMPOBATh CBSI3bIBA-
Hue PSK ¢ perrlenTopoM 1 TaKMM 00pa3oM YCUJIMBATh
nepemaay curHaia ot PSK [41].

PLANT PEPTIDES CONTAINING
SULFATED TYROSINEI (PSY1)

PSY1 — 18 AK ramkomenTua, comepsKallnii
1 cynbdaTupoBaHHBIN TUPO3UH U JIBa TUAPOKCUIIU-
POBaHHBIX MPOJIMHA, (PYHKIIMOHAJTBHO CXOAHBIN C
PSK. Kak n B citygae PSK, o6padotrka PSY1 ctumy-
JIMPYET JIeJIeHWE KJIETOK B CYCIIEH3MOHHOM KYJbType,
a TaKKe POCT KJIETOK PacTsKeHHEM B KOpHE U CcTe0-
ne. B renome A. thaliana nMeroTcs 1Ba reHa, KOOUPY-
IollMe TeNnTUabI-npeamecTBeHHUKU PSY1, oHu aKc-
IIPECCUPYIOTCSI BO BCEM PAacTeHMU C MaKCUMyMaMu
9KCIIPECCUU B alIMKaJIbHOM MEPUCTEME ITo0era 1 30He
ayioHTalMu KopHs [ 12]. ITenTuasi-nmpeaiecTBeHHUKA
PSY1 nonBepraroTcst cynb(parupoBaHUIO TUPO3UHA C
nomombsio pepmenta TPST m mporeonnTuaecKkoMy
MPOLIECCUHTY, B pe3yJibTaTeé KOTOPOTO OT Mpedlle-
cTBeHHMKa ocrtaercsa 18 AK mocnenoBaTelIbHOCTD,
cooTBeTcTBYIomas PSY1-nomeny.
®UBNOJIOTUS PACTEHUN Ne 2
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Penteitop PSY1 — peuentopnas kmHa3za PSYIR
(PSY1 RECEPTOR) — mnipu cBSI3bIBAHUU JIMTaHIa
obpasyer rereponumep ¢ kopeuentopom SERKI
(SOMATIC EMBRYOGENESIS RECEPTOR KI-
NASEI). MuiieHbio ee AeiCTBUS SIBISICTCS MEM-
opanHasg HT-AT®aza AHA2: pochopunnpys 1 aKTu-
Bupyst AHA2, xkunaza PSY1R criocobcTByeT 3aKkuciie-
HUIO MEXKJIETOYHOTO IIPOCTPAHCTBA M MOBBIIIEHUIO
JIAOMJIBHOCTU KJIETOUHOM CTEHKM, YTO CITOCOOCTBYET
pPOCTY KJIETOK pacTsikeHuem [42].

ITomumo pocta u AeneHUs] KJIETOK, (PyHKIIMO-
HambHO Onm3kme nentuasl PSK 1 PSY1 ygactByioT
Tak>Ke B peTyJIsiliMM B3aUMOAECTBUS paCTeHUM C ma-
ToreHamu. Tak, ObLJI0 MOKa3aHO, YTO BKCIIPECCUSI Te-
HOB PSKRI, PSKI, 2, 4 u PSYI nanynupyertcsl IIpu
3apaxxeHuu Pseudomonas syringae pv. tomato. AKTUBa-
1us perentopoB PSKR1 u PSY1R Bener k cynpeccuu
CUTHAJIMHIA CAJMLIMWIOBOM KUCJIOTHI (peaklius Ha
OMOTPOMHBIX MATOI€HOB) W YCUIMBAIOT CUTHAJIMHT
JKaCMOHOBOW KUCJIOTHI U, CJEA0BAaTEIbHO, YCUIMBACT
3alIMTy OT HEKPOTPO(HBIX IATOT€HOB 1 OTBET Ha I10-
panenue [43].

C-TERMINALLY ENCODED PEPTIDES (CEP)

Y Arabidopsis cemeiictBo mnentunoB CEP 6bu1o
UACHTUPUILIMPOBAHO in silico TIp CKPUHUHTE OEJIKO-
BOTO CEMEICTBA, COJEPXKAILIEro KOPOTKMI KOHCEpBa-
TUBHBIM TOMeH OoKoJjio C-KOHIla, — T.€. CTPYKTYDHI,
YacTO BCTPEYAIONIECS Yy CUTHAJbHBLIX ITEIITUIOB
rpyrrsl ITTMIT. 3pensie mientuaer CEP cocTogT n3
15 AK u comepxat 2—4 KOHCEpBaTUBHBIX OCTaTKa
TUIPOKCUINPOBAHHOIO MpOJjnHa. BBISICHMIIOCH, YTO
redpl CEP IpUCYTCTBYIOT TOJBKO Y CEMEHHBIX pacTe-
HUI, y KOTOPBIX XOPOIIIO pa3BUTa KOPHEBas CUCTeMA,
M OTCYTCTBYIOT Y MXOB 1 Bogopoceii [44]. B reHome
A. thaliana sersgBiiens! 15 renoB CEP, skcnipeccus ce-
MU U3 HUX MOBbIIIaeTcs puMepHo B 10 pa3 ripu ro-
JIOMAHUM TI0 a30TY [45]. DTU reHbl 3KCIPECCUPYIOTCSI
B cTeJie OOKOBBIX KOPHEM, 3aTeM MX OCIKOBBIEC ITPO-
JIYKThI TONAAa0T B COCYAbl KCUJIEMbI U TIEPEHOCSITCS
B JIUCThsI. TaM OHM B3aMMOIEMCTBYIOT CO CBOMMH pe-
nentopamMmu — LRR-RLK CEPRI1 u CEPR2, nnnmy-
LIMPYST aKTUBALIMIO HEM3BECTHOTO CUTHAJILHOTO MYTH,
MUIIIEHBI0 KOTOPOIO SIBIISIFOTCSI T€HbI, KOAUPYIOIIE
HeceKpeTrupyeMblie Iertuabl ;mmHoi 99 u 102 AK, Ha-
3BaHHble CEP DOWNSTREAM 1 u 2 (CEPDI, 2).
OTU eI TUAB TPAHCIIOPTUPYIOTCS 110 (PJI0IME OT JIU-
CTbEB OOPAaTHO B KOPHU U PETYIUPYIOT SKCIIPECCUIO
IT€HOB HUTPATHBIX TPAHCIIOPTEPOB, TaKUX Kak
NRT2.1, mist KOMIIEHCAIlMW JIOKAJbHOTO a30THOTO
rogoganusa [46]. MHTepecHO, YTO MHIYKLIMS DKC-
npeccun NRT2. 1 HaOa100aeTCsI TOJIBKO B TeX KOPHSIX,
KOTOpBIE HAaxXOHSITCs B HamboJiee OOraThIX IO a30Ty
ycnoBusx, xotsa rnentuasl CEPD mpucyTcTByioT BO
BCeil KOpHEBOI cucteMe [46].

CornacHo UMEIOIIMMCS JaHHBIM, (PYHKIIMU MeT-
tunoB CEP cBs3aHbBI ¢ peryisiiimeit pocta cTebis u
KOpHSI, a TAaKXK€ Pa3BUTUSL OOKOBBIX KOPHEN M KITy-
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OCHBKOB M OTBETA HA a0MOTUYECKMII CTpecC, B OCO-
OeHHOCTM — Ha AeduuuT azoTa. Tak, y A. thaliana
cBepxakcnpeccusi CEPI TOpMO3UT pOCT KOPHSI, OCO-
OSHHO B YCJIOBUSIX HU3KOTO COAEPKaHMsI a30Ta 1 BBICO-
koro cozaepxanust CO,. dpyroit cnoco0 npeononaeHust
a30THOIO TOJIOJAHMSI, IOCTYITHBIA TOJIBKO OOOOBBIM
pacTeHUsIM, — yBEeJIUYECHUE KOJIMIEeCTBA CUMOMOTH -
yecKux KiryoeHbKoB. Hampumep, v M. truncatula
cBepxakcnpeccusi CEPI n obpaboTka CUHTETHYE-
ckuM 15-amuHokuciaoTHeIM nentunoM CEP1 BuI-
3bIBAET CHUXXEHME KOJMUYeCcTBa OOKOBBIX KOpHE U
yBEJIMYECHME KOJIMYECTBa KIyOoeHLKOB [47]. OpTtoior
reHa CEPRIy M. truncatula noiyunn Hazanue COM-
PACT ROOT ARCHITECTURE 2 (CRA2), MyTaHTBI
10 3TOMY T'eHYy 00pa3yloT Majlo KJIIyOeHBbKOB [48].
Eme onuH nHTEpecHBIN 3((PEeKT, KOTOPHIi1 BHI3bIBa-
eT cBepxaKcnpeccus reHa CEPI unu o6paboTKa 5K-
3oreHHbIM CEP1 nentumoM, — bopMupoBaHuEe TaK
Ha3piBaeMbIX caiitoB CCP (Circumferential Cell Pro-
liferations) — B3ayTui1 Ha KOpPHE, PACIIOJIOXEHHBIX C
OINpeJeJIeHHOM TepUOAUYHOCTBbIO Y BO3HMKAIOIINX
3a CYET aKTUBHOM ITpoiaudepaliny KIeToK Iepude-
PUYECKUX TKaHEW KOpHS — BIUIAESPMBbI U KOphl. B
CCP caiiTax yBeJIMYE€HO YUCJIO CJI0EB KJIETOK KOPHI, a
TaKKe ITOBBIIIIEHA INIOTHOCTh KOPHEBBIX BOJIOCKOB;
B TO Xe BpeMs1, 00KOBbIE KOPHM, 3aKJIaIbIBAIOIIECS
B nipeneiiax CCP caiiToB, ocTaHaBIMBalOTCS B pa3-
BUTUU U He (POPMUPYIOT IIPOBOASIIECH CUCTEMBI —
TaKMM O0pa3oM, 3HAYECHME TaKMX CAMTOB IJIS BbI-
XKWBaHUSI paCTCHUI B YCJIIOBUSIX a30THOTO rojioja-
HUS HENOHSTHO [47].

HHTepecHo, 4TO mapasuTUYecKUe rajaaiooopasy-
IOIIie HEMATOAbI, IS KOTOPBIX paHee OblJIa 0OHapY-
JK€Ha CIIOCOOHOCTh K CUHTE3Y Y CEKpPELIMU IEeIITUI0B
CLE, cexpeTHUpYIOT ellle U TEeNTUAbI, IO ITOCJIeI0Ba-
TeapHOCTH cxomHble ¢ CEP, KoTophle Tak:ke MOTYT
UrpaTh poJib B aHOMaJbHOM pa3pacTaHUM TKaHei
KOpHSI Ipy (POPMUPOBAHUM CANTOB KOPMJIEHUSI HE-
matogn [49].

INFLORESCENCE DEFICIENT
IN ABSCISSION (IDA)

B otnuyue oT >KMBOTHBIX, PACTE€HUS IIOCTOSIHHO
00pa3yloT HOBbIE OpraHbl, TAKME KaK JUCTbS, 1IBET-
K1, OOKOBbIE KOpPHM, — TaKMM 00Opa3oM, OOJbIIOE
3HAYCHWE TIPHOOpPETAET CITOCOOHOCTh K OTICICHUIO
(“cOpacbhIiBaHMIO”) OPraHOB, KOTOPHIE YK€ BBIMTOJIHU-
JI CBOIO (PYHKIINIO, a TAKXKE CTAPEIOIIMX WJIN IIOBpe-
XKIEHHBIX OPraHOB; KpOME TOro, OHaicHHuEe IUIOIOB
“MeeT OOoJbIIoe 3HAUCHUE JIJIsl PacIpOCTPpaHEHUSI ce-
MstH. 111 oGyierdyeHusT 3TOro mpolecca B OpraHax,
MoIeKalInux cOpachklBaHUIO (YepelKkaxX JIMCThEB,
LIBETKOB, TJI0A0B) (OPMUPYETCS OTACIUTEIbHbII
CJIOi, COCTOSIIIMIA M3 MEJIKUX TOHKOCTEHHBIX U301~
aMETPUUYECKUX KJIETOK C IUJIOTHOM LMTOIJIa3MOM.
ITpouecchl, Beayliye K onaaeHW0 OpraHOB pacTeHUs],
BBI3BIBAIOT MOBHIIICHNE KOHLEHTpAUM (PEpMEHTOB,
OCYIIECTBIISIONIMX TUAPOJIM3 MOJIMCAXapUIOB KIETOY-
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HOIT CTEHKH B OTAEIUTEILHOM CJIO€ — 1IEJUII0NA3, TIOJIM -
rajJlakTypoHas, 9KCITaHCMHOB M T.1. Ilocne otmenenus
opraHa, OMCTaJbHAsI 4acTh COCAMHUTEIILHOIO CJIOS
dopMupyeT IMTHNDUIIMPOBAHHBIN 3alIIUTHEII CJIOA,
MpeaoTBpaIlaoii IPOHUKHOBEHUE ITaTOI€HOB.

IIpu cTapeHun MTUCTHEB M IIBETKOB, a TAKXKE CO-
3peBaHUU IIOAOB, B OTBET HAa YMEHBIIEHUE YPOBHS
ayKCHMHA U yBEJMYEHMsS YPOBHS ATUJIEHA B KJIETKax
OTIEJIMTEILHOIO CJI0si HauMHAETCs BKCIpPEeCcCUsl Te-
poB, komupyromwux Tentuasl INFLORESCENCE
DEFICIENT IN ABSCISSION (IDA). IToMmuMo reHa
IDA B renoMe A. thaliana BoisiBiaeHo 8 reHOB IDA-LIKE
(IDL); yx TIpoyKTaMU SIBJISIFOTCSI MEeNTUAbI TJIMHOMN
70—80 AK, xoTOopbIe MOCie TPaHCISILUN TTOABepra-
IOTCSI  TIPOTEOJIUTHUYECKOMY TIpoueccuHry [50].
@dOyukumoHanbHOM YacThio nentuaa IDA gBiseTcs
20 AK pomen Ha C-kKoHle, Ha3BaHHBIK EPIP
(Extended PIP) u cxonHBbIit 110 TTOCIE€10BaTEILHOCTH
¢ ogHUM U3 noMeHOoB rentuaoB PIP (cMm. Huxe). Bbi-
JIO moKa3aHo, 4yTo 3k3oreHHbI EPIP BoccTanaBam-
BaeT (peHOTUIl MyTaHTa ida [51].

IMenTuasl IDA B3auMoAeCTBYIOT C peLIENTOPHBIMU
kuHazamu HAE (HAESA) u HSL2 (HAESA-Like2) Ha
TMOBEPXHOCTU KJIETOK OTAEIUTEIBHOTO CJIosl. Y My-
TaHTOB ida W JBOWHBIX MYTaHTOB IO pelenTopaM
HAE u HSL2 He onagarot ienectku [51]. B cBsi3bIBa-
Huu nentuaoB IDA yyacTByeT Takke KOpeuemnTop
SERKI1, B3anMmopeiictByommii ¢ HAE [16]. Ilpu
cBsa3biBaHUU IDA ¢ peuentopaMu IPOMCXOOUT 3a-
nmyck MAP kuHazHoro kackana (MITOGEN-ACTI-
VATED PROTEIN KINASE) Bkmouaromiero B cedst
kuHasbl rpymnsl MAPK MPK3 u MPK6 1 MAPKK
MKK4 n MKKYJ; aktrBaiyst 3Toro CUTHaJIbHOTO Kac-
Kaja CTUMYJIMPYET 3KCIPECCUIO0 TEHOB, KOAUPYIOIIUX
bepMeHTBI-“pa3pbIXIUTEN” KJIETOYHOMN CTeHKU [52].
Kpome Toro, B 4muciio reHOB-MHUIlIEHEN NEeNTUI0B
IDA BXxomgaT HeEKOTOphIe TeHbl, Komupyoine Td ce-
MeiictBa KNOX (KNOTTED-RELATED HOMEO-
BOX) — KNATI1 (KNOTTED-LIKE FROM ARA-
BIDOPSIS THALIANA1), KNAT2 u KNAT®6. Ilo
JINTEPATYPHBIM JaHHBIM, TOMUMO (DYHKIIWA B pa3BU-
TUU MEPUCTEMbI MOOera U JIMCTbEB, OTU TEHbI TAKXKe
UTpalT pojib B (HOPMUPOBAHUMU OTIAETUTETIBHOTO
ciost, mpu 3ToM KNAT1 orpaHnumBaeT 3KCIIPECCUIO
reHoB KNAT2 u KNAT6, KoTopble HEOOXOAMBI IJISI
¢dhopMUpOBaHUS OTASIUTEILHOTO ci1os [53].

Eme onna pynknus nenrunoB IDA — perynsius
pocTa OOKOBBIX KOpHeil. Y MyTaHTOB ida, hae, hsl2 n
hae/hsl2 IpOUCXOIUT CHIDKEHUE KOJIMYECTBAa OOKO-
BBIX KOPHEil 3a CUET TOTO, UTO UX IIPUMOPAUU HE MO-
TYT MPEOAOJIETh KOPY, SHAOACPMAIbHbIC U SIUIEP-
MaJIbHBIE KJIETOUHBIE cion [54]. B xopHe, Tak Xe,
KaK 1 B OTACIUTEILHOM clioe, menTuabl IDA akTuBu-
PYIOT 3KCHPECCUI0 TEHOB, UTPAIOLIUX POJIb B Tepe-
CTPOMKE KJIETOYHOIM CTEHKU, YTO TMO3BOJISIET IPU-
MOPINI0 GOKOBOTO KOPHSI MMPOHUKHYTh Yepe3 CJIOn
KJIETOK SHIOJIEPMBI U KOpPhI; 3KcTipeccust /DA B 3H-

JIoJIepMaIbHBIX KJIETKAX CTUMYJIMPYETCS ayKCUHOM,
MOCTYNAIOLIMM U3 TIpuMopaus [54].

ITomumo 3TOrO, U3MEHEHUE CBOUCTB KJIETOYHOM
CTEHKU MOXET BJIMATh HAa YCTOMYUBOCTb PACTEHUM K
3apaXeHuIo (puTornaroreHaMu, — CJeI0BaTeIbHO, Mell-
Tiasl IDA MOTyT UTpaTh poib TaKKe B PaCTUTEITHLHO-
MUKPOOHBIX B3aUMOJEUCTBUSIX. Tak, IKCIpeccust reHa
IDA-like 6 (IDL6) 3HauUTEILHO MOBBILLIAETCS B JIUCTBSIX
A. thaliana ipn 3apaxennu P, syringae pv. tomato [55].
ITokaszano, yto IDL6 akTUBUpPYET SKCIPECCHIO FeHa
ADPG2, Konupyloliero nojaurajakTypoHasy, 4yTo Be-
JIeT K CHUKEHMIO CoiepXKaHus EKTUHA Y TPOYHOCTHU
JIUCTa, JieJiasl ero MeHee YCTOMYMBBIM K 3apaskeHUIO
OakTepueit [55].

PAMP-INDUCED SECRETED PEPTIDES (PIP)

CemeiictBo PIP Bximouaer 11 menTumoB, nMMero-
mux Beicokoe cxoactso ¢ IDA u CEP. OgHako eciu
IDA u CEP BoBJieUeHHI B IIPOLIECCHI pA3BUTHS PacTe-
Huii, To PIP y9acTByIOT MCKITIOUMTEIIFHO B OTBETE HA
IIUPOKUI KpyT naToreHoB [50]. ¥ pacteHuit UMMyH-
HBI OTBET MHUILIMUPYETCS Ha IIOBEPXHOCTH IIjIa3Ma-
JIEMMbI U HAQUMHAETCs C pellenTopoB (IJIaBHbIM 00pa-
30M — peuenTopHbix nporernHkrMHa3 LRR-RLK),
CBSI3BIBAIOIIMX SJIMCUTOPHI — MOJICKYJIbI, IIPOAYLIPY-
emMble matroreHoM — Pathogen-Associated Molecular
Patterns (PAMP) — nannpumep, daareinH OGakTepuii
W XUTUH rpr0OOB, WX BO3HUKAIOIINE IIPU MOBPEXIIE-
HUU pacTUTEIbHOM KiTleTK — Damage Associated Mo-
lecular Patterns (DAMP) — Hanpumep, oauroraiak-
TYPOHUIBI 1 HEKOTOPBIE TTETITUABI, B TOM YHCJIE CUT-
HajmbpHble. Cpenu TEHOB, 3KCIIPECCUSI KOTOPBIX
OBICTPO aKTUBHUpYyeTCsl Tpu Bocnpusituu PAMP, u
OBUIM BBISIBIICHBI T€HBI, KOOUPYIOILINE CEKPEeTUpye-
Mble ientuasl PIP.

Optonoru reHoB PIP BBISIBJIEHBI Y MHOTHUX IBY-
JIOJILHBIX M OJHOJOJBHBIX PACTEHU, TAKUX KaK COs,
BUHOTIpAall, KyKypy3a u puc. Y A. thaliana sxcnipeccusi
reHa PIP] moBhIIaeTCs TIpU 3apaskeHNN 0aKTepUSIMU
P. syringae vnm rpudamu F. oxysporum f. sp. congluti-
nans, a Takxxe Mpu 00padoTke (UTOropMOHOM, BOBJIE-
YEeHHBIM B UMMYHHBIE peakKlMU y pacCTeHUsI — Callu-
LIMJIOBOM KMCJIOTOM M €€ METWJIOBBIM 3upoM [56].
IlenTuapl-npeninecTBeHHUKMU, Ha3BaHHbIE prePIP,
cocrosat u3 50—80 AK 1 BKi1I04aloT B ce051 HECKOJIBKO
KoHcepBaTUBHBIX 13—14 AK C-KOHIIEBBIX JTOMEHOB
SGPS (Ha3BaHbl 10 Haubojiee KOHCEPBAaTUBHOMY
4 AK motuBy), cxomHbIX ¢ nomeHoM EPIP mentunoB
IDA [56]. Peuentopom PIP saBngerca kuna3za RLK7
(Receptor-Like Kinase 7).

IMenrmuner PIP meficTBy1oT Kak KOMITIOHEHTHI CH-
CTEMHOTO UMMYHHOTO OTBETa paCTeHU: KCITPECCUS
TreHOB rpymnIibl PIP akTUBUpPYeTCS TIPU CBSI3bIBAHUU
PAMP ¢narennuHa ¢ peuentopHoii kmHazon FLS2
(Flagellin-Sensitive 2) u mentuga PEP (cMm. Huke),
dyHKUIIMOHMpYIoNIeTO B KauectBe DAMP, ¢ perer-
topubiMu kuHaszamu PEPR (PEP RECEPTOR).
®UBNOJIOTUS PACTEHUN Ne 2

TOM 66 2019



NENTUAHBIE TOPMOHBI PACTEHUN 91

CsaseiBanne PIP ¢ peterrroproii kmaazoit RLK7 3a-
nmyckaer axktuBauuio MAP-KMHa3HOTO Kackaja,
MPOAYKIIMIO aKTUBHBIX (POpM KUCIIOpOAa, OTIOXKEe-
HUE KaJUIO3hl M 9KCIIPECCUIO psida TeHOB-PETYJISITO-
pOB UMMYHHOTO OTBeTa. DKcrpeccus reHa PIP] Ha-
OroacTCs B IIPOBOISINUX TKAHSIX, UYTO ITO3BOJISICT
IpearonoxuTb, aro PIP1 gBnsgercas MoOOMIBHBIM
CUTHAJIOM, BOBJICYEHHBIM B CUCTEMHbBIA UMMYHHbBIA
OTBET [56].

CASPARIAN STRIP INTEGRITY FACTOR (CIF)

BDHponepma, popMupys nosicku Kacmapu, obpa-
3yeT Oud@y3nOHHBIT Oapbep MeXAy KOPHSIMHU U
nouBoii. [Tosckmn Kacmrapm nipeacTaBiasiroT co60i o -
pE€BECHEBILIME YJYaCTKU paguajlbHBIX CTEHOK KJIETOK
SHIIOIEPMbI, OKpYXKaIollIe KJIeTKA B BUIE I10sICA U
BKJIIOYAOIIE B ce0s1 MHOTO TUAPO(MOOHBIX ITOIME -
POB JIMTHMHA — TaKMM 00pa30oM, KJIETKU SHIO0IEPMBI,
CMEBIKasICh B 00yiacTi MosickoB Kacmapu, okpyxXaioT
CTeJly BOTOHEIIPOHUILIaeMbIM KosblIoM. CoBceM He-
JIaBHO OBUIO ITOKa3aHO, YTO OOpa3oBaHUE IOSICKOB
Kacnapu y A. thaliana oriocpenyioT CUTHaJIbHEIE TIETI-
tunel CIF1 n CIF2, obpasyronimecs B cTejie KOpHS, 1
cne(UYHO CBS3bIBAIOLIMECS C PELENTOPHBIMU KU~
HazamMu GASSHOI1/SHENGEN3 (GSO1/SGN3) u
GSO2/SGN2, 1okann3oBaHHBIMU B 3HOoAepMme [57,
58]. B peuenuuun nentunoB CIF Takke y4acTByeT
muToIrurazMaTudeckas kuHaza SGN1 — npenmnosara-
eMbIii Kopeuentop GSO1 1 GSO2 [57]. Dkenpeccns
reHoB CIF HabtogaeTcst BO (hjioaMe U MpUjIeraroimx
K Hell KJIeTKax IMepULMKIIa, IIPOAYKTaM1 3TUX T'eHOB
SIBJISTIOTCSI TIETITUABI-TIPEAIECTBE HHUKY JUTMHOM OKO-
g0 80 AK, comepxkaiue BBICOKO KOHCEpPBAaTUBHBIN
C-KOHIIEBOI1 TOMEH, KOTOPKIE 3aTeM ITOABEPTaloTCs
MIPOTEOIUTUISCKOMY IIPOLIECCUHTY U ITOCT-TPAHCIISI-
LIMOHHON Moaudukamuu, — B utore 3peyibie CIF
MpeacTaBIsIIoT coboii 21 AK menTuabl, COOTBETCTBY-
oimre C-KOHIIEBOMY OTOMEHY IPEIIeCTBEHHUKOB U
cojJiepxaniye cyiabdaTipoBaHHbIE OCTATKU TUPO3MHA.

Okcnpeccus TeHoB CIF MeHsieTCsl B 3aBUCHMOCTH
OT YCJIOBUI TIPOM3PACTAHUS PACTCHUS: B YACTHOCTH
oT pH cpenbl 1 KOHLIEHTpalLIMU CoJieii XKeJie3a; B CBOIO
ouepenb, MyTaHTHI cifI- Icif2- I TeMOHCTPUPYIOT Pe3KO
CHIDKEHHYIO YCTOMIMBOCTD K COJISIM 3Kese3a [58]. DTo
O3HavaeT, 4YTo obpa3oBaHue NosickoB Kacmapu — He
ITACCUBHBII TIPOIIECC, CBA3aHHBIN ¢ pa3BUTHUEM KOP-
H{, a SIBJISIETCS] aKTUBHOI cTparerreit 60pbObI ¢ He-
01aroNIPUSTHBIMU YCIIOBUSIM CPEIIbI.

HYDROXYPROLINE-RICH
GLYCOPEPTIDE SYSTEMINS (HypSys)

I'uApPOKCUTIPOJMHCUCTEMUHBI OTHOCSATCS K 3a-
IMUTHBIM CUTHAJIBHBIM TETITHIaM pacTeHWIi; OHU He
TOMOJIOTUYHBI CUCTEMUHAM (CM. HMXKE), HO 00J1amga-
IOT CXOJIHOM ¢ HUMU OMOJIOTMYeCKOl aKTUBHOCTBIO U
OIMHAKOBBEIM pa3MepOM MOJICKYJIBI, 32 UYTO U TIOJY-
YUJIM CBOe Ha3BaHUe. Ha ceromHsmrHmit neHb pasHbie
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HypSys-ttentnabsl BeImeIeHbl M3 Tabaka, ITETYHBH,
ToMaTa, TacjieHa U Oartara. Haubosnee n3ydeHHBIMU
spisitorcs nentuabl NtHypSysl u NtHypSysll tabaka,
Kotopbele coctoaT u3 18 AK. McxomHbpIM menTuaoM
TS HUX CJIY>KUT OOIIMI IpeaIecTBEHHUK U3 165 AK,
Ha N-TepMHUHAJIBbHOM KOHIIE KOTOPOIO MMEETCSI CUT-
HaJIbHAas IOCIea0BaTeIbHOCTD. I1locaenoBarenbHOCTI
NtHypSysl nu NtHypSyslI pacronararorcst Ha pa3HbIX
KOHILIaX NeNTUIa-IpeAllIeCTBEHHUKA: OKOJIo N-Tep-
MmuHaiabHOTO KOHIIAa — NtHypSysl, okomo C-tepmu-
HajbHoro koHua — NtHypSyslII [59]. ITomumo npo-
TEOJIMTUYECKOrO IpolieccuHra, Ientuabl HypSys
MOIBEPraloTCs IMTOCTTPAHCISIIMOHHOMY THAPOKCUIIN-
POBaHUIO MPOJIMHA U JaJIbHEUIIIeMy apaOMHO3MINPO-
BaHUIO. [Ipo1iecchl HOCTTPaHCIISILIMOHHOM MOoau(rKa-
LMY HEOOXOIMMBI IJIsI aKTUBAIIUM IIENTHUAA: CUHTETH-
yeckre NtHypSysl n NtHypSysll, He moasepriuecs
apabMHO3MINPOBAHUIO, IIPOSIBIISIIOT CHIDKEHHYIO 010~
JIOTUYECKYIO aKTUBHOCTh. O pelenTopax IMernTUI0B
HypSys B HacToOs111Ie€ BpeMsI HUYEro He U3BECTHO.

DKcrpeccus reHoB, koaupyommx HypSys, yBe-
JuuuBaeTcsl y Nicotiana tabacum npu ToeAaHUU pac-
TEHUS HAaCEKOMBIMU: JIMUYMHKaMu Manduca sexta v
umaro Bemisia tabaci [59]. Kpome Toro, aKkcriepuMeH-
TaJIbHO TOKAa3aHO, UTO TPaHCKPUIITHI HypSys Takxke
HakaruIMBaloTCcs y Tabaka, MeTyHbU, TOMaTa, racjeHa
M OaraTa Ipu MeXaHWYECKUX MTOBPEXKICHUSIX WU 00-
paboTke MeTuipkacMoHaToM [59]. [TogobHoe HaKom-
JIeHUEe TPAaHCKPUIITOB B OTBET Ha MoeJaHue Uiy Iopa-
HEHMe CBUIIETSIIbCTBYET 0 poiau HypSys Kak yyacTHU-
Ka 3alllUTHBIX peakiuii pacTeHuii. JleiicTBUTENBHO,
cBepxakcnpeccusi NtHypSys B TpaHCT€HHBIX pacTe-
HUSX YBEJIUYUBAET KOJIMYECTBO MHIMOUTOPOB TPO-
Teasbl U MoJudeHonokcunassl y N. tabacum, cien-
CTBHEM 4Yero SIBJSIETCS TPOSIBJIEHUE MOBBIIIEHHOM
3aLUTHI OT NOEAAIOIIUX PACTEHUE JIMYUHOK.

HenaBHo ObL10 ITOKa3aHO, YTO CUCTEMUH U HypSys
TOoMaTa JEMCTBYIOT CKOOPAMHUPOBAHO B OTBETE Ha
noenaHne TPaBOSITHBIMUA KUBOTHBIMH, CTUMYJIUPYS
CUHTE3 )KaCMOHOBOI KUCJIOTHI [59].

IMCTENH-BOT'ATHIE TTEIITHUbI

IHucreun-o6orareie nentuabl (LLBIT) — obmupHas
IpYIIa pacTUTEIbHBIX TENTUIOB, OTIIMYUTEIbHBIMU
OCOOCHHOCTSIMM KOTOPOM SIBJISIOTCS pa3Mep (o
160 aMMHOKUCIOTHBIX OCTaTKOB) U C-TepMUHAaIb-
HBI JOMEH, comepKalnii 2— 16 ocTaTKOB LIMCTENHA,
HEOOXOIUMBIX IJIsT (DOPMUPOBAHUS IIPOCTPAHCTBEH -
HOI cTpyKTypbI MoJieKybl. Kak m ITTMII, merrtnmer
LBII B Xxome cBoero co3peBaHusI MOABEPrarTCs I10-
CTTPaHCISIIUOHHOMY IPOTEOJIUTUYECKOMY IIPOLIEC-
CHUHTY, B pe3yJIbTaTe OT HUX OCTaeTCs TOJNbKO C-KOH-
1IeBOI1 TOMEH, KOHCEePBAaTUBHbBIC OCTATKM LIMCTEHA B
COCTaBe KOTOPOI'O MOTYT OOpa30BBLIBATH MEXKIY CO-
oot mucynmbdumHble MocTUKU. LIBIT BeImOIHSIIOT
pa3HooOpa3Hble (PYHKILIMU, TaKhe KaK POCT KJIETOK
pacTsckeHreM, nuddepeHInpoBKa CIePUIecKuX
TUIIOB KJIETOK, B3aMMOJCHCTBHE C CUMOMOTUYECKHU -
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MU 1 IaTOT€HHBIMN MUKPOOPraHU3MaMM; KPOME TO-
ro, 3HauuteabHas yactb ILIBIT ydyacTByeT B peryisi-
LM IIPOLIECCOB OIJIOAOTBOPEHMSI 1 SMOPHOHATILHOTO
pa3Burus [60, 61]. HeynuBurteibHO, 4TO Yy HEKOTOPHBIX
BUJIOB pacTeHUI Ha HOII0 reHOB, Koaupytomux LIBIT,
npuxoauTcs A0 2% OT 4uciia Bcex 0eJIOK-KOIUPYIo-
mux TreHoB. K rpynme LBIT orHOcATCcS menTmmbl
RAPID ALKALINIZATION FACTOR (RALF),
EPIDERMAL PATTERNING FACTOR (EPF u
EPF-LIKE), S-LOCUS CYS-RICH/S-LOCUS PRO-
TEIN 11 (SCR/SP11), PAPAVER RHOEAS PISTIL
S-DETERMINANT (PrsS), LYCOPERSICON
ANTHER-SPECIFIC PROTEIN 52 (LAT52) mun
STIGMA-SPECIFIC PROTEIN 1 (STIG1), EGG
APPARATUS (EA), LURE, SMALL CYSTEIN
ADHESION/LIPID TRANSFER PROTEIN (SCA/
LTP), TAPETUM DETERMINANTI (TPD1), EGG
CELL1 (EC1) m EMBRYO SURROUNDING FAC-
TORI1 (ESF1).

Kaxk u ITTMII, LIBII cexpeTrpyroTcs B anmoIuiacT,
i€ CBSI3bIBAIOTCS HA MOBEPXHOCTU KJIETOK C pelieT-
TopHbiMU KrHa3amu ceMelictBa LRR RLK. B kaue-
cTBE KopeuentopoB md peuentopos LIBII, kak u B
ciaydae peuentopoB IITM nenTtuaos, 3a4acTyio BhI-
cTymnatoT peuentopHbie KMHa3bl SERK, KoTopbie Mo-
IYyT B3aMMOJENCTBOBATh C pelenTopaMu TeNTUI0B
EPF u TPD1 [16]. Mumensamu aeiicteus LIBIT aB-
JISIIOTCSI pa3HOOOpa3HbIe TEHBI, PEeryJIUupyIOIIe NOH-
HbI TpaHCHOPT, AU GEPEHIMPOBKY KJIETOK U OTBET
Ha cTpecc.

ITomuMoO curHanbHBIX NeNTUAOB, K rpyiiie LIBIT
OTHOCSITCS Ne(PeH3UHBl — aHTUMUKPOOHBIE ITeIITH-
IIbI, UMEIOIIMECS KaK Y paCTeHUI, TaK U Y >JKUBOTHBIX
[62], mosToMy curHanbHble LIBIT yacTto Has3mIBaroOT
JIeeH3MH-TTOJOOHBIMU TTENTUIAMM.

RAPID ALKALINIZATION FACTOR (RALF)

IMentuast RAPID ALKALINIZATION FACTOR
(RALF) Obu1u BIiepBBIC BBIOEJIEHBI U3 KJIIETOK JIMCTA
Tabaka, a B JaJTbHEMIIIeM ObIIO TOKA3aHO UX HATNJNE
u y npyrux pactenuid. Ilentunsl RALF nonaBisiiot
pacTsbKeHue KIJIeTOK TIpU pa3BUTUM PAacTEeHUs], HO
BIICpBBIC OBIIM OOHApPY:KEHBI KaK (PAKTOPBI, PE3KO
noBeliaromue pH cpenbl mpu uMx no00aBJIIEHUU B
KYJIbTYpY KJIEeTOK Tabaka. B reHome A. thaliana BbI-
saBJIeHO 34 reHa, konupymouiue nentuabl RALF [63].
IMentuner RALF cunte3upytorest us 115 AK nipen-
IIECTBEHHUKA, KOTOPbIfi comepXuT IN-KOHIIEBYIO
CUTHAJIbHYIO MOCJIe0BaTeIbHOCTh U KOHCEPBATUB-
Hblil C-KOHLIeBOI (DYHKIIMOHAJBHBIM AOMEH IJIU-
Hoit 48—50 AK. Ilociie mpOTEOIUTUYECKOTO IIPO-
eccuHTa u ceKpeunu 3penbie mentuabl RALF cBs-
3bIBAIOTCSI HA TIOBEPXHOCTHU KJIETOK C PELeNITOPHOM!
kuHazoii FERONIA (FER). HegaBHo ObL10 moka-
3aHO, 4YTO pelenrop-momoboHas kuHaza RIPK
(RPM1-INDUCED PROTEIN KINASE) B3anmo-
nerictByeT ¢ FER ma cBsa3eiBanuss RALF; kpome To-
ro, B peuenumu RALF B KadyecTBe Kopenenropa Mo-

XKEeT IpUHUMATh y9acTHe pelieNToOp-IIog00HasI KMHa3a
BAKI, yyacTByIolast Takke B peleIninu 0paccuHo-
crepounoB, nentuaoB PEP u Hekotopeix PAMP
[64]. K KOMITOHEHTaM CUTHAJIMHIa, KOTOpble aKTU-
Bupytorcsa npu peuenuuu RALF, orHocarca Ca?t
curHanuHr n1 MAP-KuHa3HBIN Kackan, KOHEYHOMN
MUIICHBIO CUTHAJWHIA, ITO-BUIMMOMY, SIBJISICTCS
H*-AT®aza 2 (H*-ATPase 2, AHA2), akTUBHOCTh
KOTOPOI HeraTuBHO peryapyioT RALF nentuae [65].

Mwmenno ¢ nonasinenneM aktuBHoct AHA cBsizaHa
crtocooHocth RALF moBeimrate pH cpensl. biraronapst
aToi criocooHocTu mnentuabl RALF siBistioTcs Hera-
TUBHBIMM PETYJIITOPAaMM POCTa KJIIETOK PACTSLKEHUEM U
aHTaroHWCTaMU aykcrHa 1 rentuaoB PSY B aTom mpo-
1ecce: aykcuH U PSY moBsIIaoT 1a0MJIBHOCTD KJIe-
TOYHOI CTEHKH 3a CYET 3aKUCJIEHUS MEKKIIETOYHOTO
MPOCTPAHCTBA, aKTUBUPYd MeMOpaHHble HY -AT®a-
361 (“kmcnbiii poct”), nentunbl RALF peiictByior
HaobopoT. IlokazaHo, 4yTO 00pabOTKa pacTeHUM
A. thaliana nentugamMmu RALF BBI3bIBaeT CHIDKEHUE
CKOPOCTHU YIJIMHEHUSI KOpHEeil, MyTaHTHl C MOTepeil
¢yukuu ux peuentopa FER xapakrepusyiorcs 60-
Jiee IIMHHBIMY KOPHSIMU, YeM y AuKoro Tuia. OauH
n3 rentugoB RALF — RALF-Like34 y apabumoricu-
ca — UrpaeT LIEHTPAJIbHYIO POJIb B MHUIIMAIIUY OOKO-
BOro KOpPHSI U3 MepuluKkia [66]. dpyrast usBecTHas
¢yukuust RALF cBsizana ¢ pa3BUTHEM IIbUIBLBL: Ha-
npuMep, TeH AtRALF4 3Kcripeccupyercsl B MBIJIbHU-
KaX M MHTUOMpYeT CO3peBaHUE MBLIBLEL, Y TOMAaTOB
00paboTka mbuUIblLb! ITenTuaoM SIPRALF narudupyer
YIJIMHEHUE MbUTBLIEBOI TPYOKU, HO TOJIBKO A0 JOCTH-
KEHUS €0 onpenesieHHoN anHbl (40—60 MxMm) [66].
ITomumo pacrenuii, RALF-momoOHBIE mnenTuabl
HaiaeHbl y rpu00B Fusarium oxysporum: mpeamnosara-
€TCsl, UTO OHU MOTYT MCITOJIb30BaTbCsl TPUOOM ISt
MaHUITYJIMPOBAaHUS IIpOlieccaMy pPa3BUTHUSI pacTe-
HUSI-X03g91Ha [67].

EPIDERMAL PATTERNING FACTOR
(EPF u EPF-LIKE)

CewmeiictBo EPF Bxintouaer B ce6st 11 LIBIT: EPF1,
EPF2 u EPFLI1-9; Bce mpencraBUTENIM 3TOI0 CeMeii-
ctBa nentunos, a ocooenHo EPF1, EPF2, EPF-LIKEG6
(EPFL6)/CHALLAH(CHAL) u EPFL9/STOMA-
GEN, BosieueHbl B 1u(hGepeHIUPOBKY 3aMbIKAI0-
WX KJIeTOK ycThuI [68]. JJuddepeHIMpoBKa 3aMBbl-
KaoIIUX KJIETOK YCThUIL — CJIOXKHBIN MHOTO3TAITHbII
IPOLIECC, pPa3HBIe CTAAUM KOTOPOTO PETrYIUPYIOTCS
Pa3sHBIMM MENTUAHBIMUA CUTHAJIAMHU U HECKOJILKMMU
rpynmnamu T®. Ha pasBuBaroiiuxcst TUCTbsIX A. thali-
ana TI0Ka3aHO, YTO CJIOM HPOTONEPMAJIBHBIX KIJIETOK
JIMCTOBOTO MIPUMOPAMS COAEPKUT MOITYJISIIINIO KIIETOK-
MPEAIIECTBEHHUI] 3aMbIKAIOIINX KJIETOK, CIIOCOOHBIX K
aCUMMETPUYHBIM IEJICHUSIM W Ha3bIBa€MBIX MaTePIH-
CKMMHM KJIeTKaMU MepucTeMouaoB (meristemoid
mother cells (MMCs)). B pe3yabTaTe IIepBOro acCuM-
METPUYHOIO IeJICHUSI TaKuhe KJISTKM NAl0oT Hadajlo
JIBYM MOPGOJIOTUYECKU Pa3IndalolIuMCs J0YePHUM
®UBNOJIOTUS PACTEHUN Ne 2
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KJIeTKaM — KJIETKA MEHBIIIEro pa3Mepa Ha3bIBacTCs
MEPUCTEMOUIOM U B JajibHEMIIEM JaeT Hadajo 3a-
MBIKAIOIIMM KJIETKaM, KJIeTKa OOJBIIEro pasMepa
JJaeT Havalo OKOJIOYCTBMYHBIM KJIeTKaM. Mepucre-
MOUJ OOBIYHO TIpeTepIieBacT elle OIHO WM He-
CKOJIBKO aCMMMETPUYHBIX ACJICHUI, B KaxKIOM U3
KOTOPBIX NPEAIIeCTBEHHUKOM 3aMbIKAIOIINX KJIETOK
YCTBUIL SIBJSIETCS MEHbBIIAsT M3 JOYSPHUX KJIIETOK.
B KoHeyHOM MTOrE, MOCICAHUI B JIMHUM ITOTOMKOB
MepUCcTeMOuAa MpeTepIrieBacT CUMMETPUIHOE Jeiie-
HUE U JAeT JBE 3aMbIKaIOIINe KICTKU, KOTOPbIE, CO-
3peBasi, IpUOOPETAIOT XapaKTepHYylo (opMy 3a cUeT
HEPAaBHOMEPHOI'O YTOJIICHUS KJICTOYHBIX CTCHOK.
MeXKIJIETHBIIA MaTpUKC MeXOy HMMU HaOyxaeT U
pacTBopsieTcsl, 00pa3ysl YCTbUYHYIO IIEIIb.

Bce srtanbl nuddepeHUUPOBKM 3aMBIKAIOLINX
kireTok peryiaupyrorcss T® SPEECHLESS (SPCH),
MUTE, n FAMA, KoTopble OTHOCSITCSI K CEMEIHCTBY
Basic Helix-loop-Helix (- HLH). Ot aktuBHoCcTU T®D
SPCH 3aBucuT camblii IIepBbIii 3Tall Pa3BUTHUS
YCTBUII ¥ BITMIEPMEBI B 1IeJIOM — TuddepeHInpoBKa
npoTtoaepMaibHbIX KieTok. T MUTE orpanuum-
BaeT YMCJIO aCCUMETPUYHBIX JeICHU MEPUCTEMOM-
J1a 1 CTUMYJIAPYET eTo IIepexo K IToCIeIHeMY dTamy,
3a KOTOPBIM CJIEAyeT CUMMETpUYHOe aejieHue. Td
FAMA paboraet Ha nociaenHeM 3Tarie (hOpMUPOBAHUS
YCTBUII POJIb €TI0 3aKIIFOYAETCsS B KOHTPOJIE CUMMET-
PUYHOTO JIeJICHUS TTIO3IHETO0 MEPUCTEMOUIA U YCTAaHOB-
JICHUSI MACHTUYHOCTU 3aMBIKaroIInX KieTok. Eme nsa
T®d bHLH — SCREAM/ICE1 (SCRM) u SCRM2 —
TaK>Ke BJIMSIIOT HAa pa3BUTHE YCThUIL, POPMUPYS TeTe-
ponumepsl ¢ SPCH, MUTE nnu FAMA [69].

Paznbie nentuael EPF Takke peryiupyroor pas-
HbIe cTamuy JuddepeHINPOBKIY 3aMbIKAIOIINX KJIe-
Tok yerbul. Tak, ren EPF2 skchnpeccupyeTcsl Ha
paHHeM 3Tare (OPMUPOBAHUS YCTBbUIl — B IMPOTO-
JIepMalabHBIX KiIeTkKax MMC, naolmx Hadyauxo Mepu-
CTEMOUIaM; 3aTEM €ro IKCIIPeCcCus MPOa0/IKAETCs B
paHHuXx MepucteMounaax. @yukuueii nenruaga EPF2
SIBJISIETCSI TIomaBlieHUsT I dEepeHIUPOBKA OKOJIO-
YCTBUYHBIX KJIETOK MO IIyTU 3aMBIKAIOIIMX KJIETOK.
I'en EPFI paGotaeT Ha OoJjiee MO3AHUX 3Tarax — OH
SKCIPECCUPYETCS B MO3MHUX MEPUCTEMOUIAX U pe-
TYJMPYET OPUEHTALINIO X IeJICHUI, a TAKXKE OMpeie-
JISIET PacCTOsTHUE MexXy ycTbuliaMu [69]. O6paboTka
pacteHuit a3k3oreHHbIMU TtenitugamMmu EPF1 u EPF2
BBI3BIBACT e(PEKThI Pa3BUTHUS YCTHUII (ITOJTHOE UX OT-
cyrctBUe Tipu obpadbotke EPF2 m HecnmocoOHOCTh
MMO3THUX MEPUCTEMOUIOB K aCUMMETPUYHBIM AeJIe-
HusiM 1ipu oopadorke EPF1), uTo cBUIeTeIbCTBYET
00 MX pOJIM KaK HEraTUBHBIX PETyJISITOPOB Audde-
PEHILIMPOBKM 3aMbIKaOIINX KJIeTOK. E1lle onuH Hera-
THUBHBIN peryiasaTop pa3Butust yctbuli, — EPFL6/
CHAL — cekpeTupyercs KJIeTKaMU, OKPYKaroLIUMU
IIPOBOMSIIMIA ITyYOK, IepeMellasiCh OTTyda B 3ITH-
JIIepMUC; ero (pyHKIIMEN SIBISIETCS IIOIaBJIEHUE pa3-
BUTUSI TIPOTOJAEPMAJIbHBIX KJIETOK IO YCTbUUYHOMY
nytu [70]. Ten EPFL9/STOMAGEN, HanpoTus, sIB-
JISIETCSI TO3UTUBHBIM PETYISITOPOM Pa3BUTHS YCTHUII.
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OH sKcnpeccupyeTcsl B KJieTKax Me3oduiiia JIMCTA,
€ro 0eJIKOBBI TPOAYKT AU OYHAUPYET B SITUAECPMUC
Y TIO3UTUBHO PETYJIMPYeT pa3BUTHE YCTHUIL [68].

IIponykramu teHOB EPF S9BASIOTCS TIENITUIBI-
npenmectBeHHUKN mimHoit 102 AK, copepxaiue
N-KOHIIEBYIO CUTHAJIIbHYIO ITOCJIECIOBAaTEIbHOCTD U3
31 AK u C-KoHIlIeBOI (PYHKIIMOHAJIBHBIN JOMEH U3
45 AK. 3pennie nentunsl EPF cocTosT Tombko M3
C-KOHIIEBOIro JOMEHa, colaepxKallero 6—8 ocTaTKoB
LIMCTeMHAa B CTPOIro OMNpeae/ICHHbIX MO3ULIUSIX, MEX-
Iy KOTOpbIMU (OopMUpPYIOTCS 3—4 NUCYIb(MUIHBIX
MOCTHKA. DKCIIEPUMEHTAIbHO AOKAa3aHO, YTO 00pa-
3YIOIIUICS TTocie IUCYIbGUIHBIX CBI3ei “BBICTYIT”
MOJISKYJIbI IenTuaa (Tak Ha3biBaeMasi BapuaOeabHas
METJIs1) BaxkHa Wi cBsa3biBaHus mentunoB EPF ¢ ux
peuerntopamu [71].

Penentopamu nentunos EPF1 u EPF2 sapnstiorcs
LRR-kuHa3zsi ERECTA (ER) u ERECTA-LIKE
(ERL), o6pasylomue rereponumep ¢ kuHasoit TOO
MANY MOUTHS (TMM), nmuieHHOM KMHA3HOTO
nomMeHa. ITokazaHo, 4To B KJIeTKax Me30¢unJlIa Iell-
™ EPFL9/STOMAGEN konkypupyetr ¢ EPF1 u
EPF2 3a cBsaswiBanue ¢ peuentopom ER/TMM, —
TaKMM 00pa3oM OCYILIECTBIISIETCS aHTATOHU3M MEXTY
MO3UTUBHBIM M HETaTUBHBIMU PETYJISITOPaMU pa3Bu-
™! yeTthull [69]. UHTepecHo, uyTo KmHa3a ER Moxer
dyHkunoHnuponarh Kak peuentop 11 EPF1, EPF2 u
EPFL9 Tonbko B koMrmiekce ¢ TMM; HanmpoTuBs, pe-
nenuusa EPFL4 m EPFL6 ocymiecTBisieTcs pener-
TopHo#t kmHa3oi ER HezaBucumo or TMM. Takum
obpazoM, TMM Bnusiet Ha Be1OOp Jiuranga ER, u ata
OCOOEHHOCTh PELIeTITOPOB, BKYMNE C TKaHeCHellu-
(GUUHOCTBIO BKcIIpeccuu TeHa ER obecrieynBaeT Me-
XaHU3M TKaHecleUu(GUIHOro (GYHKIMOHUPOBAHUS
nentunoB EPF u ux peuenropos [72].

M3BectHO, uTOo cBs3biBaHUe EPF ¢ ux penenrtopa-
Mu aktuBupyer MAP-KMHa3HBIM KacKam, KOMIIO-
HeHTamMu KotToporo sBiasorcs MAPKKK YODA,
MAPKK MKK4/5/7/9 u MAPK MPK3/6; B TO Xe
BpeMsl, U3BECTHO, 4TO cTabuinbHOCTh TA SPCH pe-
ryaupyercst (pochopuanupoBaHUEM M 3aBHUCUT OT
MAP-kuHa3Horo kackazna [73]. MumeHsmMu aeii-
crBust nentunoB EPF, mo-Bumumomy, SIBIISTIOTCS
T® cemeiictBa bHLH, peryaupyloiniue pa3BuTue
ycreull — SPCH, MUTE u FAMA.

TAPETUM DETERMINANTI (TPDI)

Crnenyromme Heckoiabko rpyrm LIBIT, BeisgBieH-
HBIX Y pa3HbIX BUIAOB PACTEHUIA, y4ACTBYIOT B pETyJIsi-
LIMU OTLJIOIOTBOPEHUS U TIPEAIIECTBYIOIINX eMy MPO-
LeccoB — pa3BUTHS IbUIBLEI (Tentun TPD1), peakim
camoHecoBMecTuMmocTu (nertuasl SCR/SP11 u PrsS),
pocta neuiblieBoii Tpyoku (LATS2, STIG, EA, LURE u
SCA/LTP), konTakra criepmusi ¢ stitiekiierkoit (EC1).

Tak, nentun TPDI, BnepBble UACHTUMULIPO-
BaHHEIN v A. thaliana, HeoOXoouM IS CIIeLIMAIN3a-
O KJIETOK TalleTyMa — TKaHW, BBICTUJIAIOMICH
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MBUIBHUK M HEOOXOIMMOM I HOPMAaJIbHOTO CO3pe-
BaHUS NbUIbLLI. B mbUIbHUKax MyTaHTa fpdl OTCYT-
CTBYET CJIOM KJIETOK TalleTyMa, a IpeallleCTBEeHHUKNI
KJIETOK TameTyMa pa3BUBAIOTCSI B MHUKPOCIIOPOIIM-
ThI, YTO IIPUBOIUT K MY>KCKOI CTEpMJIBHOCTHU pacTe-
HUIi; HaNIPOTUB, cBepxakcnpeccust TPD 1 ycunupa-
eT nmpoaudepanuio KJISTOK TaneTyma NbUIbHUKA U
3aJIep>KMBAET pa3pylleHHEe TalleTyMa B IIPOliecce Co-
3peBaHMUsI ITbUIBIILI: MUKPOCIIOPHI Y TAKUX PACTECHUM
He OTAEJISIIOTCS OT TalleTyMa, YTO TaKXKe BBI3BIBAST MYK-
CKy10 crepwiabHOCTE [74]. I'en TPD1 skcripeccupyercst
KJIETKAaMU-TPEAIIECTBEHHULIAMU MUKPOCIIOPOLIMTOB U
Komupyer 6enok u3 176 AK, nmeronimii N-KOHLIEBYIO
CUTHAJIbHYIO TIOCenaoBaTeIbHOCTh U C-KOHIIEBOM
(GYHKIIMOHAJIBHLINA ToMeH. B pesyibrare IIpoTeonT-
YeCKOIo IIPOLIECCHHTa OT MeNTHIA-TIPEAIIeCTBEHHIKA
ocraercs Tonbko 100 AK C-KoHIIeBOIt TOMEH, colep-
Kaluii 6 KOHCEPBAaTUBHBIX OCTATKOB LIMCTEWHA, KO-
TOpBIE 00pa3yIoT IUCYILGUIHBIE MOCTUKHA [75].

Penentopom nentuma TPD1 sasasercas LRR-RK
EXCESS MICROSPOROCYTES1 (EMS1)/EXTRA
SPOROGENOUS CELLS (EXS), koTopas s B3a-
MMOACHUCTBUS C IUTAHIOM 00pa3yeT KOMILIEKC C KO-
peuenrtopamu — kuHazamu SERKI1 u SERK2 [76].
CasizbiBaHre TPD1 ¢ pelienTopoM 3aryckaeT Irepu-
KJIMHAJIbHEIE ACJIeHMs] KJIETOK TareTyMa 1 dKCIpec-
crio A9 — MapKepHOro reHa KJIETOK TarietyMma [75].

S-LOCUS CYS-RICH/S-LOCUS
PROTEIN 11 (SCR/SP11)

Ientunst SCR/SP11 u PrsS (cM. HUXe) y4acTBYIOT
B KOHTPOJIE peakKIIMi CAMOHECOBMECTUMOCTU — KOM-
IieKca Mep, KOTOphbie IIPMHUMAET pacTeHue IS He-
JIOMYIIEHWST CaMOOITbUIeHUsI. Peakiiysi caMoOHeCcOBMe-
CTUMOCTHA MMEET MECTO B IIECTHUKE MEXIY TKaHSIMU
PBLIbIIA 1 ITBUTBLIEBBIMU 3€pHAMU U MIPOSIBIISIETCS TIPU
HaJIMYU ONMHAKOBBIX aJUIeJIEll JIOKyca S; rameTo-
¢uTHASI CAMOHECOBMECTUMOCTD 3aBUCHUT OT T€HOTH-
1a MbUIBILEBOro 3€pHa, CIIopo¢UTHASL — OT T€HOTHUIIA
TKaHU MYKCKOTO CIiopo¢huTa, B KOTOpOM 0Opa3oBa-
JIach IBUIBIIA.

Y npencraButeeii cemeiictBa Brassicaceae 1okyc S,
OTBETCTBEHHBII 32 peakllMi CAMOHECOBMECTUMOCTH,
BKJIIOUYAET B ceOsl ABa TeHa, OJUH U3 KOTOPBIX KOAW-
pyetr LIBIT SCR/SP11, npyroii — pelenTopHYIO K1-
Ha3y SRK (S-locus receptor kinase). 3penas ¢oopma
nentuga SCR/SPI1 mmeer maccy 6 k/la u mInMHY
okoo 50 AK, BkJrouast 8 OCTaTKOB LIUCTEMHA, 00pa-
3yolux 4 nucyabduaHbix MocTtuka [61]. IIpocTpaH-
CTBEHHasl CTPYKTypa IIeNTHAa BKJIHOYaeT B ceds
3B-crnost u 1 o-criMpaib, COCOUHSIONIAST ITH IBE
CTPYKTYpBI TETJISI CONEPXKUT BaprabebHbIi JTOMEH,
OIpPENeISIOINIM CAMOHECOBMECTUMOCTD JIJIsl JaHHO-
ro ramtoruna. 'en SCR/SPI11 skcrpeccupyercsi B
TaneTyMe 1 CO3peBaloIIEM IbLIbLIEBOM 3epHe. [Ipo-
IYKT TeHa HaKaIlJIMBaeTcsl B O0OJIOUKE MbLIbLIEBOTO
3epHa U BBICTYIIAeT B KAYECTBE JIMTaHAa ISl TOMOINMe-
poB kmHa3bl SRK, skcnmoHMpyeMbIX Ha MeMOpaHax

KJIETOK pbUIblia rectuka [61]. Kpome Toro, j1okyc S Mo-
JKeT KOIMPOBAaTh TAKXKE CEKPETUPYEMbIE TTTMKOITPOTEV-
Hbl SLG (S-LOCUS GLYCOPROTEINS), cxoxue 1o
CTPYKType ¢ BHEKJIETOUHBIM goMeHOM SRK m cro-
COOHBIE PETYIMPOBATH €r0 aKTUBHOCTE [60]. CBsaA3aB-
mumiicsa ¢ jurangom auMmep SRK aktuBupyercs 3a
cueT aBTOMOCGHOPUINPOBAHUS U BMECTE C APYroi
RLK, MLPK (M-LOCUS PROTEIN KINASE),
y4yacTByeT B (pochopranpoBaHUM YOMKBUTUH-JIUTA-
361 ARC1 (ARM REPEAT CONTAINING). ARC1
yyacTByeT B yomkButuHupoBaHuu Exo70A1 (EXO-
CYST SUBUNIT EXO70 FAMILY PROTEIN Al),
MeMOpaHHOro 6ejika KJIETOK pbUIblIa, C IOCIEIyIO-
1Iel ero aerpagaluyeil B mpoTeacoMe, YTO NMPUBOIUT
K HapylIeHUIO THApaTallMM M pPOCTa IIbLUIbLIEBOM
TpyoKH [61].

PAPAVER RHOEAS PISTIL
S-DETERMINANT (PrsS)

V npencraButeneit ceMmelictBa Papaveraceae, Ha-
MPOTUB, PACTBOPUMBIi1 (haKTOP CAMOHECOBMECTHUMO-
CTH CEKPETUPYETCs KJIIETKAMU PbUIbLIa MATEPUHCKO-
ro pacteHus [77]. DTO TIIUKOIIPOTEMHBI MAaCCOM P~
onusurenbHo 17 x]la, monyuyuBiive Ha3BaHue PrsS,
comepxkaiue 4 ocTaTka LIMCTEMHA;, SKCIEPUMEHTHI
1o 3Kcnpeccuu reHa PrsS B kireTkax E. coli mokaszanu,
YTO TJIMKO3UJIUPOBAHUE HE TPeOyeTCs JJIs1 BBITIOJIHEe-
HUS 6eJTKoM cBoeit hyHkmuu [60]. Penenrropom PrsS
CO CTOPOHBI ITBLIBIIEBOTO 3€PHA SIBJISIETCST PELIEIITOP-
Has kuHaza PrpS (Papaver rhoeas pollen S-determi-
nant) [77]. Kpome Toro, rmokasaHo, uro ¢ PrpS Takxxke
cBs3bIBaeTcs npoteoriaukad SBP (S protein binding
protein), OQHAKO OMNBITHl HAJ TPAHCTE€HHBIMU pacTe-
HussMu Arabidopsis TTOKa3bIBalOT, YTO B3auMOJIeii-
ctBUs PrsS-PrpS mocraTouyHo i1 MHOYKIIMM peak-
LI CAaMOHECOBMECTHUMOCTH [78].

LYCOPERSICON ANTHER-SPECIFIC
PROTEIN 52 (LAT52) u STIGMA-SPECIFIC
PROTEIN 1 (STIG1)

CKOpOCTh pOCTa MbUIbLIEBOU TPYOKU SIBISIETCS
OIIHWM U3 OTpeAeIonMX (haKTOPOB MPOITYKTUBHOCTH
LIBETKOBBIX pacTeHuii. POCT MbUIbLIEBOI TPYOKU CTU-
MYJIUpYeTCsl KaK ayTOKPUHHBIMU CUTHAJIaAMU CaMOTO
MbUIBLIEBOTO 3€PHA, TAK U CUTHAJIAMU, CEKPETUPYEMbI-
MU TKaHsaMmu nectuka. Ponb LIBII, cekpeTupyemMbix
MbUIbLIEBBIMA 3€pHAMU U TKaHSIMU TI€CTUKA, B POCTE
MbUILLIEBOM TPYOKM OblIa BOEPBBIE BbISIBJIEHA Y TO-
Mata (Solanum lycopersicum): y 3TOro pacTeHUs CTU-
MYJIMPYIOIIMM CHUTHAJIOM CO CTOPOHBI MbLIbLIEBOTO
3epHa sgBisieTcss LIBIT LAT52, a co cTopoHBI TKaHEH
nectuka — LIBIT STIGT1 [79].

B xauectBe penenropa LATS52 BeicTynaeT ogHa u3
LRR-RLK, 1mpucyTcTByIOIIMX Ha IIOBEPXHOCTU
NbUIbLEBBIX 3epeH, a tMeHHO PRK2 (Pollen Receptor
Kinase 2) [79]; cBasbiBanue LATS52 ¢ PRK2 npuso-
VT K aKTUBAlIMM POoCTa IMbUIbIIeBOi Tpyokm. IToka-
®U3UOJIOTUS PACTEHUN Ne 2
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3aHO Takxke, uyrto TenTua LATS52 mMoxXeT cymecTBo-
BaTh B ABYX (popmax, rpruyeM 0oJjiee KOpoTKasi, CeK-
peTupyemasi Iocjie NpopacTaHus NBUILLIEBOTO 3¢pHa,
HE MOXKET BBICTYIaTh B KayecTBe uraHma mist PRK2.

Hpyrum nurangom PRK?2 siBnsiercs cekperupye-
MbIii KiieTkaMmu pbuibla nentun STIG1 [79]. 3penas
dopma STIG1 mmeer maccy 7 xlda m comepKuT
14 ocTaTKOB LIMCTeWHA, OOpPa3yIOIIMX IUCYIbDOUII-
HBIe MOCTUKH. B oTiimume ot menrtunga LATS2, yaact-
BYIOIIIETO B TPOpacTaHWM TBUIbLEBONH TpPYyOKHU,
STIG1 cBasbiBaeTcs ¢ PRK2 Ha ararie ee ayioHranuu.
IMentun STIG1 mpucyTcTByeT B 3KcCyldaTe pbUIblia
MEeCTUKA U aKKyMYJIUPYETCsl Ha MOBEPXHOCTU TIPO-
pacTarollei nbUiblieBOi TPyOKU, IIe U CBSI3bIBACTCS
¢ peuentopoM. HemaBHO ObLIO MOKasaHO, YTO IS
cesa3biBaHms ¢ PRK2 Baxen caiit ¢ 80 mo 83 AK B co-
ctaBe nentuga STIG1, Torna kak AK 88—115 cBs3bI-
BatloT (ocharununuHosuto-3-dpochar (PI(3)P),
nprmyeM mist STIG1-3aBUCHMOTO CTUMYJIMPOBAHUS
pocTa MBLIbLEBOM TPYOKM BasKHO KaK €ro B3auMoJIeli-
CTBUE C pelenTopoM, Tak 1 cBsizbiBaHue PI(3)P [80].

EGG APPARATUS1 (EA)
u EA-nooobnvie nenmuowt

IMenrtun EA1, BEIAEI€HHBII BIIEPBBIE Y KYKYPY3HI,
SIBJISIETCSI aTTPAKTaHTOM ITbLUILLIEBOI TPYOKHM U OITpe-
JIeJIsSIeT HampaBJIeHUWE €€ pocTa IOCJe TOCTUXKEHMUS
ceMs3avatka [81]. I'en EAI skcrnpeccupyeTcs B sTii-
LIEKJIETKE M CUHEPrumax, U IMepBUYHBIM IIPOAYKTOM
€ro 3KCIIPECCUM SIBJISIETCS IENTUI-TTPEIIIeCTBE HHMK
mmHoi 94 AK, KOTophIii mogBepraeTcs IMpoleCCuH-
ry c obpaszoBanueM 3peioro 49 AK nenrruga. B cocra-
Be IIENITUAA-TIPEIIIECTBEHHUKA BBIICSIOT N-TepMu-
HQIbHBbIA CUTHAJIbHBIA HOMEH, KOHCEPBAaTUBHBINA
EA-6okc nnmmHoit 27—29 aMMHOKHCIOTHBIX OCTaTKOB
n C-TepMUHAJIbHBIM ajlaHWH-Oorateiii goMeH. Ha
ocHoBaHuM Hanuuust EA-Gokca BbIIEISIIOT TPpU Ce-
MeiictBa EA-TTOmoOHBIX menTruaoB, a nMeHHO EAL
(Bkmoyaer EAl m EALI1-2 (EAl-like KyKypy3bl),
EAG (EAl-box glycine-rich) u EAC (EA1-box con-
taining). [lenTunpl mepBOro cemMeiicTBa BCTPEUYAIOTCS
TOJIBKO Y 3JI1aKOB M 00J1a1aI0T (PYHKIIUEH, CXOOHOI C
EAl, torma xak menmTuAbl U3 OBYX IIOCIEIHMX CE-
MEMCTB MIMPOKO IIPEICTaBICHBI CPEIN OJTHOI0JIbHBIX
1 ABYHOJBHBIX PaCTE€HUi1, 1 (DYHKIIMU X HEU3BECT-
HEI [82]. ITentun EAl cekpetupyeTcs B aIlomjiacT 1
HaKaIUIMBAeTCs B CTeHKaX KJIETOK HyIeJUIyca; IIoCye
B3aIMOJIEICTBUS C €llle HEM3BECTHBIM PELICIITOPOM,
EA1 mornomaercs mMbUIbLIEBOM TPYOKOIT U merpamm-
pyer [82].

LURE

VY nBymonbHEIX cxonHoit ¢ EA ¢pynkmmeit obiaana-
ot nentuabl LURE (LURE1 u LURE2), xotoprie
ObLIY MEepBOHAYAILHO OOHAPYXKEHbI Y AEKOPATUBHO-
ro pacrenust Torenia fournieri [83]. BnocnencrBuu
a1k TomosioroB LUREIL, AtLUREI1.1-1.5, 66111 06-
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HapyXeHbl V A. thaliana [84]. 3penble TeNTUIBI
LURE wnMmeror mmHy 62—70 AK, BKkIodas 6 ocrar-
KOB LIMICTEVHA; OHU CUHTE3UPYIOTCS CUHEPTUAAMHU U
Y4acTBYIOT B HaIIpaBJICHUHU POCTa ITbUIBIIEBOM TPYO-
KM TI0CJIe JOCTMKEHUS €10 MUKPOITUJIE CeMsi3ayaTKa.
HenasHo 6bL10 moKa3aHo, 4yTo peuentopoM AtLURE
apnsietcs LRR-kxunaza AtPRK6 (Pollen Receptor
Kinase 6) [84]. AtPRK6, B cBOIO 04epeab, MOXET B3a-
MMOJIEMCTBOBAaTh ¢ (haKTOpOM OOMEHA HYKJIEOTUIOB
ROP GEF12 (ROP GTP exchange factor) u peuer-
TOP-TIOJOOHBIMM LIMTOIIa3MAaTUYECKUMU KUHA3aMU
LIP1/2 (LOST IN POLLEN TUBE GUIDANCE),
3assKOPEHHBIMU Ha BHYTPEHHEN CTOPOHE MEMOpPAHbBI
neublieBoit TpyoOku [84]. Ilpenmosaraercst, 4TO
LIP1/2 BbICTymaloT B KayecTBe KOPELUENnTOPOB sl
AtPRK6; TeM He MeHee, KOHKPETHBIII CUTHAIbHBIN
MMyTh, 3allyCKAaeMbIii B ITbUILLIEBOM TPYOKEe IeITuaa-
mu LURE, ocTaeTcst HEM3BECTHBIM.

STIGMA/STYLE CYSTEIN-RICH ADHESIN/
LIPID TRANSFER PROTEINS (SCA/LTP)

IMenrrunbr SCA/LTP MO3UTUBHO PeTyIUpPYIOT POCT
MbUIBLIEBOM TPYOKU 3a CUET CTUMYJSLIMU aare3uu
TPYOKM K TKaHSIM MaTepuHcKoro crnopodwura. Ilep-
BBIM BbISIBJIEHHBIM TETITUA0OM 3TOM TPYTIbI ABSIETCS
STIGMA/STYLE CYSTEIN-RICH ADHESIN
(SCA), KOTOpBIii CUHTE3UpYETCs KJIETKAaMU MeCTUKa
yeitHbix pacteHuii [85]. [Terrtun SCA nMeeTt maccy
9—10 x/la 1 BKJIIOYaeT 8§ OCTaTKOB IIUCTEWHA; TIPE/I-
MoJIaraeTcsl, YTO HAIMYKE B COCTaBE MOJICKYJIbI 3TOTO
Mentuaa 00JbLIOTO KOJUYECTBA MOJIOXKUTEbHO 3a-
psokeHHBIX AK TIpuBOIUT K (POPMHUPOBAHUIO CyM-
MapHOTO MOJOXUTEIBHOTO 3apsiia 1, Kak CJIeACTBUE,
no3BossieT SCA B3auMOJEMCTBOBAaTh ¢ MEKTUHAMU
KJIETOYHBIX CTEHOK. CXonHble (PyHKIIMU BBITTOJIHSET
LIPID TRANSFER PROTEIN 5 (LTP5), oproJior
SCAYy A. thaliana [85].

B nmanbHeitiniem SCA-monoOHBIE TIENITUIBI ObLIU
BBISIBJIEHBI Y Pa3HbIX BUIOB pacTeHuil. Tak, B reHoMe
A. thaliana npucyrctByloT 6 reHos LTP, mpuuem
TOJIbKO HEKOTOPbIE U3 HUX BKCIIPECCUPYIOTCS B TKa-
HSIX MECTMKAa — T.€. (PyHKUIMM INEeNTUIOB 3TOrO Ce-
MeMCTBa, BEPOSITHO, TOpasao IIMpe, YEM KOHTPOJb
pocTa nbeUIblieBoit Tpyoku [85]. 3pensiii nentug LTP
COCTOMT M3 4 O-CITipaJieii, CTaOMIN3NPYEMBIX B ITPO-
CTPaHCTBE 3a cueT 4 TUCYIb(MUIHBIX CBSI3E; TPETUU-
Has cTpykrypa LTP Bkitoyaer ruapodoOHBIl Kap-
MaH, MO3BOJISIIOIIUNA 3TUM MNENTUAAM B3aUMONCH-
CTBOBAThb C MoOJIeKyJIaMu (POoCHOTUTTUIOB U KUPHBIX
kucinoTr. @yukuun 6oapinHcTBa LTP 1o KoHIila He
BBISICHEHBI, OJJHAKO WX CIIMCOK Ha JAHHBIA MOMEHT
BKJIIOYAET B C€0ST pETY/ISLIMIO PACTUTEIbHO-MUKPOO-
HbIX B3aUMOJEMCTBUI, CUHTE3 KyTMHA, y4acTue B CO-
MaTUYECKOM SMOpUOreHe3e, perysliuio pocTa
MBIIBLEBON TPYOKHU, YCTOMYUBOCTD K a0MOTUYECKUM
cTtpeccaM [86]. PenienTophbl M CUTHATBLHBIN ITYTh ITETI-
taoB SCA/ LTP B HacTOSIIIIMIT MOMEHT HEU3BECTHEIL.
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EGG CELLI (ECI)

IMentnner, Komupyemble TeHamMu £C 1, mpuHanie-
KaT K KPYITHOM, HO IIJIOXO U3YYEHHOM IpyIIIe IUCTEe-
HuH-0oraTeix nentunoB ECA1 (EARLY CULTURE
ABUNSANT 1), xoTOpBIe CEKpeTUPYIOTCS SIlie-
KJIETKOI I aKTUBaLlMM CIIEPMUEB, TeM CaMBbIM
yckopsis ciimstiue rameT. Boepsoie reHbl EC1 (EGG
CELL 1) O0b1mm HaiineHs! y miaeHulsl, 3atem ECI-
MOoJOOHbIC TeHbl OOHapyXunu y A. thaliana [87].
ECI-110m00HbIe TeHbI HAaliIEHbI TOJILKO Y IIBETKOBBIX
pacTeHuil M SKCIIPECCUPYIOTCSI TOJBKO B TKaHSIX
KeHckoro rameroduta. Bece nentunpel EC1 umeror B
COCTaBe€ MOJIEKYJI IBa KOHCEPBATHUBHBIX KOPOTKUX
MOTHBA, a TaKKe 6 OCTATKOB IUCTEUHA, KOTOPhIE 00-
pa3yloT BHYTPUMOJIEKYJISIDHBIE AUCYJIb(MUIHBIE MO-
CTUKMU.

Jo orutogorBopenns nentuabl EC1 Hakarmmsa-
I0TCSI B Be3UKYJIaxX SIMIEKIIETKN; KOrma ClIepMUM J10-
CTUTAIOT XKEHCKOTO TaMeTo(puTa, COIepPKUMOE Be31-
KyJl 9K30LMTUpPYETCS. B OTBET Ha BbLAEIMBIIMECS
nentuabl EC1y ciepMueB MpoucXoauT rnepepacmnpe-
JIeneHue MeMoOpaH-cBs3aHHoro oenka HAP2/GCS1
(HAPLESS 2/GENERATIVE CELL SPECIFIC 1)
Ha TIOBEPXHOCTH KJICTKH, OJlarogapsi 4eMmy Mporcxo-
mut cnustHue ramet [87]. F'omonorn HAP2 umelorcs
Yy BCEX paCTeHMI, BKJIIOYasI 3eJICHbIE BOOOPOCIIU, U BBI-
TTOJTHSIIOT OHUM (PYHKILIMM “KaTaJu3aTOpOB” CIUSIHUS
raMmeT: Harmpumep, HAP2-medunurHbie criepMun
A. thaliana HecITOCOOHBI K CIMSTHUIO C STATIEKICTKaMU,
1 TO Xe caMmoe cBoiicTBeHHO HAP2-neduniuTHbIM ra-
Mmetam Chlamydomonas. MexaHU3Mbl BO3MOXKHOTO
B3anmoneiicteusg EC1 u HAP2, a Takxke mHoynmpye-
MbI€ UMW MEXaHU3MbI CIIMSIHUSI TaMeT HEU3BECTHHI.
IIpenmoiaraercsi, 4ro MuilleHblo aelictBust HAP2
MOXeT OBITh poAcTBeHHEIN eMy Oeilok GAMETE
EXPRESSED 2 (GEX2) — cnepmuii-crieiuuyHbIi
0EJIOK C OMHMM TpaHCMeMOpaHHBIM U IBYMs (UII-
aMHUH-TIONOOHBIMHU TOMEHAMM, CXOOHBIN C OeJIKOM
IZUMO1, HeoOXoaguMBIM JIJISI CTAaOMJIM3allMu B3au-
MOMACMCTBHUSI TaMeT MJIeKOoIuTalomux [88].

EMBRYO SURROUNDING FACTORI1 (ESF1)

Eme omun LBII, cneunduyHo HaKaIlIMBaro-
IIUiIiCcS B KJIeTKax xXeHckoro rameropura, — ESF1.
3penniii nentun ESF1 coctout u3 68 AK 1 B HaHO-
MOJISIPHBIX KOHIIEHTpAIUsSIX CHOCOOEH BBI3bIBATh
ymimHeHre KieTokK cycneHsopa. Ilentmm ESF1 y
A. thaliana xomupyrot tpyu TeHa — ESFI1.1, 1.2., 1.3,
9KCIIPECCUsi KOTOPBIX COCPENOTOUYECHA TOJIBKO B IIEH-
TPpaJIbHOI KJIETKE, a II0CJIe OILUIOJOTBOPEHMS B €€ IO~
TOMKax — KJIETKax 3HAOCIEpMa, OKPYKAIOIINX 3apo-
IpllI. MyTaluu 1o onHOMy u3 reHoB ESFI He naloT
Bunumoro 3¢dekra, Ho PHK-nHTEepdepeHIU Becex
Tpex reHoB ESF1y A. thaliana BRI3pIBaeT CyIIIECTBEH-
HbIe Ae(eKThl B MOPGOJIOTUH 3apOABILICH, TIPU 3TOM
M3MEHSIETCSI XapaKTep 3KCIIPECCUU TOMeOoOOKC-CO-
nepxariero rena WOXS&, BOBlIe4eHHOrO B yCTaHOBJIE-

HUE allMKaJIbHO-0a3aIbHOM OCH 3apOoAbIliia, a TAaKXKe
CHUKETCSl ypOBEHb 3KcIpeccuu reHa PIN I, konupy-
IOILIETO TPAHCIOPTEP ayKCHUHA. DTU pe3yabTaThl 1103~
BOJIVUTH TIPEIITOJIOKUTE, uTo ESF1 gaBmsmiorcs peryis-
TOpaMM pPa3BUTHUS CyCIIEH30pa U paclpeneieHus aykK-
CMHAa Ha paHHUX CTaAusIX pa3BUTHUsI SMOpHroHa [89].

IIpennomaraemeiM penrerrtopoMm ESF1 gaBnsgercs
RLK SHORT SUSPENSOR (SSP) [89], MuliieHb0
KOTOpPOU B cBOto ouepens siBisiercds MAPKK-kuHaza
YODA, HeoOxognMast It CTAHOBIICHUS alTUKAITEHO-
0a3aIbHOM MOJISIPHOCTY SMOpPUOHA U Pa3BUTHUS CYyC-
neH3opa [90].

HECEKPETUPYEMBIE
CUTHAJIBHBIE MEINTHUbI

I'pynna HecekpeTUpyemMbIX CUTHAJbHBIX MEINTH-
noB (HCII) oO0benuHsieT ceMeiicTBa IeNTUIHBIX TOP-
MOHOB, MOJIEKYJIbl KOTOPBIX He comepkaTr N-KOHIIe-
BOIi CeKpeTOpHO IMoCien0BaTeIbHOCTH, B CBSI3U C
YeM 3TU NENTU/Ibl BBIMOJHSIIOT CBOU (PYHKIIMU OO
OCTaBasiCb BHYTPU KJIETKHU, JUOO Tomamasi B aro-
IUIaCT MHBIM IIyTeM, Halmpumep, TpU paspylleHUu
keTku. Kak v mpouure curHajibHble NENTUIbI pacTe-
Huit, HCII TpaHcaIupyloTcs B BUlE IJIMHHBIX Mpe-
IIECTBEHHUKOB, MPOTEOIUTUYECKUIN MPOLIECCUHT
KOTOPBIX SIBJISIETCS KJIIOUEBBIM MOMEHTOM B 00pa3o-
BaHUM (DYHKIIMOHAJbHO aKTUBHBIX 3pPEJbIX IEeITH-
nmoB. Hust pssma HCII ¢ BHEKJIIETOYHBIM ACHCTBUEM
UIEHTU(GUIMPOBAHBI PELIENITOPbl — OHU TAKXKE OT-
HOCSITCSI K TPYIIIEe CEPUH-TPEOHUHOBBIX TPOTEUHKM -
Ha3 LRR-RLK. K rpyrme HCII otHOCHTCSI cucTe-
MUWH — TNEPBbIM U3 UAEHTUGDULIMPOBAHHBIX CUTHAJIb-
HBIX TIENTUAOB pacTeHui, a Takke nmentuabl PLANT
ELICITOR PEPTIDES (PEP), EARLY NODULIN 40
(ENOD40), DEVIL/ROTUNDIFOLIA (DVL/RTFL)
n POLARIS (PLS). IlpencraButenu rpynnsl HCIT
UTPAIOT POJIb 10 OOJIbIIIEN YACTU BO B3aUMOIEICTBUM
pacTeHui ¢ maToreHaMy U CUMOMOHTaMU.

CUCTEMHH

CucteMuH — IEeNTU C 3allIUTHBIMYA (DYHKIIMSIMMU,
BBIACICHHBIN 13 IMCTheB ToMarta B 1991 romy [1], ObLI
IEPBBEIM OOHApY>XEHHBIM CHUTHAJIbHBIM IEHTUIOM
pactenunii. CUCTEMHUH COCTOUT U3 18 aMMHOKMCIIOT-
HBIX OCTAaTKOB M YYaCTBYET B aKTUBALIMU 1 YCUJICHUN
3all[UTHOM peakly pacTeHUiIl B OTBET Ha MOeIaHue
durodparamu. IlpocucreMuH — MOpeaIIeCTBEHHUK
cuctemmHa — coctout n3 200 AK u He mmeeT N-Tep-
MUHAJIbHOII CUTHaJIbHOII mociaenoBaTebHOCTU. C
IIOMOIIbIO UMMYHOILIMTOXUMMWYECKOTO aHaIn3a ObLIO
IMOKa3aHO, YTO IIPOCHUCTEMUH 00pa3yeTcsl 1 KOMITapT-
MEHTAJIM3yeTCs B LIMTO30JI€ ITAPEHXMMHBIX KJIETOK
¢105MBI, OJHAKO AeTaad CUHTE3a CUCTEMHHA U €ro
TPAHCIIOPT B MEXKJIETOUYHOE MPOCTPAHCTBO MPAKTU-
YeCKHU He U3y4YeHBI. DKCIIpEeCCHsI TeHa MPOCUCTEMUHA
WHIYLIMPYETCS JIIOOBIMA MEXaHUYECKMMU IOBPEXIIE-
HUSIMU TKaHEH pacTeHUsI, B YaCTHOCTU — IOBPEXIIe-
®UBNOJIOTUS PACTEHUN Ne 2
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HEM HaceKOMBIMU-(puTodaraMu. DK30TeHHBIN CH-
CTEMMH B Ype3BblYAllHO HU3KOM KOHLIEHTpALUU
(40 dmorneit) MHAYUUPYET Y TOMATOB 9KCIIPECCUIO Te-
HOB, KOIUPYIOIINX MHTMOUTOPHI CEPMHOBBIX ITPOTEA3:
CUMTAETCS, YTO 3T MHTUOUTOPHI SIBJISTIIOTCSI MHIYLIM -
OCJIbHBIMY 3alllUTHBIMU COCIUHCHUSIMU, IIPEIISiT-
CTBYIOIIIMMMU JIETKOII YCBOSIEMOCTH OE€JIKOB HACEKO-
MBIMU. DKCIEpUMEHTHI ¢ “C-Me4eHHBIM CUCTEMMU-
HOM TMoOKa3ajiud, YTO IIpd IIOpaHEHUMU CUCTEMUH
MoTagaeT B MPOBOSIIYIO CUCTEMY U TIEPEHOCUTCS B
Ipyrve 4acTA pacTeHUS IS MHOYKIWKW 3alIUTHOMN
peakiu. Takke M3BECTHO, YTO CUCTEMUH CTUMYJIM-
pyeT BBIOPOC JIETY4YHMX BEIIECTB, KOTOpPbIe MPUBJIeKa-
IOT HAaCEKOMBIX, ITapa3sUTHUPYIOIIMX Ha aTaKyIOIINX
pactenue ¢urtodarax [91]. Takum obpa3zom, cucrte-
MUH y4acCTBYET HE TOJIbKO B IIPSIMOM, HO U B KOCBEH-
HOM MeXaHU3Me PeryJisiiiy 3alllUTHOTO OTBETa pac-
TeHUS Ha BHEIIIHUE Pa3apakKUTEIN.

Benok Becom 160 x/la, crienimduaHO CBI3LIBAIO-
IIUKCS C CUCTEMUHOM, ObUT BblAEJIEH M3 MeMOpaH
KJeToK Solanum peruvianum W TNONY4YWJ Ha3BaHUE
SR-160 (SYSTEMIN CELL SURFACE RECEPTOR).
B nanbHeiieM ¢ MoMolIbI0 Macc-CIIeKTpoMeTpuye-
CKOTr0 aHaJIN3a 3TOT 0eJI0K ObUT UIEHTU(PUILIMPOBAH KaK
LRR RLK, romoJor perentopa 0pacCMHOCTEPOUIOB
BRII. Tlocne cBs3bIBaHUSI CUCTEMUHA C PELIETITOPOM
akTuBUpyeTcs: ¢ocdoaumnasza, BEICBOOOXIAIOIIAS W13
dochomMnUIoB KJIETOUHOM MeMOpaHbI TMHOJICHOBYIO
KUCJIOTY, KOTOopasi SIBJsSIeTCSl TIPENleCTBEHHUKOM B
OMOCHHTE3€ OTHOTO M3 OCHOBHBIX “3aIlIMTHBIX” TOPMO-
HOB pacTeHUI — KaCMOHOBOM KUCJIOTHI. KoHBIOraTh!
JKaCMOHOBOM KUCJIOTBI C U30JICMILIMHOM aKTUBUPYIOT
3alllUTHBIE T€HbI, BKJIFOYasi T€H MPOCUCTEMUHA: CUU-
TaeTcsd, YTO UMEHHO C 3TUM CBS3aHO HaKOIUIEHUE
MPHK cuctemMrHa mo BceMy pacTeHUIO IPU ITOpaHe-
HUU OJHOTO JucTa [92].

PLANT ELICITOR PEPTIDES (PEP)

benox PEP1 6511 0OHapykeH KaK BHEKJISTOUYHBII
23 AK mentun ¢ 3aidTHBIMU (DYHKIUSIMUA, 00pa3ylo-
muiicsa B pesyabrate TpouieccuHra 92 AK nentupa-
penirecTBeHHNKA. Y A. thaliana obHapy:XeHO 8 TeHOB,
konupyromux npenmectsBeHHUK PEP1, B nanbHeliem
STU FeHbl ObUTU HalIEHBI Y MHOTUX MTOKPHITOCEMEHHbIX
pacteHuit. Tak Kak y mnenTuaa-NpeaecCTBEHHUKA
PEPI oTcyTcTBYET CUTHaIbHAS TTOCIEI0BATEIbHOCTD
Ha N-KoHIe, IpeamnoJaraercs, 4to 3penbiii PEP1
MoTaaeT BO BHEKJIETOYHOE MPOCTPAHCTBO MPU pa3-
PYLIEHUU KJIETKU B pe3yJibTaTe MOpaHEeHUs WU MpU
arake ImaToreHos, T.e. nentun PEP1 pyHKImoHupyer
kak DAMP.

Jse LRR-RK, PEPR1 1 PEPR2, apnsrorcst peniern-
topamu i1 PEP1 1 ToMOIOTMYHBIX €My MENTUIOB Y
A. thaliana [93]. B kauecTBe KOpelenTopa, B3auMoIeii-
creyromiero ¢ PEPR1 m PEPR2, BricTymaer kmHaza
BAK1/SERK3, nullleHHass JIUraHA-CBS3bIBAIOLIETO
JIOMEHa; CJIeAYIOIIUM 3BEHOM B IMyTU Tepenayr CUrHa-
Jla sBigeTcs lLMToruia3Maruueckas kuHaza BIKI1
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(BOTRYTIS-INDUCED KINASE 1) — peryasarop
VMMYHHOTO OTBeTa pacteHuii [56]. ITpu B3aumomneii-
cteuu PEP ¢ penentopamMu pouCXOOUT aKTUBALIMUSI
CHUCTEMHOIO MMMYHUTETA U YCHIMBAECTCS YCTOMYIM-
BOCTB pacTeHMS K pa3HOOOpa3HbIM ITaTtoreHaMm. OoqHIM
13 KOMIIOHEHTOB MMMYHHOIO OTBETa, MHAYLIMPOBAaH-
Horo nipu cBa3eiBaHun PEP ¢ ero penenropamu, siBisi-
eTcsl CMHTe3 curHaymbHOTro nenTtraa PIP, oTHocserocst
K rpynre I[ITM (cMm. Beiie). Kpome toro, PEP1 y
A. thaliana akTUBUpPYeET 3KCIPEeCCHIO reHa nedeH3n-
Ha PDFI1.2 1 noBbINIaeT ypoBeHb MPOAYKIIMH TIepe-
KMCH BOIOPO/IA, UTO TaKXKe HEOOXOAUMO IJISI pa3BU-
TUS UMMYHHOTO OTBeTa [56].

EARLY NODULIN 40 (ENOD40)

OO0pa3oBaHNe KIyOeHBKOB Yy 000OBBIX pacTeHUIt
CBSI3aHO ¢ JenuddepeHIIMPOBKOI KIETOK KOPBI KOP-
H$1, BBI3BAHHOM NeiicTBUEM prU300MaIbHbBIX KITyOeHb-
KoBBIX (hakTopoB (Nod-dakropos). [locneqgnue nH-
IYLUUPYIOT B TKaHSX pacTeHUI IKCIpPECcCHi0 TeHOB
HOOYJIWHOB, OAHUM U3 KOTOPHIX siBJsieTcs: ENOD40.
I'en ENOD40 sxcnipeccupyeTcs ITepUuInKile KOpHsI, a
nocje MHOUIUPOBaHUSI PU3OOUSIMU — B KJIeTKax
MIPUMOPINS KITyOeHbKa U TepudepruieckKux KieTKax
cocynucThix mydkoB. ['en ENOD40 siBiisieTcsl MUIle-
HbI0 T® NODULE NUMBER CONTROL1 (NNC1),
HEraTMBHO PEeryJIMPYIONIeTro KI1y0eHbKOOOpa3oBaHUE
[94]. NUHTepecHO, yTO nocaenoBaTeabHOCTE ENOD40
MMEET JBa caiiTa UHUIIUALIMU TPAHCIISILIUU, B PE3YJIb-
TaTe 4ero C HEro MOTYT TPaHCJIUPOBATbCS BBICOKO
KoHcepBatuBHBIN 12—13 AK mentum A n 4—30 AK
nentug B [95]. ¥V oboux menTuaoB HeT CUTHAJIbHOM
MOCJIeIOBATEIbHOCTY, TO3TOMY Ipeariojaraercs,
YTO OHU (DYHKIMOHUPYIOT BHYTPU KJIETOK U HE MO/ -
Beprarotrcsi npoieccuHry. OnHako, Gjarogapst He-
oousibiomy pasmepy nentuabl ENOD40, Bo3MOXHO,
CITOCOOHBI NEPEMELATHCS U3 KIETKU B KJIETKY 10 CUM-
mwiacty. OcHoBHO#T (dyHkimeit ENOD40 gsmsercs
VHULMALUS JeJCHUST KJIIETOK KOPbI KOPHSI BO BpeMs
HayvaJbHOTO 3Tara obpa3oBaHUsI KIIYOeHbKOB. Takxke
711 oboMX TEeNTUIO0B ObLIO TOKa3aHO B3auMojeii-
CTBHE C CaxapO30CUHTA30li, MO3TOMY IpearoaraeT-
Csl, YTO OHM CITOCOOCTBYIOT TOCTYTUJIEHUIO caXapo3bl B
KJIETKU KOPbI KOPHSI Y TAKUM 00pa3oM CIIOCOOCTBYIOT
UX IEJICHUIO.

DEVIL/ROTUNDIFOLIA4-LIKE (DVL/RTFL)

IMentuner DVL/RTFL, BcTpeuaromiuecss y Bcex
Ha3eMHBIX paCcTeHUI1, U3y4eHbl JOBOJBHO CJIa00, X
U3y4eHUE HAJYaJloch C ITOJyYeHUsI JOMUHAHTHOIO
mytaHTa Arabidopsis devil I- 1 dominant (dvl1-1D), nnsa
KOTOPOTrO OBbLIO XapaKTepHO YKOPOUYEHHE PO3eTOU-
HBIX JINCThEB, OPraHOB LIBETKA U CTPYYKOB. Y A. thali-
ana obHapyxeHo 22 reHa DVL/RTFL, dyHkium ux
MIEPEeKPHIBAIOTCS, TIO3TOMY MYTAHTHI 110 OTACIbHBIM
reHaM (heHOTUITMYECKU CXOMHBI, UTO YCJIOXHSIET UX
U3y4eHHUE; B TO Xe BpeMsI, CBEPXOKCIIPECCUs TEHOB
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DVL/RTFL tipyuBoouT K cXomHOMY 3(¢eKTy, HaIlo-
MUHawleMy deHoturt Mmyranta dvll-1D [96]. Han-
HEIC, ITOJIydeHHEIe IpU OoJjiee ITOApOOHOM aHAIM3e
addekra cBepxakcrpeccnn reHa ROT4 Ha pa3BuUTHE
BEreTaTUBHBIX U T€HEPAaTUBHBIX OPraHOB pacTeHUM
A. thaliana, NO3BOJUIN TIPEANOIOXUTD, YTO (DYHKIIMU
STOIO I'eHa CBSI3aHbI C PEryJISIe HallpaBIeHUs aeje-
HUSI KJIETOK BIOJIb BepTUKaJIbHOUI ocu pacteHus [97].
Taxke, ObuUIO MoKazaHo, uTo romosior DVL/RTFL y
M. truncatula (MtDVL 1) BoBiedeH B KIIyOEHBKOOO-
pazoBanue: MtDVL I skcnpeccupyeTcsl Ha paHHUX
CTaausIX pa3BUTHUS KIyOEHbKA, a €r0 CBEPX3KCIIPEC-
CHSI IPUBOINUT K YMEHBIIICHUIO KOJIMYECTBA KIIyOSHb-
KOB U K nedekTaM B ux pazButuu [97].

Pasmep nentumoB DVL/RTFL Bapeupyet ot 40
1o 144 AK, Ho Bce OHM CXOIHBI ITO KOHCEPBATUBHO-
My noMeHy Ha C-koHiie mnHoit 30 AK. Ha nmpumepe
nentuaa ROT4 nokaszaHo, 4TO MIpeaCTaBUTEIN 3TOTO
ceMeicTBa CUTHAJIBHBIX MENTUIOB HE MOABEPraloTCs
MPOTEOJTUTUYECKOMY MPOLIECCUHTY U HE SIBJISTFOTCS
MOOUJIbHBIMY OeJIKaMM, HaKaruIMBasiCh Ha Tljla3Ma-
JIEMMe€ KJIETOK, B KOTOPBIX CUHTE€3UPOBaJIMCh [98].

POLARIS (PLS)

POLARIS (PLS) — BoisiBneHHbIl Y A. thaliana
HCII pnuHoit 36 AK, KOTOpHIif CHHTE3UpYyeTCs B BU-
Ile TIpealrecTBeHHnKa mirnHoi okoio 100 AK 1 3aTtem
MOABEPraeTCsl MNPOTEOIUTUIYECKOMY IIPOIIECCUHTY.
st MyTaHTa pls XapakTepHbl KOPOTKHUE U IIIMPOKHE
JIMCThSI C MaJIbIM KOJIUYECTBOM COCYIOB, YKOPOUYEH-
HbI€ KOPHU, a TAKXKE CHUKEHHBIN OTBET Ha 9K30T€H-
Hble ayKCUH U HUTOKWUHUH; TaKUM 00pa3oM, cUuTa-
eTcs, uto erntun PLS HeoOxommMm m1st KoopauHaIUT
pocTa pacTeHU BOOJIb BEPTUKAJIBbHOM OCHU, a TaKXke
U hOPMUPOBAHUSI COCYAUCTON CUCTEMBI JIUCTA. Y
MyTaHTa pls CHIKEHBI YPOBHM SKCIPECCUM T€HOB
PINI w PIN2, xommpylolmux OCJIKA TOJSIPHOTO
TpaHcropTta aykcuHa [99]. ITocKOJIbKY peryisims
9KCIIpecCuM TeHOB PIN sgBaseTcss OIHUM U3 Hanubo-
Jiee BaXKHBIX MEXaHM3MOB aHTarOHMCTUYECKIUX B3aun-
MOIEHCTBUI LIMTOKMHMHA U ayKCHMHA B KOHTpPOJIE
OHTOIeHEeTUYECKMX MPOLECCOB, CUNTACTCS, YTO IIEII-
T PLS HeoOxommuM mist mogaep>kaHus 0ajaHca ayK-
CUMHAa U LIMTOKMHWHA, TeM 0oJjiee YTo y MyTaHTa pls
CHIZKEH YPOBEHb OMOCHHTE3a ayKCHHA U ITOBBIIICH
ypOBeHb IIMTOKMHMHA. TakXke MyTaHT pls IeMOH-
CTPUPYET CBEPXUYBCTBUTEJILHOCTD K TUJIICHY U KOH-
CTUTYTUBHBI TPOMHON OTBET MPOPOCTKOB MTaXKE B
OTCYTCTBUM 3THUJIEHA, TOrAa KakK CBEPX3KCIIPECCHUS
reHa PLS BoccTaHaBJIMBaeT HOPMaJbHBIN (heHOTHIT Y
MYTaHTa C KOHCTUTYTUBHBIM OTBETOM Ha 3TUJIEH ctr ]
(CONSTITUTIVE TRIPLE RESPONSE 1), — Ta-
KuM obpazoM, nentuna PLS cuutaercss HeraTUBHBIM
PETyJIITOpPOM OTBETa Ha 3TWJICH U, 0OoJiee TOro, 3KC-
npeccus reHa PLS HeraTMBHO peTyIMpyeTcs STHIICHOM
[100]. UTak, nentun PLS Heobxomum misi KOOpaAUHA-
LMK POCTa PACTEHUIA 1 y4aCTBYET B 3TOM IIpoliecce Ha-
psiny ¢ LIMTOKMHUHOM, ayKCUHOM M 3TWICHOM, IIOM-

Tep>XKUBast MX TOMeocTa3 B TKaHIX pacTeHus. Perenro-
pel U cuctema Tiepegauu curHaja PLS, a Takke
MEXaHU3MBbl ero AeiCTBUS B KOHTpOJE roMeocTasa
(bUTOrOpMOHOB HEU3BECTHHI.

SAKITIOYEHHME

I[MentunHble (PUTOrOPMOHBI PETYIUPYIOT pa3BU-
THE paCTeHUI HauMHasl ¢ paHHUX 3TallOoB 3MOpUOre-
He3a 1 3aKaHYMBasl pa3IUnYHbLIMU acIleKTaMU I1OCT-
SMOPUOHAILHOIO pa3BUTHS, a TaKKe yJaCTBYIOT B
POCTOBBIX peakIUsaX Ha (PaKTOPhbI BHEIITHEN U BHYT-
pE€HHEI cpelibl, OeiACTBYs IPU 3TOM KakK JOKAaJILHO,
TaK U CUCTeMHO. B 3TOM 0030pe MBI ITOCTapaancCh
y4eCcTb Bce (DYHKIIMOHAJILHO OXapaKTepU30BaHHbIE
KJIaCChl TENTUAHBIX (UTOTOPMOHOB, OJHAKO, HE
OrpaHMYMBasICh HanboJee n3ydeHHBIMU. HecMoTps
Ha OoJIbIIOe pa3zHoOOpa3ue, MeNTUIHBIC (UTOTOp-
MOHEI 00JIaaloT PSIIOM OOIIMX CBOMCTB: TaK, IJIS
noiaydyeHus: (pyHKIMOHAIBHO aKTUBHEIX HENTUIOB
XapaKTepHO “co3peBaHMe” OeaKa-TIpeaIIeCTBeHHM-
Ka; BCe MeNTUAHBIe (GUTOTOPMOHBI (PYHKIIMOHUPYIOT
BHE KJICTKM, CBSI3BIBASICh C PELICITOPAaMHM Ha Ij1a3Ma-
JleMMe, TIpYU 3TOM Bce MASHTU(MhUIIMPOBAHHBIE pe-
LIETITOPbI U KOPELIETITOPBI 3TUX MENTUI0B OTHOCSTCS
K pELIeNITOPHLIM KMHAa3aM C JIEHIIMH-00raThIMU I10-
Bropamu, LRR-RLK [15, 16].

KonnuyectBo OOHapyXEHHBIX KJIAaCCOB NENTUJ-
HBIX (DUTOTOPMOHOB MOCTOSIHHO PACTET: BEPOSITHO,
OOJIBIIMHCTBO CUTHAIBHBIX IENTUAOB PACTCHUH e1lle
TOJILKO MPEICTOUT oxapakTepuszoBaTb. MHTepecHO,
YTO B XOJE M3YYEHMs IENTUIHBIX (PUTOTOPMOHOB
CITOCOOHOCTD K MX CMHTE3y U CEKpely ObLIa BBISIB-
JIEHA HE TOJbKO y pa3HbIX I'PYIII pacTeHUIA HauYMHAas
C BOJIOpOCJIEil, HO M Y HEKOTOPBIX TPYMIT (pUTONATO-
TCHOB: TakK, Mapa3UTUYeCKHe TraJUIOBble HEMAaTOIbI
CUHTE3NPYIOT ¢cBoM cobcTtBeHHBIe TenTuabl CLE n
CEP, B3auMoaeiCTBYIOILIME C PacCTUTEIbHBIMU pe-
LENTOPAaMM COOTBETCTBYIOIIMX MENTUAOB M OKa3bI-
BaIOIIME BIUSTHUE HA pa3BUTHE KOPHS PACTCHUSI-X0-
3sguHa [30, 49], crTocOGHOCTBIO K CMHTE3Y MENTUIOB
RALF 0061amaioT HEKOTOphIE ITapa3suTUIECKUE I'PU-
65l [67]. Hanuuue reHOB, KOAUPYIOLIMX NENTUIHbIE
(GUTOrOpMOHBI, B reHOMaX Mapa3uToB, MOXET CBUIC-
TEeJIBLCTBOBATH O KpaiiHe “majieko 3allenlneii” Ko3Bo-
JIIOIMY TTapa3uTa U X035IMHA JIM00 O TOPU30HTAILHOM
MepeHoce TeHOB.

BoabmIMHCTBO NENTUAHBIX (PUTOTOPMOHOB OBLIIO
W3HAYAJIbHO WICHTU(MUIIMPOBAHO MCXOASI U3 MX
GYHKIIMOHABHBIX XapaKTepUCTUK (HAIIpUMep, P
U3y4eHUU MYTaHTOB C HapylleHUeM OompeacaeHHO
IIporpaMMbl pa3BUTHUSI), a 3aT€M OXapaKTepPU30BaHO
xumMudeckn. K HacTosimeMy BpeMeHU OISk 0OJIBLIIOTO
KOJIMYECTBa MEeNTUIHBIX (DPUTOTOPMOHOB UAEHTUDU -
nupoBaHkl peuentopbl — LRR-RLK v muienu, Ko-
TOPBIMU MOTYT OBITh OYeHBb Pa3HOOOpa3HBIE OCIKM:
T® pasnubix rpynn [17, 20, 22, 72], meMOpaHHBIe
TpaHCITIOPTEPhl MOHOB [46, 66], YOMKBUTHH-JTUTA3bI
[61] 1 T.n. B mociaeaHue roabl A1 HEKOTOPLIX IEM-
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TUOHBIX (PUTOTOPMOHOB OBLIM NpPOaHAIU3UPOBAHBI
KPUCTAJUIMYECKUE CTPYKTYPhl KOMIUIEKCOB, 00pa3y-
€MBIX TENTUIAMU C JUTaHI-CBSI3bIBAIOIINMUI TOME-
HaMHu penenTopoB [15]; misa psamga NenTUIHBIX (UTO-
TOPMOHOB (B YaCTHOCTHU, IJISI TIpeAcTaBUTEJIell ce-
meiictea CLE) ObuUla u3ydyeHa poOJib OTAEJIbHBIX
AaMHMHOKMCJIOT B (PYHKIMOHMPOBAHUM IENTUAA U
CBSI3bIBAHUU €TO C PELEIITOPOM: JIJISl 3TOT0, KakK mpa-
BUJIO, MCIIOJIb30BAIM CUHTETUYCCKIUE TIEIITUIBI C 3a-
MEIIeHUEM aMIHOKHCIOTHBIX OCTaTKOB Ha aJTaHUH 1
JIpyrve aMUHOKUCJIOTHI. B 11e710M, 3TO HarpaBieHHe
KCCJIeOBaHUIT HATIISIAHO IIPOASMOHCTPUPOBAJIO IT0-
JIydeHWe OIITUMAJIbHBIX Mmap “JuraHm-penernTop” B
XOJIe MOJIEKYJISIPHOM 3BOJIIOLIUM: BEPOSITHO, OJiarona-
pSI JAaBJIEHUIO OTOOpA CeMEMCTBA NENTUIHBIX TOPMO-
HOB, KaXJ0€ M3 KOTOPbIX, KaK IIPaBUJIO, BKIIIOYAET B
ce0s1 HECKOJIbKO TIpeliCTaBUTEN e, TEMOHCTPUPYIOT
JIOBOJILHO MaJIO€ KOJIMYECTBO Bapuallvii B ITOCIEHO-
BaTEeJIbHOCTH 3pEI0Oro MEeNTUIHOTO JIMTaHaa [5].

IToMuMo M3ydeHNS MeXaHN3MOB B3aIMOICACTBUS
MENTUIHBIX (PUTOTOPMOHOB C MX pelernTopaMu, HC-
cJIeMOBaHUS B O0JIACTHU IENITUAHBIX PETYISITOPOB PO-
CTa pacTeHMWiT HalpaBJIeHBI HA TTOMCK HIDKEIICXKAIIIX
KOMITIOHEHTOB CUTHAJIbHBIX KACKaI0B, aKTUBUPYEMBIX
B PacTUTCIbHOM KJIETKE MpPU B3aMMOICHCTBUM CUT-
HapHBIX TTenTaoB ¢ LRR-RLK. HecmoTps Ha nom-
TEeJbHBIN MOUCK, OBIJIM MOJTYYSHBI JIUILIb SIUHUYHBIC
JIaHHbIE O OeJIKax, NEeCTBYIONINX B IIepeaadye CUTrHa-
JIa TETITUIHBIX (U TOTOPMOHOB HIKE WX PEIIETITOPOB:
Tak, B nepenade curHajia nentuaoB CLE, oueBuaHoO,
neiictByioT npoterHgocdartassl POL/PLL [15]; cBs-
s3prBaHue mentuaoB CEP ¢ mx perienrtopamMu BEI3bIBaA-
eT CHMHTEe3 KOpPOTKUX MOOWIbHBIX IentuaoB CEPD
[46]; akTuBasgs MAP-KrHa3HOro Kackajga oTMeue-
Ha nipu peuermimy nientugos CLE, IDA, RALF, EPF
u ESF [15, 52, 66, 73, 90]. Tem He MeHee, TOYHBIX
IaHHBIX 000 BCEX KOMITOHEHTAX CUTHAJIbHBIX KacKa-
JIOB, 3aITyCKaeMBIX ETITUITHLEIMA (PUTOTOPMOHAMU, 1
MOCae10BaTEeIbHOCTU IEMCTBUS 3TUX KOMIIOHEHTOB,
MOJIyYEHO He ObLIO.

IlepcnieKTUBHBIM HaIlpaBJeHUE UCClieToBaHU
TaKKe SIBJISIETCS U3YyYeHUE B3aMMOJEUCTBUS TTeNTUI-
HbIX (DUTOTOPMOHOB C APYTMMU TOPMOHAMM pacTe-
HUI, B YACTHOCTU C LIMTOKMHWHAMMW U ayKCUHaMM.
beu1 monydeH psiA DaHHBIX, CBUIETENbCTBYIOLIUX O
HaJIMYMU TAKKUX B3aMMOICHUCTBUI: HAIIPUMED, IENTU-
nbl RGF perynupyoT nojisipHblii TpaHCIIOPT ayKCUHA
B KopHe [33]; menrtunel PSK ctimymmpyioT neneHne
KJIETOK TOJIbKO B TMPUCYTCTBUU ayKCMHA U IUTOKUHM -
Ha [36]; ypOBHU 3KCIPECCUU HEKOTOPHIX TeHOB CLE
MOTYT PEryJupoBaThbcsi IMTOKUHUHOM U ayKCMHOM
[25], Torma kak camu nentuabl CLE (CLE10) moryt
MHTMOMpPOBaTh 3KcIipeccuio reHoB ARRS u ARRG,
aKTUBUPYS Iepegady CUTHaIa TUTOKMHWHOB [23].

Ewe omHo HampaBiieHME U3YyYeHUS MEITUIHBIX
(UTOrOPMOHOB CBSI3aHO C UX 3HAYMMOCTBIO JIJIs1 pa3-
BUTHSI XO3SIMCTBEHHO LIEHHBIX ITPU3HAKOB Yy pacTe-
HUIi1, 4TO B TIEPCHEKTUBE MPEANoaracT NCIoIb30Ba-
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HU€ TEeNTUIHBIX PEerysIiTOPOB pocTa B OMOTEXHOJIO-
ruu. B yactHocTu, nentunbl u3 cemeiicts CLE u CEP
SIBJISIIOTCSI CUCTEMHBIMM PETYJISITOpAMU  Pa3BUTUSI
KOPHEBOM CHCTEMBI B 3aBUCHMOCTU OT JOCTYITHOCTU
OCHOBHBIX UCTOYHMKOB a30Ta — HUTPATOB, TIpeAOTBpa-
IIasl pa3pacTaHue KOPHEBOI CHUCTEMBI B HeOIaromnpu-
SITHBIX YCJIOBUSIX M PETYJIMPYSI KOJTMYECTBO KITyOSHHKOB
y 0000BBIX pacTenuii [17, 28, 45]. UutepecHO, 4YTO IpH
atom nentunbl CLE u CEP ucnob3ylorcst pacTeHu-
€M B KauyecTBe CUTHAJIOB “IHaIbHETO JeHCTBUS”, KO-
TOpbIE TPAHCIIOPTUPYIOTCS IO KCHJIEME OT MecTa
CBOETO CHMHTE3a B KOPHE K pelienTopaM, paboTaio-
LM B JIMCThX [27, 46]. BeposiTHO, 3aTeM MeET Me-
CTO (GJI0OAMHBIN TPAHCIOPT HIDKEIEXKAIIUX KOMIIO-
HeHTOB CLE- n CEP-omocpenoBaHHBIX CUTHAJIBHBIX
KacKaJoB O0paTHO B KOPEHb U PETYISLIMS 3KCIIpeC-
CUM “KOpPHEBBIX” I€HOB-MUIICHEN, YTO BaXXHO OJIsI
KOOPAMHALMKM Pa3BUTUSI HAA3eMHOM M IOA3EMHOM
JacTeil pacTeHUS B 3aBUCUMOCTH OT UICTOYHHMKOB IH-
TaHus. Emle onuH nmpuMep XO3SIMCTBEHHO LIEHHBIX
IIPU3HAKOB, PETYJIMPYEMBIX NENTUAHBEIMUA (UTOTOP-
MOHaMM — IPU3HAKH, CBSI3aHHBIE C BTOPUYHBIM YTOJI-
IIIEHMEM KOpPHS U CTeOJIsI, — TaKue Kak 3aracaroliye
KOPHU M CTeOJIM KOPHEIIOOHBIX KYILTYp, a TaKXKe
CTBOJIBI APEBECHBIX PACTEHUI ; UMEIOTCS IAaHHBIE O PO-
i nnentunoB CLE B pa3BuTuu TakKuX IMpU3HAKOB [25].

Mrak, uzydyeHue nenTUAHbBIX (GUTOTOPMOHOB SIB-
JIIeTCsl aKTUBHO pa3BUBAIOIIMMCSI HallpaBlieHUEM
COBpPEMEHHOU (HDUZMOJOTUM W TEHETUKU Pa3BUTHUS
pacTeHuii, BecbMa MEPCIIEKTUBHBIM B TJIaHE MOJTy4de-
HUS DyHIAMEHTAIbHBIX 3HAHWI U MPaKTUYECKOTO
MPUMEHEHMS B OUOTEXHOJIOTUH.

WUccnenosanus nognepxanbl TpanTamMu Poccuii-
ckoro HayyHoro ¢onma 16-16-1001, Poccuiickoro
¢oHma pyHmaMeHTaIbHBIX uccienoBanuii 18-04-01017,
Poccuiickoro ¢poHma pyHmaMeHTaIbHBIX UCCIEI0BA-
Huii 15-29-02737, Poccuiickoro ¢oHma pyHzamMeH-
TaJbHBIX UcciiegoBanuii 18-34-00020.
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