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ITporiecchl pa3BUTHS paCTEHUM SIBJISIOTCS YIUBUTEIBHO TNIACTUYHBIMU U B 3HAYUTEIBHOM CTeTIeHN Haxo-
TISITCST TIOM KOHTPOJIeM (DaKTOPOB OKPYKaIoIeil cpeabl. DTO BO MHOTOM 00eCTIeurBaeTCsl CyIIeCTBOBAHEM
y pacTeHUI PEryIsITOPHBIX MEXAaHM3MOB, KOHTPOJIMPYIOIIMX Pa3BUTHE HA YPOBHE 11€JI0T0 OpraHu3Ma, To
€CTh CUCTEMHO. Y pacTeHU BbISIBJICHbBI PETYJISITOPHBIE MENTUIBI, CHHTE3UPYEMbIC B KOPHSIX MO ICHCTBU-
€M pa3JINIHBIX (haKTOPOB, BO3ICHCTBYIOIINX Ha KOPHEBYIO CUCTEMY, TaKUX KaK U3MEHEHHUE YPOBHS MaK-
pO371eMEeHTOB (IIpexXIe Bcero, azora 1 ocdopa) B IIOUBE, BO3ACHCTBIE CUMOMOTUISCKMX MUKPOOPTaHU3MOB
(TOYBEeHHBIX OaKTepuil pr3001ii, TpUOOB apOYCKYISIPHOI MUKOPU3bI), NeULIUT Boabl B TouBe. Cpeaun cu-
CTEMHO JIEMCTBYIOIINX MEeNTUA0B Hauboiee n3ydyeHHbIMU siBiistitorcest nientunbl CLE (CLAVATA3/EMBRYO
SURROUNDING REGION-related) u CEP (C-TERMINALLY ENCODED PEPTIDES), koTtopbie
CIOCOOHBI ITepeMelaThes Mo KCUieMe U3 KOPHE B OOETr 1 3alTyCKaTh OTBETHBIE PEaKI[MU, CBSI3bIBASICh CO
crieunpUIeCKMMHU pelienTopaMu, paboTaroMMHU Bo (jioaMe arcTta. PaccMoTpeHUI0 posiv 3TUX ABYX TPYIIIT
MENTHUAOB B MOJIEKYJISIPHOM JTUAJIore KOPHSI U 1odera v OyJIeT yeJeHO OCHOBHOE BHUMaHE B 0030pe.

Kiouesble cioBa: peryasitopHbie ientuabl pacrenuii, CLE, CEP, a30THbIi1 CUTHAJIMHT, CHMOUOTHUYECKAS

a30ThUKCaINS, aBTOPETYIISIUS KITyOeHhKOOOpa3oBaHMSI, MUKOPH3a
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BBEAEHWE

HazeMHbIe pacTeHUSI COCTOST U3 IBYX OCHOBHBIX
yacTeil — mo0eroBoil cucTeMbl, y4acTBYIOIIEH B ac-
CUMWISIIMHA yTJIepoaa U3 Bo3ayxa B Xoae (DOTOCHUHTE-
3a, U KOPHEBOI CUCTEMBI, OCYLLECTBIISIOLIEH TTOTIJI0-
ILIEHUEe BOALI U MMUHEpPAJIbHBIX BEIIECTB U3 IOYBHI.
J1s1 BBLKMBAHMSI B MEHSIIOIIMXCSI YCIOBUSIX OKpYKa-
IolLIeii Cpedbl IIPOLIECChl POCTA U Pa3BUTUS IBYX ITUX
CHCTEM JOJIKHBI OBITh YETKO CKOOPAMHUPOBAHBI HA
YPOBHE IIEJIOTO OpraHMU3Ma, TO €CThb CUCTeMHO. Takas
KOOpIMHAIIUs MoApa3yMeBaeT HaJIMUMe Y pacTeHUM
CIleLIMaJIM3UPOBAHHBIX CUTHAJIBHBIX MOJIEKYJ, CIIO-
COOHBIX K JaJdbHEeMY TPAHCIIOPTY M OIIOCPEOYIOIINX
KOMMYHMKALIUIO MEXIY pa3IMYHbIMU OpraHaMu pacTe-
Hus. Kak 1mokazanu uccienoBaHusl MOCAEIHUX JIET, B
POJIM TaKMX CUTHAJIBbHBIX MOJICKYJI MOTYT BBHICTYIIaTh
pPEeTyIsITOPHBIE TENTU/IbI, TAKXKE MU3BECTHBIE KaK MeM-
TUIHBbIE TOPMOHBI PAaCTCHUIA.

Cokpamenusi: T® — TpaHCKpUTIIIMOHHBIN dakrop; [TTMIT —
MOCTTPAHJISIHUOHHO Moauduuupyemble mnentuasl; [TAM —
noberoBasi anukaiabHasi Mepucrema; KAM — kopHeBas anu-
KanbHast MepucteMa; AON — aBTOperyssiius Ki1yoeHbKooopa-
30BaHus (autoregulation of nodulation).

K HacTostiiemy BpemeHu BbiaeeHo 6omee 30 kinac-
COB NETNITUIHBIX (PUTOTOPMOHOB C pa3HOOOPa3HBIMU
dyskuusmu [1, 2]. B HameM 0030pe MbI COCPenoTo-
yyM BHMMaHMe Ha nentunax ceMmeiictB CLE (CLAVA-
TA3/EMBRYO SURROUNDING REGION-related)
[3, 4] u CEP (C-TERMINALLY ENCODED PEP-
TIDES) [5], oTHOCSIIIMXCSI K TPYyIIe ITOCTTPAHCIIS-
HMOHHO Moauduuupyembix nentunos (ITTMII) u
WTPAIOIIMX 3a4acTyl0 aHTarOHMUCTUYECKHE pOJIM B
pa3sutnu pactenuit. Bece ITTMII cunte3npyiorcs B
BUIE TIPOTSIKEHHOTO OejiKa-MmpeallecTBeHHUKA, U3
KOTOPOI'O B pe3yJIbTaTe IIPOTE0JIN3a U IMTOCTTPAHCIISI-
LIMOHHBIX MO (UKALINI 00pa3yeTcsl aKTUBHBIM BbI-
COKO MOOWJIBHBIN ETITU IUTMHOI OKOoJI0 12—15 amu-
HOKHUCITOT [1], KOTOpPBI MOXKET OEiCTBOBAaTh KakK
MECTHO, TaK U TPaHCIIOPTUPOBATHCS B IPYTUe OPTaHbI
pacTeHUsI, BBICTyIHAasi B Ka4eCTBE CUTHala HaJIbHEro
JIEHACTBUS B CUCTEMHOM KOHTpOJie pa3Butusd. aiab-
HUI TPAHCIIOPT PETYISITOPHBIX MENTHUIOB OCYIIECTB-
JISIeTCsl TIO TIPOBOMASIIIIAM TKaHSIM: PSiZi CUHTE3UpYye-
MBIX B KOPHSIX TIENITUIOB CIIOCOOEH TepeMelaThCs
10 KCUJIEME M3 KOpHEI B IT00ET, IIe OHU CBSI3bIBAIOT-
CS1 CO CBOMMM PELIENTOPaMU, pacioiaratoiiuMucs Bo
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MOJIEKYJISAPHBIM IUAJIOT KOPHSA U IOBETA

daosme muctheB. OTBETHBINM CUTHAI, OT JIMCThEB K
KOPHSIM, MepeaaeTcs o GJiosMe TakxkKe C ydacTUeM
MOOWJIBHBIX CUTHAJIOB PAa3IMYHOM MOJIEKYISIPHON Py~
ponpl. CyliecTBOBaHME TaKOTO “MOJIEKYIIIPHOTO IHa-
Jiora” KOpHs 1 robera, 0110 Tipenacka3ano oomee 30 iet
Haza NpU U3YYEHUU MYTAHTOB COU, (DOPMUPYIOIINX
U30BITOYHOE YUCIIO a30T(HUKCUPYIOLINX KITyOeHBKOB
(Tak Ha3bIBaEMBIX “‘CyIepKIyOeHbKOOOpa3yommux”’
MYTAHTOB) IPY CUMOMO3€ C TTOYBEHHBIMI OAKTEPUSIMU
puzobusamMu [6]. bosee Toro, y Takix MyTaHTOB IIPOLIECC
KJIyOeHBKOOOpa30BaHUS HE MOJABISICTCS IIPU BBICO-
KUX KOHIICHTpALMSIX HUTpaTa, B OTJIMYKME OT PACTCHUIA
IUKOTO TUIIA, Y KOTOPBIX 0Opa3oBaHUE KIyOSHLKOB
IMPOUCXOAUT TOJILKO IPU OTCYTCTBUU TOCTYITHBIX UC-
TOYHMKOB a30Ta B II0YBE. DKCIEPUMEHTHI C IIPUBUB-
KaMHU T0Ka3aju, YTO CYIEePKIyOeHbKOOOpas3yIoInii
deHoTHuM (PopMHUpOBaHUE U3OBITOYHOTO YKCIa KITy-
OCHBKOB Ha KOPHSIX) B Psife CIIy4aeB OIIpEIeIsIeTCs
TeHOTHUIIOM ITo0era: pacTeHHUsI, ToOeroBast 4acTb KO-
TOPBIX OBIJIa B3SITa OT CYIIEPKITyOEeHBKOOOPA3YIOIINX
MYTaHTHBIX pACTEHUIA U IIPUBUTA HA KOPHEBYIO YaCTh
pacTeHUIT TUKOTO TUIA, 00Pa30BEIBAIN U30BITOYHOE
YUCJIO KIYOEHBKOB [6]. DTOT pe3ynbTar IT03BOJIMI
HCCIIefoBaTeIsIM IIPEAIIOJIOXUTh, YTO TeH, OTBET-
CTBEHHBII 32 KOHTPOJIb YUCIIEHHOCTU CUMOUOTHYE-
CKUX KJIyOeHBKOB, paboTaeT B Modere, U ero MpoayKT
JUCTAaHIIMOHHO OTPaHUYMBAET KOJIMYSCTBO 00pa3yio-
IIMXCS KITYOEHBKOB, TO €CTh B OCHOBE TaKOIl peryJsi-
LIMU JIEXKUT JAJTbHUM TPAHCIIOPT CUTHAJIBHBIX MOJIe-
KyJI, ¥ TaKasl peryJjIsiiusl OCYIIECTBISIETCS CUCTEMHO.
JanbHuil TpaHCTIOPT PeTyJISTOPHBIX MOJIEKYJ Y pac-
TeHUI TaKXKe MOXHO OOHApYXUTh U TIPU U3yYeHUU
JIOKAJIN3allUM TPAaHCKPHUIITOB T'€HOB M MX OEIKOBBIX
MPOAYKTOB: B psifie CIydaeB OTCYTCTBUE TPAHCKPHUIITOB
U HaJIM4Ke OEJTKOBBIX IMPOAYKTOB TEHOB B OITHOM Opra-
HE yKa3bIBacT Ha CYIIECTBOBaHME TAaJILHETO TpPaHC-
MopTa COOTBETCTBYIOIINUX OeiakoB. Hapsmy ¢ atum,
IJTST BU3YaJIM3allMy JaJIbHETO TPaHCIIOpTa psifa MO-
JIEKYJI 110 IPOBOISIIMM TKaHSIM UCHOJIB3YIOT (PIyo-
peCLICHTHBIE METKHM, a TaKXKe BBEACHHE B PACTCHUS
pPaIMoOaKTUBHO MEUEHBIX CUHTETUYECKMX aHAJIOIOB
pPEryJISITOPHBIX MOJIEKYJ. Kpome TOro, BO3MOXHO
BBISIBJIEHUE PETYJISITOPHBIX ITENTUIOB HEMOCPEICTBEH-
HO B KCUJIEMHOM COKE.

CylllecTBOBaHME CUCTEMHOIO KOHTPOJISI C yya-
CTHEeM MOOWJILHBIX IENTUIOB ObLIO MOKAa3aHO U IS
JIPYTroro THUITA CUMOMOTUYECKNX B3aMMOICHCTBUIT —
JUIST pa3BUTHUS apOYCKYISIPDHOM MUKOPHU3BI, a TaKXKe
JUIST TIPOLIECCOB ITOTJIOLICHUSI HUTpaTa U OTBeTa Ha
3acyxy. Torma xak ¢opMupoBaHre a30TPUKCUPYIO-
IIMX KJIYOEHBbKOB SIBJISICTCSI CBOETO POAa agariTUBHOM
peakiueil Ha HeJOCTAaTOK a30Ta B ITOYBE, IIOCKOJILKY
Mpoliecc a30TU(PUKCAIINU C yIaCTUEM KITyOeHbKOBBIX
OakTepuii 0O60roIIAET pacTeHUE a30T-CoIepPXKAILIUMU
coequHeHUSIMHU, (OPMUPOBAHUE CUMOMO03a C Tprba-
MU apOyCKYISIPHON MUKOPU3BI MTO3BOJISIET PaCTeHU -
SIM T10JIy4aTh U3 ITOYBbI OOJIbIIICe KOJTUIYECTBO MUHE-
PaIbHBIX BElIEeCTB, B 0coO0eHHOCTH hocdopa. Takum
obpa3oM, paKTOpPHI, BO3ICHCTBYIOIINE Ha KOPHEBYIO
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CUCTEMY U 3alycKalolllie OTBETHbIE CUCTEMHBIE pe-
aKIIMU C y9acTHUEM JaJIbHETO TpaHCIIOpTa PETyJIsITOp-
HBIX MOJIEKYJI, CBSI3aHbl C peaju3aleii OCHOBHBIX
GyHKIUI KOPHSI — MMHEPAJIbHOIO MUTAHUS U TIO-
[JIOIIEHMS BOJbI, KOTOPbIE ONIPEAesIOT (PU3NOJIOTH-
YECKHUI CTaTyC pacTeHUsI KaK 1LIeJIOCTHOTO OpraHMu3-
Ma, 1 B CBSI3U C OTUM PEryJUPYIOTCSI Ha CUCTEMHOM
ypoBHe. KOHKpeTHble MEXaHU3MBbI, JieXalllue B OC-
HOBe “MOJIEKYJISIPHOTO Auajiora” KOpHsI 1 mobera B
peryJsiliuM CUMOUOTUYECKUX peaKlMii, MUHEpaJIb-
HOTO MUTAHMUS U OTBETA Ha 3acyXy, OyayT MoaApoOHO
paccMOTpeHbI B TaHHOM 0030pe.

MENTUBI CLE KAK CUCTEMHBIE
PEI'VJIATOPHI PASBUTUA PACTEHUUN

CLE — nentuaHble GUTOrOPMOHBI, KOTOPbIE TTOJTY-
YWJIM U3BECTHOCTD [JIaBHBIM 00Pa30M KakK peryJIsiTOpbl
aktuBHoctu MepucteM. Tak, CLAVATA3 (CLV3),
MepBbIii U3 OXapaKTepU30BaHHBIX M Haubosiee n3yyeH-
HbIA [PEACTAaBUTEJIb 3TOU T'PYIIIbI, PETYJIUPYET MOMI-
Jiep>KaHue IyJia CTBOJIOBBIX KJIETOK B allMKaJIbHOM Me-
pucteme nodera (ITAM) [4], CLE40 BbIIONHSIET aHA-
JIOTUYHbIe (DYHKIUU B alTUKaJIbHOI MEpUCTEME KOPHSI
(KAM) [7], a CLE41/44 — B xam6uu [8]. [Tomumo pe-
TYJISILIMUA CTBOJIOBBIX KJIETOK B MEpUCTEMAX, MEMTUIIbI
CLE yyacTByIOT TaK:Ke B KOHTpoJIe nuddepeHImanum
oIpeeIeHHbIX TUTIOB KJIETOK U TKaHel [9, 10], B paH-
HeM 3MmOpuoreHese [11], Bo B3aMMOASHCTBUU C CUM-
owonTtamu [12, 13] 1 matoreHamu [14].

I'easr CLE KomupyioT HeOOIBIIINE OSIIKA, COCTOS -
e u3 100—150 aMMHOKHUCIOTHBIX OCTATKOB. benku
CLE sBximoyaroT N-KOHIIEBOI CUTHAJIbHBINA TOMEH,
LIEHTPAJIbHYIO BapraOeIbHYIO YacTh, a TAKXKe KOHCEp-
BatnBHBIN C-koHneBoit CLE-momeH, ipy 3ToM y He-
KOTOPBIX OEJIKOB MOXKeT ObITh HecKoJIbKO CLE-moMe-
HoB [15]. CLE-nomeH, cocrosiuimii u3 12—13 aMuHo-
KHUCJIOTHBIX OCTAaTKOB, COOTBETCTBYET 3peJIOMY
¢dyukunonansHoMy nentuny CLE, KoTopslit Beipe3a-
eTcsl U3 OeJIKa-MpeallecTBeHHIKA B pe3yabTare Ipo-
teoym3a. Kpome Toro, mjid akKTUBHOCTU HENTUIOB
CLE HeoOXonuMbl ompeneaeHHbIE MOCTTPAHCIISIII-
OHHbIE MOAU(UKALIMU: TAK, OCTATOK ITPOJIMHA B CElIb-
MoM nonoxeHun CLE-momMeHa rupoKCHUIMpyeTcs C
0o0pa3oBaHMEeM THAPOKCUIIPOJIMHA, K KOTOPOMY 3aTEM
IIPUCOENUHSIOTCS TPU OCTaTKa apadbuHo3kl [16]. Beuio
MMOKAa3aHO, YTO TPUapaOMHO3ZMJIMPOBAHME TI0 TUAPO-
KMCIIpOJIMHY ycuimBaeT cpoacTtBo nentuga CLV3 k
peuenropy CLV1 [17].

Ilentunel CLE gaBnsiiorcss MOOWJIBHBIMU KOMITO-
HeHTaMM perysaTopHbIX cucteM WOX-CLAVATA, B
COCTaB KOTOPBIX TAKXKE BXOIST PEeLEIITOPHI IENTUIOB
CLE — cepuH-TpeOHMHOBbBIE IPOTEMHKMHA3DI C JICIi-
LIMH 60TaThIMU MOBTOPAMMU B JIUTAH-CBSI3bIBAIOIIIEM
nomeHe (mpencraButenm cemeiictBa LRR-RLK,
Leucine-Rich Repeats containing Receptor-Like Ki-
nases) [18], UHOyUMpPYEeMBbIi UMU CIa00OM3ydeHHbII
CUTHaJIbHBINA myTh [19] U MullleHb AEUCTBUS 3TOTO
nytu — TeHbnl ceMmerictBa WUSCHEL-RELATED



580

HOMEOBOX (WOX), xonupymolliue OTHO M3 BaX-
HEMINNUX CEMEMUCTB TPAaHCKPUILIMOHHLIX (aKTOPOB
(TD) pacrenuii [20, 21].

IMentuner CLE pa3aenstior Ha HECKOJIBKO TPYIII Ha
ocHoBaHuM nocienoBateabHocTet CLE-noMeHa: Tak,
Strabala ¢ coast. [22] pasgenunu 32 mnentuaa CLE
Arabidopsis thaliana na rpynmsl A-F. CorinacHo skc-
MIEpUMEHTAJIbHLIM TaHHBIM, ItenTuabl CLE B mpene-
JlaX OAHOI TpyMIlbl BBIMOJHSIIOT 013KUe (YyHKIMU
MOTYT 3aMellaTh APYT Apyra y MyTaHToB [22]. Bonee
MIPOCTOM KiaccudUKaueil IBIISIETCS OeJICHNE IIeII-
tuaoB CLE Ha rpynnbel A u B B 3aBUCMMOCTH OT UX
addekTa Ha aKTUBHOCTb alTMKaJIbHBIX U JIaTepajb-
HBIX MepucTeM [8, 23]: menTuabl OOIIMPHON TPYITITHI
A maTNONpPYIOT akTUBHOCTL [TAM 11 KAM, He BIuss
Ha aKTMBHOCTh KaMOUsl, TOrna Kak IIeITHUIbI He0O0JIb-
moi rpynmnsl B (HazeiBaeMmble Takke Tracheary ele-
ments Differentiation Inhibitory Factors, TDIF) cTtu-
MYJHMPYIOT aKTUBHOCTb KaMOUsI, He BIMSIS Ha aKTUB-
HocTh [IAM u KAM.

CBobogHo TP PYHINPYSI MEXIY KICTKAMH, TIEeTI-
tuael CLE, TeM He MeHee, IeMCTBYIOT OOBIYHO JIO-
KaJIbHO: B allMKaJIbHBIX MEpUCTEMaX M KaMOMK OHU
MEpeaIBUTAIOTCS B IIpelenax COCEOHUX KIIETOK
(ommxHuit Tpancnopt). Tak, B ITAM ren CLV3 akc-
IIPEeCCUPYeTCs B IBYX BEPXHUX CJIOSIX KJICTOK LIEH-
TpainbHOUI 30HBI MepucTembl (L1—L2), Torma xaxk
nentun CLV3 nepeMelaercs B cioii L3, roe monas-
Jsiet aKkcnpeccuto reHa WUSCHEL (WUS), otBert-
CTBEHHOTO 3a IoAAepKaHU IMyJia HenugdepeHIINPO-
BaHHBIX CTBOJIOBBIX KJIETOK [4]. OCHOBHBIM pelienTo-
pom nientuaa CLV3 B [IAM sBisiercst pelienTopHast
nporernHkuHaza CLAVATAL1 (CLV1) [24], Takxke
CLV3 MoxeT cBsI3bIBaThCA ¢ AeiicTByomumu B [IAM
peuenrropamu RECEPTOR PROTEINKINASE 1 u
2 (RPK1 u RPK2) [25], a Tak:Xe ¢ peLienTopaMu, pa-
OoTaloIIMMU B pa3sHBIX TUIIAX MepUCTeM U Audde-
peHLIMpOBaHHBIX TKaHeit — knHazamMu BARELY ANY
MERISTEM 1-3 (BAMI1-3) [26] 1 peuenTopHbIM
komriuiekcoM CLAVATA2/CORYNE (CLV2/CRN)
[27]. CIOCOBHOCTD TOJBKO K OJIMKHEMY TPaHCHIOPTY
XapakTepHa TakKKe IS LIEHTPaJbHOTO PEryjsTopa
KAM — nentuna CLE40, KOTOpBIii CUHTE3UPYeTCS B
KoJIyMeJule 1 cBsi3biBaeTcsi B KAM ¢ peuenropaMu
CLVI u ACR4 (ARABIDOPSIS CRINKLY 4), pery-
Jupysl aKcripeccuio reHa WOXS5 [7], n nentumos
TDIF (CLE41/44 u CLE42), KoTopble CUHTE3UPY-
IOTCSI BO (DJIOBME U PELIEIITUPYIOTCSI CEHCOPHOM KM~
Hazoii TDIF RECEPTOR/ PHLOEM INTERCA-
LATED WITH XYLEM (TDR/PXY) B kam0uu; M-
IIEHBIO UX AehCTBUA aBisieTcst reH WOX4 [28].

B To ke BpeMsI, TIOKa3aHO, YTO HEKOTOPHIE MENTH-
el CLE Takke CItocoOHBI K JAJTbHEMY TPAHCIIOPTY U3
KOpHeEi1 B JIUCTbSI 1O KCUJIEME, OTIOCPeIysl OTBET pac-
TEHUI1 HA B3aUMOJEICTBUE C CUMOMOTUYECKUMU OP-
raHmsMamu (pu3oousiMu, rpudbamMu apOyCKyJISIpHOM
MUKOpPHU3bl), peakliud Ha WU3MEHEHUEe COIep>KaHUs
MUHEpaJIbHBIX BelllecTB (a30Ta, (pocopa) B ouse, a
TaK>Ke peakluy, BbI3BAHHBIC 3aCYXOM.

JIEBEJAEBA u np.

I.1. ITIENITUABLI CLE
B CUCTEMHOM KOHTPOIJIE PASBUTUA
CUMBUNOTUYECKUX KIIYBEHBKOB
1N MUKOPU3ALIUN

Ilenmuovt CLE kax komMnonermul cucmembl
asmopezyasyuu Kaybenovkoobpazoearus (AON)

Ientuner CLE BoBjIeYeHBI B CUCTEMHBINA KOH-
TPOJIb PA3BUTHUSI CUMOMOTHYECKNX KITYOSHBKOB y 00-
60BbIX pacTeHuii [12, 13]. @opmupoBaHue U PYHKIIN-
OHUPOBaHUE a30T(HUKCUPYIOLIUX KITyOSeHbKOB Tpeby-
€T OOJIbLIMX HEPreTUUECKUX PECYpPCOB pacTeHUsl, B
CBSI3U C YeM BTU MPOLIECChl HAXOAUTCS MO CUCTEM-
HbIM KOHTPOJIEM CO CTOPOHBI pacTeHUS. Y O0O0OBBIX
pacTeHuit U3BECTHA CUCTEMA aBTOPETYJISILIMU KITyOEeHb-
koobOpa3oBanust (AON, autoregulation of nodulation),
orpaHuuMBaroias (popMUpoBaHrE U3OBITOYHBIX CUM-
OMOTHMYECKUX KITyOeHBKOB. MOOMIIBHBIMA KOMITOHEH-
tamu AON gpistiiorest onpeneneHHbie entuasl CLE.
CuHTe3upyeMble B pa3BUBAIOIIMXCS Ha KOPHSIX KITy-
OeHbKaxX OHU TPaHCHOPTUPYIOTCS IO KCUJIEME W3
KOpHE B moOer, riae IMPOUCXOAUT UX B3auMOJIEH-
cTBHE cO criennpudeckumu perenropamm — CLAV-
ATAI (CLV1)-mtonoOHbIMI KMHA3aM1, PaOOTAIOIINMM
Bo ¢dnosme naucta: SUPER NUMERIC NODULES
(MtSUNN) y mouepusl M. truncatula, HYPER
NODULATION ABERRANT ROOT FORMATIONI1
(LjHAR1) y naaBeHua sinoHckoro (Lotus japonicus),
PsSYM29 y ropoxa moceBHoro (Pisum sativum) n
NODULE AUTOREGULATION RECEPTOR
KINASE (GmNARK) y cou kyneTypHOiUt Glycine max
[29, 30]. BcnenctBre 3TOro B3auMoieficTBUSI MPOUC-
XOJIUT BBIPAOOTKAa OTBETHOIO CHUTHAaJa, OJIOKUPYIO-
1ero hopMUpPoOBaHUE HOBBIX KITYOEHBKOB Ha KOPHSIX
M0 MeXaHU3My OTpUIIATeJIbHOW OOpaTHOI CBSI3M.
MyranTsl 110 TeHaM CLV1-mogoO6HBIX KMHA3 (popMU-
PYIOT M30BITOUHOE 4YMCJIO KIYOEHBKOB (CYIIEpKITy-
6eHbkooOpazoBaHue) [29, 31—33], npuuyeM, Kak roka-
3aJIM BKCMEPUMEHTBI C MPUBUBKAMU, BTOT MPU3HAK
omnpeJelisieTcsl TEHOTUITIOM TTobera: ecjii MoOeroByo
4acTb MYTAaHTHOTO PacTeHUsI MPUBUTH HA KOPHEBYIO
4acTb pACTEHUS IUKOTO TUIIA, TO TTOCJIE UHOKYJISLIMA
pU300USIMY KOPHU TTOJIyYEHHBIX paCTeHU OyayT Jie-
MOHCTPUPOBATh CYIEepKIyOeHbKOOOpa3oBaHue.

I[Mentuner CLE, gpasiommecss WHIYKTOpaMU
AON, OB OXapaKTepHU30BaHbI Y Pa3IMIHBIX MO-
JnenabHbIX 0000BbIX pacTeHuii: MtCLE13 u MtCLE12
y M. truncatula [13], LjCLE-RS1, LjCLE-RS2 u Lj-
CLE-RS3 (or CLE-ROOT SIGNAL) y L. japonicus
[12], GmRIC1 GmRIC2 (or RHIZOBIUM IN-
DUCED CLE) y G. max [30, 34]. AKTUBUpyeMbIC
npu KIyoeHbKooOpa3zoBaHuu reHbl CLE Takske ObI-
JIA BBISIBJIEHBI U y Topoxa P. sativum [35], onHaKo ux
poinb B AON K HacTosIeMy BpeMeHHU ellle He Oblia
n3ydeHa.

Kaxk 65110 TI0Ka3aH0 y M. truncatula, 3Kcripeccust
reHoB MtCLE13 v MtCLE12, unnyuupytomux AON,
AKTUBUPYETCS JOBOJILHO PAaHO B OTBET Ha pU300M-
aJIbHYI0 MH(peKLMIo: yepe3 6 1 48 yacoB MocJjie MHO-
DOU3BNOJIOTUA PACTEHUN Ne 6
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KYJISILMU, cOOTBeTCTBEHHO [36]. ComtacHO JaHHBIM
10 aHAJIM3Y aKTUBHOCTH IIPOMOTOPA, Y JIIOLIEPHBI T'eH
pMtCLE13:GUS skcnipeccupyeTcsl Ha paHHMX 3Tarax
pa3BUTHUS NPUMOPAUS B IIPOJTUMPEPUPYIOIINX KIIET-
KaxX KOpbl U TEPULIMKIIA, a B 3peJIOM KIyOeHbKE €To
SKCIPECCUs COCPEeNOoTOYCHA B alMKaJbHOII 4YacTu
KIyOeHbKa: B KJIETKAX MEPUCTEMBI, B 30HE paHHei
MH(PEKIUNU, a TaKKe B OKOHYAHMSX MPOBOISIINX
my4ykoB. IToxoxuii maTTepH 3KCIIpecCuy HaOIIoaalI-
csa n it reHa MtCLE12, omHaKO COTIIacHO JaHHBIM
o akTuBHOCTU pMICLE12:GUS, ero aKcnpeccus 3a-
IyCKaeTCs MO3XKe, B KJIETKaX yKe C(DOPMUPOBAHHOTO
npuMoOpIns KiryoeHbpka [13].

st HopMasibHOTO (bYHKIIMOHUPOBAHUS MEITH-
noB CLE, BoBlIeUeHHBIX B KITyOeHBKOOOpa30BaHME, B
YaCTHOCTM, JISI UX CBSI3bIBAaHUSI C pelenTOpaMmu,
BaKHBI MOCTTPAHCISIIMOHHBIC MOOU(PDUKAIINN, THII-
POKCWJIMPOBAHME 1 TpUapaOMHO3MINPOBAaHUE KOH-
cepBaTUBHBIX ocTaTKoB IpoirHa B CLE-momeHe: y
JIIOLEPHBI M TOPOXa MYTAHTHI IO Te€HaM, KOOUPYIO-
mye TUIpoKcuIipouH O-apadbuHoO3MITpaHChEpa3hl
(rdnl, root determined nodulationl y M. truncatula n
nod3, nodulation 3, y P. sativum), XapakTepu3yloTcs
CYyNEPKIIyOeHEKOOOPa3yIoIIM (PEHOTUIIOM, KOTOPBIHA,
KaK ObLJIO TTOKa3aHO C MIOMOILIBIO PUBUBOK, OIIpeaesIsi-
eTcsl KOpHeBOi YacThio pacteHus [37, 38]. I1pu atom y
JIIOLEPHBI  TUAPOKCUTTPOIH-O-apadbmHo3maTpaHcde-
pa3za RDNI1, BeposiTHO, Heobxoauma Iis MoaudpurKa-
vy nentuga MtCLE12, Ho ne MtCLE13 [39].

Bo3MOXHOCTb JajibHeTO TpaHCIIOpTa IEeNTUIO0B
CLE, BoBineueHHBIX B AON, ObIJIa TOKa3aHa Ha OC-
HOBaHUM BIUSTHUS cBepxdKcrnpeccuu reHoB CLE Ha
MyTaHTOB I10 reHaMm, Komupyromux CLVI-nomooHyo
KMHAa3y y psima 6000BbIX pacTenuii [ 12, 13]. Tak, y pacre-
HUIA TUKOTO TUMA, CBEPXIKCIPECCUSI CUMOMO3-CIIELIM -
¢uuHbIx TeHoB CLE (B yacTHoCTU, TeHOB MtCLEI2 n
MtCLE 13 mouepnsbl, reHoB LjCLE-RSIw LjCLE-RS2y
JIIIBEHIIa) B TPAHCTEHHBIX KOPHSIX, MOJYyYEHHBIX B
pe3yabTaTe TpaHchopMalluu C MOMOIIbIO Agrobacte-
rium rhizogenes, THTUOMPOBaJia KIIyOeHbKOOOpa3oBa-
HYE€ HE TOJbKO Ha TPAHCTEHHBIX KOPHSIX CO CBEPX-
akcnpeccueit CLE, HO 1 Ha HETpaHCTE€HHBIX KOPHSIX.
B oTinume ot 3TOTO, Y MyTaHTOB Mitsunn JOLIEPHBI U
Ljharl nansenua no reHam CLVI-1momoOHOM K1HAa3kI,
KOTOpbIE, KaK ObLJIO MOKAa3aHO C TIOMOILIBIO TTPUBUBOK,
(YHKIMOHUPYIOT B TTobere, CBepXaKCIpeccusi CUMOU-
o3-cnetn¢uaHbix TeHoB CLE (M{CLE1Z2/MtCLEI3 n
LjCLE-RS1/LjCLE-RS2, cCOOTBETCTBEHHO) HE IIO-
JaBjIsia oOpa3zoBaHMue KiIyoeHBKOB [12, 13]. DT maH-
HBIE YKa3bIBAIOT Ha TO, 4To ImoderoBrie CLVI1-110mo0-
Hble KMHAa3bl HEOOXOMUMBI IS peLeNiM TeNTUIOB
CLE, nocrynarimux u3 KopHeii. HermocpencrseHHOe
nepeMeleHne Imo kcuiieMe 1 cBsi3biBanue ¢ CLVI-mo-
JIOOHOM KWHA30M ObLIO MOKa3aHO IS MeNTuaa Jsi-
Benua LjCLE-RS2 [40]. Tak, nmentunm LjCLE-RS2
ObUT MIEHTU(MUIIMPOBAH B KCHMJIEMHOM COKE, CO-
OpaHHOM B Tobere. XUMHUYECKM CUHTE3UPOBAHHbII
nentun LjCLE-RS2 ¢ tpumapabuMHO3MIMPOBAHHBIM
TUIPOKCHUTIPOJIMHOM OBLI CITOCOOEH TTONABISTh KITy-
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O0eHbKOOOpa3oBaHME IMpPU €ro HAaHECEHUM HEMOo-
CPEICTBEHHO Ha CeMSIIOJIbHBIC JIMCThS JIsIABEHIIA.
Bonee Toro, pammoakTUBHO MEUYEHbBI CHMHTETUYE-
cknit LjCLE-RS2 cnetmmnaHo cBI3BIBAJICS C OSITKOM
LjHARI, HapaboTaHHBIM B KJIeTKax Tabaka [40]. Ta-
kuM o6paszom, nentun LjCLE-RS2, cuHTe3upyeMbiit
B KOPHSIX, IIOCTYIIAE€T 110 KCMJIEMe B MOOET, Ie CBSI-
3pIBacTCs co cBouM pelientopoM — CLVI1-nmomo6Ho
kuHa3oit LjHARI. Ilpennomaraercst, 4To y Opyrux
0000BBIX pacteHuii ientuabl CLE, BoBiedeHHBIC B
AON, IeiicTBYIOT aHAJIOTUYHBIM 00pa30M, CBSI3bIBA-
sich ¢ CLV1-110100HO0# pelienITOpHOM KMHA30M B I10-
Oere, 3amycKalOT KacKajl peaKIuii, IOHAaBISIOINX
dopmMupoBaHe KITyOeHLKOB.

Hapsiny ¢ CLV1-nogo6Ho# KMHa30i, B COCTaB pe-
LIEITOPHOIO KOMILJIEKCA, CBSI3bIBAIOIIETO IIOCTYITAI0-
mue n3 KopHei renrtuasl CLE, mo-BumanMomy, Mo-
I'YyT BXOOUTh W Apyrue 6eiaku. C ITOMOIIbIO MeToAa
OMMOJIEKYISIPHOI (hJTyOpPECLIEHTHOI KOMILIEMEHTa-
Oy OBIIO TToKa3aHo, 4yTo 6erkn MtCRN 1 MtCLV2
M. truncatula B3aumopeiictByioT ¢ CLV1-nmogo0OHoIA
kuHa3oit MtSUNN [41], mpu 3TOM MyTallus B reHe
MtCLV2 Takke 00yCIaBIMBaET CYITePKIIYOeHBKO00-
pasytomuit peHotun pacteHuit [33]. OgHako ¢ mo-
MOIIBIO aHAJIOTUYHOTO IToaxona ajist o6enkon LjCLV2
n LjHARI y nsanBeHna He ObLUIO BBISIBIIEHO IIPSIMOTO
B3aMMOIEMCTBUS M3-3a WX PA3JIMYHON BHYTPUKIIEC-
To4yHOM JJokanu3auuu: 6enok LjHAR1 nokanu3oBaH
Ha TmasmManemme, a LjCLV2 — Ha memOpaHe 3HIO-
Tu1a3MaTudeckoro petukyiayma [33]. dns L. japonicus
ObLIO MoKa3aHo, uTo ¢ 6enkoM LjHAR1 B3aumoneii-
cTByeT peuenrtop-tionooHas KuHaza KLAVIER
(KLV), nnpu aToM myTtatus B reHe LjKLV Takxke mpu-
BOOUT K CYNEPKIYOCHbKOOOpPA30BaHUIO, OOYCIOB-
JICHHOMY IT00eroBoif 4acThio pacTteHus [42]. Oti
JIaHHbIE B COBOKYITHOCTHY YKa3bIBalOT Ha TO, YTO KU~
Hazel CRN, CLV2 u KLV MoryT yyacTBoBaTh B pe-
nenuyn CLE, BoBaeueHHBIX B AON.

AxtuBanys CLV1-1togo6HOI KHAa3bl TIPU pelielT-
1 AON-unayuupytomux nentuaos CLE npusogut
K BbIpaOOTKE OTBETHOTO CHMTHaja B moOere, IUCTaH-
LIMOHHO MHTUOMPYIOLIEro (popMUpPOBaHUE KIIyOSHb-
KOB Ha KopHsx (aHri. SDI, shoot-derived inhibitor)
[30]. I[To-BummMOMYy, TaKOM CUTHAJ SIBJISIETCSI KOM-
IUIEKCHBIM, W €ro JeMCTBUE CBS3aHO C U3MEHEHNEM
OMOCUHTEe3a 1 TpaHCIIOPTa TOPMOHOB U3 Mobera B KO-
penb. Tak, nokaszaHo, yTo aktuBauus CLV1-1momno6-
HOIi KMHAa3bl MPUBOAUT K CHUXEHUIO TpaHCHOpTa
ayKCuHa 13 robera B KOpeHb [43]; HapsiLy C 9TUM U3-
BECTHO, UTO )KaCMOHOBAasi KUCJIOTa M aOCIIM30Bast KMC-
snota (ABK) Takke yd4acTBYyIOT B HOMABJICHHU KIIy-
OeHbKooOpa3zoBaHus Tpu akTuBauu AON [44, 45].
Kpowme Toro, B no6ere npu uHaykuuu AON akKTHUBU-
pyeTcsl DKCIpeccusi TeHOB OMOCUHTE3a IIMTOKMHUHA,
1 TPaHCTIOPTUPYEMBbIi1 U3 MoOeTa IUTOKUHUH TTOAaB-
JgeT (hopMUpOBaHKe KITyOeHHKOB Ha KOPHSIX [46].

Cpenyt hakTOpOB, IEHCTBYIOIIVX MOCIIE AKTUBALIUU
CLVI1-nnonobHOI1 KWHAa3bl — OEI0K ¢ HEU3BECTHOI
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¢yakumeit TOO MUCH LOVE (TML), conepxa-
muii kelch-mmoBTOpEl (MOTHBEI, OTBETCTBEHHBIE 3a
Oenok-0enKoBbIe B3auMomdeiicTBusi) U F-60kc (Mo-
TUB, TaKXXE€ OTBETCTBCHHBIII 3a O€I0K-OEJIKOBEIC
B3aMMOJEHCTBUS U BCTPEYAIOIINIICSI, B YaCTHOCTH,
y CyObeNMHUL] YOUKBUTUH-JIUTa3HBIX KOMIIJIEKCOB,
ornocpenyinux yOuKBUTUH-3aBUCUMYIO Jerpana-
1110 6eJKoB-MullieHei) [47]. MyTtauust B reHe TML
MPUBOAUT K CYIEepKIyOeHbKooOpasytomeMy (eHo-
TUITY, OIpeAesisieMOMY KOPHEBOM 4acTbiO pacTeHMS,
YTO yKa3bIBaeT Ha TO, 4To 0esok TML dbyHKIMoHu-
pyet B KopHe [48]. be1ok TM L nokanusyetcs B siape,
M Kak IIpeAriojaraeTcs, OH MOXET ObITh BOBJICUEH B
nojaBJIecHNe KITyOeHhKOOOPAa30BaHMS 3a CUET yOMK-
BUTHH-3aBUCUMOI aerpaganuu Td, perynupyommx
pa3BuTHE KIIyoeHBKOB [48]. Kak OBIITO TTOKa3aHo Is
JSiABEHILA, TPaHCKpUIThl reHa [LjTML sBisioTcs
npssMmbiMu MuitieHsIMu MUKpoPHK miR2111 in vivo
[49]. YpoBeHb miR2111 cHukaeTcst B OTBET HA MH(DU-
LU pOBaHNE KOpHEil pu300UsIMU, IIpUIeM KaK B KOp-
HSIX, TaK U B JIUCTbIX MHOKYJIMPOBAHHBIX pU30OUSIMU
pacteHuit [49]. CBepxakcnpeccust reHa MIR2111-3,
npenuiectBeHHUKa miR2111, mpuBoauia K ruriepuH-
GdeKIMU U K YBEIMYEHUIO KOJIUYECTBA KIIYOEHBKOB,
OOJBIIMHCTBO M3 KOTOPBIX XapaKTepU30BaJIUCh
MEHBIIIMMU pa3MepaMi U HEJOpPa3BUTUEM II0 CpaB-
HEHUIO ¢ KIIyOeHbKaMU AuKoro Tuna. CorjacHo naH-
HBIM MO JIOKJIM3allMU aKTUBHOCTU MPOMOTOpA, TeH
MIR2111-3 skcripeccupyercs IpeuMyIIIeCTBEHHO BO
¢o3Me 1CTa, TOrma Kak ero npsiMble MUIIEHM in Vivo,
TpaHcKpunThl TML, BBEISIBICHBI TOJBKO B KOPHSIX,
MHOKYJIMPOBAHHBIX PU300MSIMU, HO HE B JIMCTHSIX.
Psin sxcriepMeHTOB ¢ MCITOIb30BaHUEM MEXaHMYe-
CKOI'O OTHEJICHUSI MOOeTroBOil 4acTU pacTeHM OT
KOPHEBOIi, a TakxKe oOHapyxXeHUe 3penoii miR2111
BO (p103MHOM coKe, mo3Bon Tsikou ¢ coaBT. cue-
JIaTh BEIBOJ, O CUCTeMHOM nelicTBur miR2111 B pery-
JISILMUY KJTyOeHBbKOOOPpa30BaHUSI: TpaHCIOPTUpYeEMast
n3 mobera miR2111 BbI3BIBAaEeT aerpagaluio TpaH-
ckpunitoB TML B OTCYTCTBUM pU300UIi, TOrIa Kak
MPU pa3BUTUU pU300MAIBHON MH(MEKITUN CTAHOBUTCSI
BO3MOXXHBIM HaKOIUIeHUE TpaHCKpunToB TML Bcien-
cTBHE CHMKeHUS ypoBHI miR2111, 9yTo B nTore mpu-
BOIUT K MOAABJICHUIO KIyOeHbKOOOpazoBaHMs [49].
Kpome Toro, y myraHTOB JsaaBeH1Ia 110 reny Ljharl
npu pu3odranbHOM MHEPeKnuu ypoBeHb miR2111
OBLI ITOBBIIIEH KaK B JIMCThSIX, TAK M B KOPHSIX, IO
CPaBHEHUIO C PAaCTEHUSIMU OUKOTO TUMA. DTH JaH-
HBIE YKa3bIBaIOT HA TO, uTOo CLV1-110mo6Has1 KuHa3za,
Komupyemast reHoM LjHAR I, ommocpenyeT CHIDKEHUE
ypoBHsI miR2111 nmpu puzoduanbHOit UHMEKIIMU, UTO
MPUBOIUT K YBEJIMUECHUIO TPAHCKpUTITOB 7ML 1 Kak
CJIEICTBUE — K TTOJIaBJICHUIO KJTyOeHbKOOOPa30BaHUS
[49]. AHanoruuyHble pe3yjbTaThbl, CBUIETEIbCTBYIO-
e o AON-3aBUCUMOM CHUKEHUM ypoBHS miR2111
MpY pU300MaTbHON MHGEKIMU, ObLIU TMOJYyYEeHbI 1
IUISL JIIOLIEPHBI: Y MyTaHTa Mtsunn, HECYIIeTO MyTa-
1110 B reHe, optonoruuHoMm IjHARI, He Habmona-
JJoch CHIDKeHMS ypoBHSI miR2111 B moberax n KOpHSIX

JIEBEJAEBA u np.

Ipu pU300MaIbHON MHGMpEKINN, a NHIMOMpPOBaHNE
nerictBus miR2111 ¢ moMoOIIbI0O UCKYCCTBEHHOI aH-
TaroHucTudeckoit MUKpoPHK ObL10 mocTtaTOYHBIM
IS KOMIUIEMEHTAIUM CyIIepKIyOeHbKOOOpa3yroIe-
ro ¢eHoTuria y Mmyranta Mtsunn (T.e. TIPUBOAUIO K
CHUZKEHUIO KOJIMYECTBA KIIyOEHLKOB IO YPOBHS, Xa-
pakTepHOTO I pacTeHUit muKoro tumna) [50].

CoBceM HeaBHO OBLIN MOJYYEHEI TaHHBIE O TOM,
YTO y JIOoHepHBI ypoBeHb MiR2111 Takke perymupy-
eTcs ¢ yyactueM peuentopHoil kuHazsl COMPACT
ROOT ARCHITECTURE 2 (CRA2) — peuenropa
nentunoB CEP B mo6ere [50]. Taknm o6pazoM, MUK-
poPHK miR2111, mo-BuauMoMy, SIBISIETCSI CUCTEM-
HBEIM PETYyJISITOPOM KIIyOeHbKOOOpa30BaHUS, MHTE-
TPUPYIOLIMM CHUTHAJAbl OT PELEHTOPOB IBYX I'PYIIIT
nentuaHbIX TopMoHOB — CLE u CEP (cMm. Huke),
KOTOpEIE OKa3bIBAalOT aHTarOHUCTUYECKOE JeiicTBHUE
Ha pa3BUTHE CUMOMOTHYECKNX KIyOEHBKOB y 0000-
BBbIX PACTEHUM.

bruto mokazaHo, YTO 3a aKTUBAIIMIO 9KCIIPECCUU
reHoB CLE npu KJ1y0eHbKOOOPa30BaHUU OTBETCTBE-
HeH T® NODULE INCEPTION (NIN) — ximoue-
BOM PETYIISITOP pa3BUTUSI CUMOMOTUICCKIX KITyOSHb-
KoB [51]. Kak Ob110 TTOKa3aHo IS JISIABEHIIA C TIOMO-
IIbI0 METONa WMMMYHONPEUMIIMTALIMM XpOMaTHUHA
(ChIP-seq), T® LjNIN HampsiMyio CBSI3bIBAeTCS C
npomotopamu reHoB LjCLE-RS1 u LjCLE-RS2, ak-
TUBUPYs nx 3Kcripeccuio [51]. I1pu aToM skcnpeccus
Kak camoro reHa NIN, tak u mumieHeit NIN — reHoB
CLE, vHTuOUpYyOIINX KIyOoeHbKOOOpa3oBaHUE, aK-
TUBUPYETCS IIPU BO3IEMCTBUM IUTOKMHMHA [51, 52],
Ha OCHOBAaHMU Yero MPeAIlojaramT, YTo uMeHHO Td
NIN omnocpenyer aktuBauuio CLE B OTBeT Ha Jeii-
CTBME LIMTOKMHMHA [51]. ¥ nsgaBeHIIa CBEpaKCIIpec-
cus IjNIN B TpaHCTeHHBIX KOPHSX, ITOJIyYEHHBIX B
pe3ysibTaTe TpaHchopMaluu ¢ MoMoIlbio A. rhizo-
genes, TIPUBOAMIA K CUCTEMHOMY ITOJABIICHUIO KIIy-
OeHBKOOOpa30BaHNSI KaK Ha TPAHCTEHHBIX KOPHSIX,
cBepxaKcnpeccupytomux NIN, TaKk U1 Ha HETpaHC-
T€HHBIX KOPHSX, IIPU 3TOM TaKoe IT0JaBJICHUE KIIy-
OEHBKOOOPA30BaHNE COMPOBOXIAIOCH YBEIMYCHUEM
ypoBHs1 3kcrpeccuu reHoB LjCLE-RST v LjCLE-RS?2.
CucreMHOe MHIMOMpOBaHME KIyOEHHBKOOOpa3oBa-
HUS TIpu cBepxdKcrnpeccun NIN OTCyTCTBOBaIO y
MYTaHTOB Ljharl v Ljtmi- I, 4TO yKa3pIBaeT Ha TO, YTO
CUCTEMHOE IOAaBJICHNE KIIyOCHBKOOOpPa30BaHUS C
ygactueM NIN omocpemoBano AON. AHaJOTUYHO,
cBepxakcnpeccuss NIN cucteMHBIM 0O0pa3oM I10aaB-
JIsI1a 3KCIpeccuIo caMoro reHa NN, 4to 6bU10 moKasa-
HO Ha OCHOBaHUU aKTUBHOCTH IIPOMOTOPA, CIIMTOTO C
penopTepHbIM TeHOM GUS, mpy 3TOM TaKoe MoaaBJie-
HUE OTCYTCTBOBAJIO Y MyTaHTOB Ljharl. DT maHHbIe
yKa3bIBaloT Ha To, 4To AON HETraTMBHO PEryJIMpyeT
akcnpeccuto NIN Ha TpaHCKPUMNIIMOHHOM YPOBHE,
YTO B CBOIO OYe€peab, IIPUBOIUT K IIOIABJIEHUIO 9KC-
npeccuu reHoB-muiieHeir T® NIN, oTBeTCTBEHHBIX
3a aKTUBALIMIO KOPTUKAJIBHBIX KJIETOYHBIX AeJIeHUI B
XOJI€ pa3BUTHS IPUMOPINEB KIIYyOSHbKOB, 1 K IOAAB-
JICHWIO KITyOeHbKOOOpa3oBaHus [51].
®UBNOJIOTUS PACTEHUN Ne 6
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Taxkum o6pazom, T® NIN criocoOCTBYeT 3aycKy
AON 1 B ToXe BpeMsI SIBJIIETCSI MUIIIEHBIO CUCTEMHOIA
perysiuuu  KiryoeHbkooopazoBaHusi, mentuabsl CLE,
cuHTe3upoBaHHbIe o1 BiausgHueM TM NIN, cBg3biBa-
sachb ¢ penenropabiMiA CLV1-TomoOHBIMM KMHa3aMH B
roodere, CII0COOCTBYIOT BBIpaOOTKE OTBETHOI'O CUTHAJIA,
MIPUBOJISIIEIO K IIOJAaBJIEHUIO (POPMUPOBAHUS KITy-
OCHBKOB, B TOM UYMCJIC 3a CUET MOJAaBICHUS SKCIIpeC-
cum NIN. B 3TOM cMBICHIE PEryJasaTOPHBIN MOIYITh
NIN-CLE-CLVI1-ntono0OHasg KMuHa3a CXOX C CUCTEMOI
WUS-CLV3-CLV1, paboTatoliieii B anMKaIbHON MepH-
creMe 11ooera, riae T® WUS HanpsiMy1o 3aycKaeT 9KC-
npeccuro reHa CLV3, TIpoayKT KOTOPOTro, B CBOIO OUe-
penb, nomasisieT aKcrpeccuto WUS, nmeiicTtByst yepe3
peLienTOpHbIEe KOMILUIEKCHI, BKmovaromue CLV1 [4].

Poav nenmudoe CLE 6 numpam-onocpedoeanHom
UHeUOUPOBAHUU KAYDOEHbK00OPA308aAHUSL

I1pouecc kITybeHEKOOOpa30BaHUS TPEOYET 3aTpaT
SHEPreTUYECKUX PECYPCOB CO CTOPOHBI PACTEHUSI.
B ToM ciydae, Korga B IMouBe COOEPXKATCS JOCTYITHBIE
COCIMHEHMSI a30Ta, PaCTeHUE MTPEUMYILIECTBEHHO Oy1eT
WCIIOJIb30BaTh UMEHHO WX [IJIsI BOCIOJHEHMS COO-
CTBEHHOTO MUHEPAILHOTO cTaTyca. B cBsI3U ¢ 3TuM,
B IIpOLeCCe 3BOJIOLIMM Y pacTeHUI c(hOpMUPOBAJICS
MEXaHU3M, TO3BOJISIOIIUI OCYLIECTBIISITh KOHTPOJb
Pa3BUTHSI KIIYOCHBKOB B 3aBUCUMOCTHU OT IOCTYITHO-
CTH a30TCOAECPKAIIMX KOMIIOHEHTOB B IIOYBE, B OCO-
OGEHHOCTU HUTpATA.

Psan nentunoB CLE, akTUBUpPYEMBbIX TIpU CUMOU -
o3e u 3amyckaonmnx AON, TakKe MHIYLAPYETCS IIpU
00paboTKe HUTPATOM, U TAKUM 00pa3oM, OIIOCPEIy-
€T HUTpaT-3aBUCUMOE MOAABJIIEHUE Pa3BUTUS CUM-
ouoTuyeckux kiyoeHbKoB [12, 53]. Tak, y L. japoni-
cus dKcripeccus IByX U3 Tpex reHoB CLE, nHaympy-
eMBIX ITpu cuMOuo3e ¢ pusodousvu, LjCLE-RS2 n
LjCLE-RS3, Takke MHAYLIMPYETCs B OTBET Ha 0Opa-
00TKy HUTpaTom [12].

V cou Glycine max ObLIA BBISBICHBI 2 TPYIIIBI
nentuaoB CLE, paznuualoiiyecst no MeXxaHU3My aK-
TUBALUM IKCITpeccuu ux reHoB. Hapsiny ¢ uHayuupye-
MBIMH pr3oonstmMu Trentuaamu rpyritel RIC, GmRICI
n GmRIC2, xoTopbie 3a1eiiCTBOBAaHBI B CUCTEMHOM
KOHTpPOJIE KITyOEHbKOOOPA30BaHUS C yJyacTheM padboTa-
tomeit B mooere CLV1-nono6Hoit kuHazel GmMNARK, y
COM TakXe ObLIM BbISIBJIEHbl HUTPAT-UHIAYLIUPYE-
mble CLE, otHocsamuecs k rpynne NIC (ot aHri.
NITRATE INDUCED CLE) [54]. Dkcrpeccus re-
HOB GmNICI n GmNIC2 akTuBUpyeTCs B OTBET Ha
MPUCYTCTBME HUTPATA B MOYBE U MPUBOAUT K UHTU-
OupoBaHUIO (POPMUPOBAHUS KIIyOeHBKOB. B sKkcrme-
PUMEHTAaX C PELIMITPOKHBIMU MPUBUBKaAMU ObLJIO TO-
Ka3aHo, UYTO Y pacTeHUM, KOpHEeBasl 4acTb KOTOPbIX
ObL1a MojslydeHa OT JUKOTO TUIa, B 3HAYMTEJIbHOM
CTeTIeHU ObLIO CHUXEHO KOJMYECTBO KIYyOEHbKOB
Mpu 06paboTKe HUTPATOM, MO CPAaBHEHMIO C pacTe-
HUSIMU, KOpHEBasi 4aCcTb KOTOPBIX MMeJia T€HOTUII
Gmnark [54]. DToT pe3ynbTaT yKasbpIBaeT Ha TO, 3a
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HUTpPaTHOE€ WHTUOMpPOBaHUE KIyOEHbKOOOpa3oBa-
HUS OTBETCTBeHHA pelentopHas kuHaza GmNARK,
¢dyHKIIMOHUpPYOIIasi B KopHe. B coorBeTcTBUU C
5TUM, B OTJIMYME OT CUCTEMHO JICUCTBYIOIIUX ITETITUIOB
RIC, menmuner GmNIC1 1 GmNIC2 obecrieunBaioT
JIOKaJIbHBIN OTBET pacTEHUS Ha 00paOOTKY HUTPATOM,
IMOCKOJIBKY Y KOMIO3UTHBIX PaCTeHUl, coaepKalinx
KaK TpaHCTeHHBIE KOPHU CO CBEpPXdKCIpecCHUei
GmNICI n GmNIC2, nonydeHHBIE B pe3yabTaTe
TpaHcopMalluy ¢ ITOMOIIbI0 A. rhizogenes, Tak 1
HeTpaHCTeHHbIe KOPHHU, CBEPXIKCIIpecCUsi TeHOB
GmNICI v GmNIC2 B TpaHCTeHHBIX KOPHSIX HE TO-
JaBJIsljIa KJIIyOEHbKOOOpa30BaHME HAa HETPAHCTEHHBIX
KopHsX. BMmecrte ¢ atuM, cBepxakcrpeccust GmNICI
n GmNIC2 onasisiia KITyoeHbKOOOpa3oBaHUE Ha KOp-
HSIX IMKOTO TUMA, HO HE Y MyTaHTOB I1o reHy GmNARK
[54, 55]. DT pe3yabTaThl CBUACTEIBCTBYIOT O TOM,
yto nnentuabl GmNICI 1 GmNIC2 nogaBistioT Kity-
OeHbKOOOpa3oBaHue JIoKaJIbHO Yepe3 CLV1-1momo06-
Hyto knHazy GmNARK, ¢yHKIMOHUPYIOLIYIO B
KopHsX [54, 55]. TakuM o6pa3oM, B OTININE OT JIsII-
BEHIIa, HUTPAT-3aBUCUMBIM MEXaHMU3M II0HABJICHUS
Pa3BUTHSI CUMOMOTUYECKUX KITYOEHbKOB Y COU ACCTBY-
€T JIOKaJIbHO ¢ ydyactTueM KopHeBoit CLVI-monooHoi
krHa3bl. Kakue KOHKpeTHO MeXaHU3MBbI JIeXaT B OCHO-
Be pabotel KopHeBoil peuenuuu CLE ¢ yuyactuem
GmNARK u nmouemy, B oTJINYM€ OT HUTPAT-aKTUBU-
pyeMbix nientraoB GmNIC, akTuBrupyemMble pru300UsI-
mu nentuabl GmRIC neiicTByIoT He Yepe3 KOpHEBOI
pELIEIITOp, a CHCTEMHO, Yepe3 padoTaoIInii B ITodere
GmNARK, e1iie npencTouT BBISICHUTb.

V nsaBeHLIa aKTUBALMS KCIIPECCUU HUTpaT-pe-
rynupyembix CLE, B yactHoctu LjCLE-RS2, ocy-
mectBasgercs ¢ ydactueM TP LiNRSYMI1 (ot aHri.
NITRATE UNRESPONSIVE SYMBIOSIS 1), or-
Hocsuerocss K ceMeiictey NIN-1mogoOHbIX GeIKOB
(anrin. NLP ot NIN-like proteins). T® NLP 6bl1n
ONMCaHbl U Yy APYIUX pacTeHUil, B YaCTHOCTHU Y
A. thaliana, Kax peryasTopbl OTBETa Ha HUTpAT [56], B
HMX COCTaBe BbIACISIOT KOHcepBaTuBHBIN JIHK-cBsI-
3piBarolnit toMmeH RWP-RK, ¢ moMolisio KoToporo
OHM B3aMMOJACUMCTBYIOT C HUTPAT-peryJMpyeMbIMU
snemeHTamMmu NRE (nitrate response element) B pery-
JISTOPHBIX TIOCIEI0BATEIbHOCTSIX HUTPAT-UHIYLIUpYe-
MBIX T€HOB, a Takxke goMeHbl PB1, oGecrieunBaroime
0eJToK-0eTKOBBIe B3auMoaeicTBus [57]. MyraHT nsm-
BeH1a Ljnrsym I cnocobeH 00pa30BhIBaTh KIIyOSHBKH
MPU BBICOKMX KOHLIEHTpalMsIX HUTpaTa [58], yTo
CBUETEJILCTBYET O Bedyleil ponu reHa LjNRSYM 1 B
HUTpAT-3aBUCUMOM MHTMOMPOBAHNH KITYOSHHBKOOO-
pa3oBaHUSI.

OnHako, KaKk HU CTpPaHHO, YPOBEHb 3KCIIPECCUU
LiNRSYM 1 He MeHsIJICSI IpU HUTPATHOM 00paboTKe
W UHOKYISIUMM pusodbusmu. Ilpenmnonaraercs, 4To
akTuBHOCTb T® NRSYM1 peryaupyercs 3a CUET €r0
MOCTTPAHCJISIIMOHHBIX MOITUMUKALINIA, UHIYLIUPYEMbBIX
00paboTkoii pacteHust HUTpaToM [58]. OOHapyXeHO,
YTO K JIEHICTBUIO HUTpATa YyBCTBUTEJIEH N-KOHIIEBOI
nomeH 6enkoB NLP: Ha mpumepe 6enkoB NLP apabu-
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JIOTICHCA TOKA3aHO, YTO 00pabOTKa HUTPATOM BIIMSIET
Ha BHYTPMKJIETOYHYIO JoKaiu3auuioo Oeiaka NLP u
CTUMYJIMPYET €r0 HAKOIIJIEHUE B SIAPE, OMpPeneisieMoe
dochopuImpoBaHUEM aMMHOKHMCIOTHOTO OCTaTKa B
N-konHueBoMm nomeHe [59] (cm. pazmen 1.2.). st 6em-
ka LjNRSYMI Takxke ObLI OIMCAaH CXOXWII HUTPAT-
OMOCPEeNOBAHHBIN TPAHCIIOPT U3 LIMTOILJIA3MBbI B SIIPO
npu Bo3aekicTBur HUTpata [58]. CiocoOHOCTHE MEHSITh
KOH(OPpMAILIMIO U TIepEeMEIIAThCS B SIIPO MO ASHCTBH-
eM HuTpara oramdaeT T NLP ot 6enkoB NIN, pery-
JIMPYIOIIMX Pa3BUTHE CUMOMOTUYECKUX KITyOEHbKOB,
KOTOpbIE B XOJ€ DBOJIOLMU YTPATWIN CIIOCOOHOCTh
pearuposatb Ha HUTpat [60]. Kak ObUIO ITOKa3aHO 11
oenka LjNLP1 y nansenua, oH cBsa3biBacTca NRE B
MMPOMOTOpPaX TeHOB-MUIIIEHEN, CTPYKTYPHO CXOXKU-
MU ¢ caiitamu cBsizbiBaHusl Oenka LjNIN (NIN-
binding sites, NBS) [60]. benok LiNRSYM1 takxe
Hanpsamylto cBsa3biBaeTcss ¢ NBS/NRE B mpomotope
reHa LjCLE-RS2 [58].

Posnb T® NLP B perynsiiiuu 3KCpeccuu HUTpart-
WHAYLUUPYEMBIX TE€HOB Takxke Obla u3ydyeHa Yy
M. truncatula [61]. IToka3aHo, uTo 6eok MtNLPI,
HEOOXOMMMBII MIJISI aKTUBALIMM HUTPAT-pEeryaIupye-
MbIX T€HOB, B YaCTHOCTU TeHa HUTPUT-PEAYKTa3bl
NIRI v reHa NRTZ2.1, xonupylollero HUTPaTHBIN
TpaHCIIOPTEP, cnocodeH cBsa3biBaThcs ¢ TA MtNIN.
ABTODHBI BBIIBUTAIOT MOJENb, CONNIACHO KOTOpoil TM
NLP B HEaKTUBHOM COCTOSIHUU IIPEUMYILIECTBEHHO
JIOKAJIM3yeTCsl B LIMTOILJIa3M€e U B OTBET HAa CUTHAJ O
MOBBIIIEHNY KOHIIEHTPALMM HUTPpaTa B Cpele TPaHC-
MOPTUPYETCS B SIIPO, Tae, POPMUPYS TETEPOIUMED C
NIN, 610KUpyeT ero nAeicTBUE, MPENSITCTBYST aKTH-
BallMM BKCHPECCUU FeHOB-MUIIEHEH U TeM CaMbIM
UHIUOUpys: hopMUpOBaHUE KIIyOEHbKOB [61].

Tlenmuowvt CLE kax cucmemnbvie
peayasmopwl hopMUpoB8anusi MUKOPU3bL

MHorure Ha3eMHbIE paCTEHUS CITOCOOHBI 00pa30-
BbIBaTh CUMOMO3 C TpubaMu apOyCKyJIsIpHOt MUKO-
pu3bl, 1 Oarogapst GopMHUPOBAHNIO MUKOPU3EI pac-
TeHUsI CIMOCOOHBI TIOJydaThb OOJibIllee KOJIUYECTBO
MUHEPAJIbHBIX BEILIECTB U3 TOYBbI, B OCOOEHHOCTHU
dochopa. CoBceM HemaBHO y OOOOBBIX pacTCHUM
o1 BeIsiBAeHBI nenTtuabl CLE, akTuBupyeMbie npu
MUKOpU3ALIMU, a TaKXKe NpU AeicTBuu docdara, Ko-
TOpbI€ CUCTEMHO TTOJABJISIIOT JATbHENUIITYIO MUKOPU-
3allMIO0 C yYacTHUEM TeX XK€ pelenTOPOB, KOTOPhIe 3a-
JIeiCTBOBaHbI B CUCTEMHOM KOHTPOJIE YUCIEHHOCTHU
CUMOMOTUYECKMX KJIYOeHbKOB [62]. Tak, y JIIoLepHbI
B pe3yjbTaTe aHajiu3a 3KCIPEeCCUU TeHOB, KOTOPbIe
aKTUBUPYIOTCS NTpU (POPMUPOBAHUU CUMOMO3a C MU-
KOPU3HBIM TpuOOM Rhizophagus irregularis, Ob1710 BbI-
SIBJICHO TIOBBILLIEHUE YPOBHEN 3KCIPEeCCUU TeHOB
MtCLE16, MtCLE45wn MtCLE53. KpoMe TOTO, OBLIO
MOKa3aHO, YTO B YCJIOBUSIX MOBBILLIEHHOTO COAEPXKa-
Hus ¢ocdara B cpene (2 MM) akKTUBUPYETCSl IKC-
npeccusi reHoB MtCLE32 u MtCLE33. CBepxaKc-
npeccust reHoB MtCLE33 n Mt{CLE53 npuBOIUT K

JIEBEJAEBA u np.

MMOAABJICHUIO MUKOPU3allUU B PE3yJIbTaTe CHIDKEHUS
YPOBHSI CTPUTOJIAKTOHOB — aKTHUBAaTOPOB Pa3BUTUS
apOyCKYJISIpHOII MUKOPHU3bI, YTO yKa3biBae€T Ha TO,
YTO T€HBl OMOCHMHTE3a CTPUTOJIAKTOHOB SIBIISTIOTCS
onHoit 3 munreneit mentunos CLE [62].

HMHuTtepecHo, 4yTO, B OTJIMYME OT PaCTeHUI TUKOTO
TUIIA, Y MYTaHTOB 110 TeHy MtSUNN — KiioueBoMy
kommioHeHTY AON, cBepxakcripeccust reHoB MfCLE33
u MtCLE53 He mpuBOaWIa K CHIDKEHUIO YPOBHS M-
KOpU3allMU U TIOAABJIEHUI0O OMOCUHTE3a CTPUTOIaK-
TOHOB [62]. TakuMm oGpazom, PYHKLUMU PELIENTOP-
Hoit knHa3el MtSUNN He orpaHM4IMBaIOTCS TOJIBKO
KOHTpoJIeM 0000BO-pU300MAIBHOTO CMMOKO03a, HO
TakKXXe CBSI3aHbI C PETYJSILIMEN NPYroro TMuIia CUMOU-
03a — apOycKyjspHoit Mukopu3sl. I1pu 3ToMm B ciiyyae
0000BO-PU300NATLHOTO CUMOMO03a W apOyCKYJISIPHOM
MMKOpHU3bI B akTuBalmu peuentopa MtSUNN, 3aneii-
crBoBaHbI pa3Hble nentuasl CLE (MtCLE12/MtCLE13
1 MtCLE33/MtCLES3, cOOTBETCTBEHHO), U MeXa-
HU3MBbI OIABJIEHUS CUMOMOTUYECKUX PEeaKIIMid, 3a-
MmyckKamplinuecss peuernrtopHoii kmHazoir MtSUNN,
TakXe pasnyaloTcsl MpU pa3HbIX CUMOUMOTUYECKUX
B3auMOJIeiicTBUSIX. bojiee Toro, mokasaHo, 4To MyTa-
nus B reHe MtSUNN Taxske IpUBOAUT K HApYILIEHU -
SIM TIPOLIECCOB TOMIOIIEHUSI HUTpaTa U €ro TpaHC-
rnopTa B 1mobGer, 4To ObLIO MOKa3aHO Ha OCHOBaHUU
TPaHCKPUITOMHOTO aHajiu3a MyTaHTa Mtsunn, a Tak-
K€ Ha OCHOBAHUM CHUKEHUS COAEPKaHUSI HUTpATa B
nobere y MyraHTa Mtsunn, o CpaBHEHUIO C paCTEHU-
SIMU AWKOTO TUMa 4yepe3 24 yaca nocje n1o0aBaeHuUs
HUTpaTa B cpeny [63]. Bormpoc o ToM, Kakrue UMEHHO
¢daKTOpPHI B KaxKIOM CiIydae OIpeaeIsTioT crieudmuy-
HOCTb peaKlMii, aKTUBUPYEMBIX LIEHTPAJIbHBIM PETy-
siTopoM, KuHazoii MtSUNN, ocTaeTcs IToKa Hepas-
pELIEHHBIM.

1.2. HUTPAT-3ABUCHUMASA
PEI'VJIAONN PASBUTHUA BOKOBOI'O KOPHA
C YYACTHUEM CLE 1 APYI'ME
HUTPAT-PET'YJIMPYEMBIE ITPOLECCHI
PA3BUTUA ¥V PACTEHUUA

IMentuner CLE omocpenyoT HUTpaT-3aBUCUMBbIE
peakiuu y pacTeHUId He TOJIbKO IIpU CUMOMO3e, HO
Tak:Ke B APYrux Ipoiieccax pa3purtus. M3BecTHO, 4TO
HHUTpPAT OKa3bIBaeT BIMSIHUE Ha (pOpMUpPOBaHUE KOP-
HEBOU CHCTeMBI [64, 65], peryaupyeT aKTHBHOCTb
MEPUCTEMBI ToOera u Bpems LBeTeHUs [66]. Tak, y
0000BBIX pacTeHuil mytauun B reHe CLVI-1mmomo0-
HOI KHa3kI, 3aAeiicTBoBaHHOM B AON, MOMUMO Cy-
NepKIyOeHbKOOOPa30BaHUsI, TAKXKEe TIPUBOAAT K Ha-
PYLIEHUIO apXUTEKTYPhl KOPHS: Y MyTaHTOB MO TeHYy
LjHarl nanBeHIIa HAOMIOMAeTCSI YKOPOYCHUE TJIaB-
HOIO KOpHSI Y yBEJIMYCHME KOJIMYEeCTBAa OOKOBBIX
KopHeit [67]. ¥V apabumoricuca ydacTue B OTBEeTe Ha
HUTpAaT IIpeariogaraeTcs Ijis pelernTOpHON KUHa3bI
CLVI1 — uentpanbpHOTrO peryisaropa pa3sutus [TAM:
Y MYTaHTOB c¢/vI, B OTIIMYME OT paCTeHU TUKOTO TH-
rna, Ipv HeIOCTaTKe HUTpaTa He HaOJIromgaeTcs Io-
IaBJIeHUE pa3BUTHUsI OOKOBBIX KOpHE [64].
®U3UOJIOTUS PACTEHUN Ne 6
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V apabunorncuca TakKe ObLUIM BBISIBJIEHBI HUTPAT-
perynupyemble riertuabl CLE, BoBiaedyeHHbIE B KOH-
TPOJIb Pa3BUTHST GOKOBEIX KopHeit [64]. Tak, Araya ¢
COaBT. ToKasaju, uto renbl AtCLE1/3/4/7 y apabu-
JIOTICYICa aKTUBUPYIOTCS IIPU HEAOCTAaTKE HUTpaTa v B
OCHOBHOM 3KCIIPECCUPYIOTCS B KJIETKAX IIE€pULIMKIIA;
X CBEPXAKCIpecCHsl TPUBOAUT K TOJABJICHUIO pa3-
BUTUSI O0KOBBIX KopHeil. CBepxakcrpeccust AtCLE3
IpHUBOIMJIA K TOJABICHHUIO POCTa OOKOBBIX KOPHEH Y
pacTeHuil TUKOTO TUIIA, OQHAKO y MYTaHTOB Afclvi
ero MHruoupyoliee AeCTBUE HA POCT GOKOBBIX KOP-
Hel He posgBIsIoch [64]. Ha ocHoBaHUY ITOIydeH-
HBIX PE3YJIbTaTOB aBTOPHI IIPEAIIOJIOXIIN, YTO MEH-
tuabl AtCLE1/3/4/7 depe3 pelLienTOpHYHO KWUHa3y
AtCLV1 nomapisioT pocT OOKOBBIX KOpHEI Ipu He-
nocratke a3ota. ITockonabky 6enok AtCLVI nokanmzo-
BaH BO (bJI03MEe KOPHSI, IO MPEINOJIOKEHNIO aBTOPOB,
peryisiusi pocTa OOKOBBIX KOpHE, OITOCpeIoBaHHAsI
nentugamu AtCLE, ocyiecTBasieTcss JOKaJbHO C
yJgacTHheM paboTalomieii B KOPHSIX PELIETITOPHOM KIHA-
361 AtCLVI1, BO3MOXHBIN TaMbHUIN TPAHCIIOPT ITETITH-
noB AtCLE B nanHoi1 paGoTe He usydaics [64].

Bwmecte ¢ aTuM, y apabunoricuca BoisiBIeHBI NIN-
nmogooHeie TA NLP, AtNLP6 u AtNLP7, kotopsle,
KaK M MX TOMOJIOTHM y OOOOBBIX pacTEHMI, OTBET-
CTBEHHbI 32 aKTUBALUIO HUTPAT-PEryJIUpyeMbIX Te-
HoB. Tak, 0bu10 Moka3aHo, uto AtNLP7 nipu Hanu-
YW HUTpATa B Cpelie TPAHCIIOPTUPYETCS B SIIPO, TIe
CBSI3BIBAETCSI C HUTPAT-PETYJIUPYEMbIMU DJIEMEHTa-
mu (NRE) B mocienoBaTeIbHOCTSIX TeHOB-MUIIICHEI
[57]. MexaHu3M, oOeCIIeYMBaIOIINii BHYTPUSIACPHOE
yaepxxanue NLP7 B aTux ycioBusx, cBsi3aH ¢ ¢oc-
dopuanposanueM AtNLP7 mo ocrarky Ser205 in vivo
3a cuer Ca’"-ceHcopHbix mnporenHkuHa3 (CPKs)
CPK10, CPK30 u CPK32 [68]. Hurpar-3aBucumas
aKTUBaLIUs dKCIpeccuu ¢ yyactueM TAd AtNLP6/7
oInurcaHa JJ1s1 psiia TeHOB, KOHTPOJIUPYIOIIMX pa3Hble
aCIeKThl Pa3BUTUSI pPACTEHUI: B YaCTHOCTH, JIJIsl TeHa
uukianHa kinacca B CYCLINBI; 1 [69] u psiga TeHOB,
OTBETCTBCHHBIX 3a IIBeTeHME [66].

IMomumo nierrrugoB CLE, poiib MOJIeKyT JaJbHETO
TpaHCIIOPTa, CUHTE3UPYIOLIMXCS MO, BIUSTHUEM HUT-
parta, UrparoT LIUTOKMHUHBI. I3BECTHO, UTO B KOpHE
apabumoricrca ypoBeHb 9KcIIpeccuy reHoB /PT, KoH-
TPOJHPYIOIINX NEPBYIO CTAANIO0 OMOCUHTE3a IIUTOKM -
HUHOB U3 aieHO3nH(POCHaTOB, HAXOAUTCS B IIPSIMOIA
3aBUCUMOCTH OT KOHLCHTpallMM HUTpaTa B CpPEAC
[70]. Bputo moka3aHo, 4TO JAJILHUM TPAHCIIOPT CUH-
T€3MPOBAHHBIX B KOPHE IUTOKWMHWHOB B HAI36MHYIO
YacTh paCTECHUS OIpeAesisieT HUTpaT-3aBUCUMOE pac-
IIUPEeHUE 30HBI 3KcIpeccun reHa WUS, kotopoe
TIPUBOIMT K yBeamueHuIo pasmepa [TAM [71].

1.3. IENNTHUOBI CLE KAK PEI'VJIATOPDBI
OTBETA HA 3ACVYXY

IIpu HepocTaTKe BOALI B IOYBE PACTECHUS UCIIHI-
TBIBAIOT CTPECC U PEarrpyloT Ha HEro 3aKphITHUEM
YCTBUII, YTO CHUXKAET MOTEPIO BJIATU U TIOMOTaeT pac-
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TEHUSIM MEePEeHOCUTDH 3aCyIUINBBIA IIepruoa. DTa pe-
akuusa uHayuupyercss ABK, cuHTe3supyemoii B J1u-
CThsIX TIpU 3acyxe. Kak okazanock, buocunte3 AbK B
JIACTBSIX peryaupyetrcs ¢ ygactueMm mentunoB CLE,
CUHTE3UPYEMbIX B KOpPHSX. Tak, MpU OLIEHKE CIIO-
COOHOCTM pa3IMYHBIX CUHTETUYECKMX MEHTUIOB
CLE apabunoncuca nHaynuposaTh 0mocnaTe3 ABK
B JIMCTBSIX OBLIIO OOHApPYXKEHO, 4TO 0O0paboTKa KOop-
Heii mentunom CLE25 ctumynupoBajia 3KCIpeccuio
reHa AtNCED3 (NINE-CIS-EPOXYCAROTENOID
DIOXYGENASE 3), xonupymollero Kjai4eBoi ¢ep-
MeHT 6uocuHTe3a ABK mpu 3acyxe, a Takxke Kak
CJIEICTBUE — peaKIIUU 3aKPBITUSI YCTHUIL B JIMCTHSIX.
Crniocoonocts mnentuga AtCLE25 TtpaHcmoptupo-
BaThCs M3 KOPHS B MOOET ObLIa OATBEPKAEHA C MC-
MMOJIb30BaHUEM PAaOUOAKTUBHO MEUYEHOI'O CHUHTETH-
yeckoro AtCLE25, HakoTuIeHre KOTOpOTro HabJrona-
JIV B JIMCTBSIX TTOCJIe 0OpabOTKM KOpHEN. AKTUBHOCTD
npomoTopa reHa AtCLE25 nadmonanach B 6OKOBBIX
KOPHSIX, B KOHUMKAaX KOPHEU, B IIPOBOMSIIMX TKAHSIX
JINCTBEB, a TAKKE B IPOKAMOWM KOPHS. Y MyTaHTOB IO
reny AtCLE25, onydyeHHbIXx ¢ moMmoinbio CRISPR-
Cas9-orocpe1oBaHHOIO PEeNaKTUPOBAHUS, a TaKKe Yy
pactenuii c PHK-unTepdepeHimeii rena AtfCLE2S5 npu
BO3IEMCTBUM 3aCyXxu He HaOmomanach aKTHBALUS
akcrpeccun reHa AtNCED3, u kak cienctBue, He
npoucxoaunao HakomjaeHue ABK B TuCThSIX, xapak-
TepHOE IS paCTeHMI TMKOTO TUIIA MPH JeTuapara-
nuu. Kpome Toro, myrantsl 1o reny CLE25 neMoH-
CTPUPOBAIM OOJNBIINE TIOTEPU BOABI U ObLIM OOJiee
YyBCTBUTEIBHEI K 3aCyX€, 10 CPABHEHUIO C PACTEHU -
sSIMU TUKOTro Tuma. {Jisi BeISIBIEHUSI BO3MOXHBIX pe-
nenropoB nentuma AtCLE25 aBropsl oueHmIm 3¢-
¢eKT ero BO3OeCTBUS Ha CEPUI0O MyTAaHTOB C Hapy-
IIEHUSIMM B TeHaX, KOOUPYIOLIMX pPELEHTOPbI
nentuaoB CLE, 1 oGHapyXWiu, 4TO Y IBOMHOTO My-
TaHTa bam -5 bam3-3, Takke XapaKTepU3yIOIIEeTOCs
MOBBIILIEHHOI YyBCTBUTEJIBHOCTBIO K 3aCyXe, HE Ha-
omroganach aktuBauus ouocuHre3a ABK B jucThbsIx
npu oopabotke mentunom AtCLE25. ITpu atoMm, Kak
ObUIO MOKAa3aHO C MOMOIBIO NMPUBUBOK, UMEHHO
MYTaHTHBIA T€HOTUII moOera omnpencisyl YyBCTBU-
TeIBHOCTD pacTeHus K BozaeiictBuio AtCLE25. Ha
OCHOBAHMM 3TUX JAaHHBIX aBTOPHI IPEANOJIOXUIN,
yto peuentopamu AtCLE25 B JIMCTbIX MOTYT OBIThH
peuenTopHbie KuHa3el BAM1 1 BAM3 [72].

B HenaBHeM HcCcliefOBaHMM TakK:Ke OBLIO MOKa3a-
HO, YTO Hapsay C €ro y4acTUEM B peaKlUsX B OTBET
Ha 3acyxy, nentun AtCLE25 HeobGxomuMm nJist pa3Bu-
TUS GPIIOAMBI: MyTalus B reHe AfCLE25 mpnBoania K
3ajiepKKe JuddepeHIUPOBKU KIEeTOK (PJI03MBbI, IPpU
sToM nopasieHue dyHkuuu AtCLE25 ¢ momMomibio
“medeKTHOro” IenThaa, HECYIIero 3aMeHy KOHCep-
BaTUBHOTO riauiyHa B 6 monoxenuu CLE-nomeHa Ha
TpeonnH (G6T), TakxKe HapylIalo pa3BUTUE (DIIO-
SMBI ¥ O0YCIIaBIIMBAJIO (hOPMHUPOBAHNE YKOPOUSHHO-
ro kopHs [73]. C moMollblo aHaarM3a MyTaHTOB, He
YyBCTBUTENbHBIX K AciicTBuIo nenTtuga AtCLE25, 6b1-
JIO TIOKA3aHO, 4TO BeposITHEIM penieritopoM AtCLE25
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B KopHe sBisieTcsa penenTopHas KmHasza CLERK
(CLE-RESISTANT RECEPTOR KINASE), dop-
mupyitoias Komruiekce ¢ CLV2 [73]. Takum o6pasom,
HapsIIy C y9aCTUEM B JaJIbHEM TPAHCIIOPTE U CUCTEM-
HOM KOHTpPOJI€ peaKIMii Ha 3aCyXy Uyepe3 peLienTOPbI
BAM1/BAM3 B nucre, nentua AtCLE25 Takxe neii-
CTBYET JIOKQJILHO B KOPHE Yepe3 PeleITOPHBIA KOM-
mieke CLERK/CLV2, peryaupyst dopMupoBaHUe
¢iosmel. [Ipu 3TOM, MO-BUAMMOMY, IJIs HaJbHETO
tpaHcriopta AtCLE25 110 KCmeMe B TTo0OeT B XOJIe OT-
BeTa Ha 3acyxy, onucaHHoro B pabdorte Takahashi c
coaBT. [72], HeoOX0AMMO TIepeMellleHUe 3TOTOo TIeTl-
THAA U3 (PIO3MBI B KJIIETKM KCUJIEMBI.

2. HENITUABI CEP KAK CUCTEMHBIE
PEI'YJIATOPHI PASBUTUA

VY Arabidopsis nenitunpl CEP 0bu11 MaeHTUhUIIN -
poBaHbl in silico mpu CKpUHMHIE OEJIKOBEIX Ce-
MEICTB, collepXKallluX CTPYKTYPY, XapaKTepHYIO ISt
ITTMII — KopoTKuii KOHCEPBAaTUBHBIN TOMEH BOJIM-
3u C-koHua. Co3peBanue CEP, xak u menTtumgoB
CLE, cBs13aHO C IPOTEOJIM30M U MTOCTTPAHCIISIIIMOH -
HBIMYU MOAU(MUKALIUSIMUA B KOHCEPBATUBHOM JOMEHE
(ruopoKCcUINpPOBaHUEM OCTAaTKOB IIpojnHa) [5]. 3pe-
able ientuabl CEP coctogat n3 15 aMMHOKUCIOTHBIX
OCTaTKOB U coaepxKaT 2—4 ocTaTKa Ir'MIApOKCUIIPOIN-
Ha. B otmmune ot CLE, KoTophle 0OHapY:KEeHBI TazKe
y 3eeHBIX Bomopocieit [74], nentunsl CEP HalineHBI
TOJIbKO Y CEMEHHBIX pacTeHU: TaK, y Arabidopsis BbI-
saBieHo 15 renoB CEP [75].

®dynkuyu nentugos CEP cBsi3aHbBI, TO-BUINMO-
MY, B OCHOBHOM C pa3BUTHEM KOPHEBOIl CUCTEMBI, B
TOM 4YHUCJIe — C KOHTPOJIEM Pa3BUTHSI OOKOBBIX KOP-
Heii M KIyOEHBKOB M OTBeTa Ha aOMOTUYECKUit
cTpecc, B OCOOEHHOCTH Ha OeULINT a30Ta, IIPU 3TOM
OHM CITOCOOHBI JeiiCTBOBaTh CUCTEMHO Ha JaJbHUX
PaCCTOSTHUSX OT MeCTa CBOETO CUHTe3a (CM. HIKeE).

Peeynayus sxcnpeccuu CEP
¢ yuacmuem numpama u opyaux pakmopos

V apabunoricuca reanl cemerictsa CEP skcripeccu-
PYIOTCSI TPEUMYILIECTBEHHO B KOpHE U cTebJie, akTUBH-
pysICb MPU HEJOCTATKe a30Ta B Cpede U TMpU AeUCTBUU
JIPYTUX CTPECCOBBIX (haKTOPOB, TAKMX, KaK TMOBBIIIEH-
HOe colepxKaHue XJIopuaa HaTpUsl B cpelie U U3OBITOK
yriaexkucioro rasa. s rena AtCEP3 apadbugoricuca
Obl1a ToKa3aHa HauOoJiee cujibHasi aKTUBallUS B
KOPHSIX MPU HelocTaTKe a3oTa B cpene. bojee Toro,
MyTaHT o reny AtCEP3 xapaktepu3oBaics Ooliee
pa3BUTOI KOPHEBOM CUCTEMOI MpU AeHACTBUM pa3-
JIMYHBIX CTPECCOBBIX (paKTOPOB, B YACTHOCTH, TPU
HeJaoCcTaTKe a30Ta U MPU 3aCOJIEHUH, TTI0 CPAaBHEHUIO
C pacTeHUSIMU NUMKOTO TUIA; TOrJda Kak MpU pocTe
Ha CTaHJIapTHOI cpelie ero OTIMYUs OT AUKOTO TUIIA
He TIPOSBJISUIUCH [ 76]. DTH TaHHBIE TTO3BOJISIIOT MIPEI-
nonoxuth ponb mentunoB CEP, B ocobeHHOCTH
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AtCEP3, kak HeraTMBHBIX PETyISITOPOB Pa3BUTHS
KOPHEBOI CUCTEMbI B CTPECCOBBIX YCIOBUSIX.

2.1. PELIEIITOPBI CEP —
CHUCTEMHBIE PET'VJIATOPHI OTBETA
HA HEJOCTATOK A30TA

B pa6ore Tabata ¢ coaBT. OBLIN BEISIBJICHBI pelierT-
Topsl ntentuaoB CEP: pannoakTMBHO MeYeHBbI CUH-
tetudeckuii nentug AtCEP1 apabunoricuca coemnu-
(¢UYHO CBS3BIBAJICS in Vitro ¢ KMHAa3aMM CEMENCTBA
LRR-RLK AtCEPR1 u AtCEPR2 (CEP RECEPTOR),
MPU 3TOM MYTaHThbI 1o reHaM AtCEPR1/2 Oblnu He-
JyBCTBUTEIBHBI K 00padoTke menruanoM CEP1 npm
OILIEHKE €ro BJMSHUSI Ha pocT KOpHS [77]. AKTUB-
HocTb npoMoTopoB AtCEPRI n AtCEPRZ2 Habmona-
JJach B MPOBOIMAIIEl CHUCTEME JIHMCThEB, IJIaBHOIO
KOpHSI U OOKOBBIX KOpHeit. [IBoitHbIe MyTaHTHI cerp [
cerp2 XxapaKTepU30BaIUCh YBeIUYEHUEM IIJIMHBI 00-
KOBBIX KOpPHEI, IMPH 3TOM CXOXMil (DEHOTHII, HO B
MEHBbIIIEN CTEMeHU TIPOSIBICHUS, HaOIomaiIcsa U y
OOMHOYHOI'O MyTaHTa cerpl, HO HE y MyTaHTa cerp2,
Ha OCHOBAaHMU 4YE€ro aBTOPHI IIPEIIIOJIOXIIM, YTO
nMeHHOo CEPRI1 urpaer onpenessiioniyio pojib B pe-
nenumy AtCEP1 u 3ammycke mociaeayonmx peakiiii,
MIPUBOISIINX K MOAABJICHMUIO pocTa KopHs. [Tomumo
3TOr0, Y MYTAHTOB cerpl cerp2 TakKe HaOII0masCs
PSLI TIPU3HAKOB, XapaKTEPHBIX JJIsl paCTCHUIA, UCIThI-
TBHIBAIOIIMX TOJIOJaHME II0 a30Ty: HAaKOILJICHUE aHTO-
1aHa, 6JieTHO-3€JICHbII LIBET JIUCTHEB, YKOPOUECHME
nmobera, B CBSI3U C YeM aBTOPbI MPEANOIOXMIN, YTO
AtCEPI1 u ero peentopbsl MOTYT pETYJIMPOBaTh 3KC-
MPECCUIO0 TEHOB, BOBJICYEHHBIX B ITOTJIOIIEHUE U Ha-
KOIUICHNE a30Ta B pacTeHusIX. Y IeiiCTBUTEILHO, Y MYy-
TAHTOB cerpl cerp2 ObUIa 3HAYUTEIHLHO CHIDKEHA 3KC-
npeccust TeHa HUTpaTtHoro TpaHcrnoprepa NRT2.1, u B
MeHblleil crernieHn reHoB NRT3.1 u NRTI.1. Obpa-
o0otka 3k3oreHHBIM AtCEP1 mpnBommia K akTuBaimm
akcnpeccun reHa NRT2. I naxke B yCJIIOBUSIX BEICOKOTO
COJIep>KaHMsI a30Ta Y paCTCHUIA IUKOTrO TUIIA, HO HE Y
MyTaHTOB 110 TeHy AfCEPR 1. TakuuM o6pa3oM, eI T,
AtCEP1 omocpenyer oTBeT Ha HEIOCTAaTOK a30Ta B
cpene, neiictBys yepes peuentop AtCERP1 [77].

Taxske paHee ¢ MCITOJIB30BaHUEM CHUCTEMBI “split
root”, TIpA KOTOPO KOPHEBYIO CHUCTEMY DPaCTEHUS
pas3nesisioT Ha ABE YacTU M ITOMEIIAlOT B pa3HbIe
yCJIOBUSI (HAIIpUMEDP, OMHY YaCTh KOPHEBOI CUCTEMbI —
B Cpelly C BBICOKUM COJIep>KaHUEM a30Ta, IPYrylo — ¢
HU3KUM COiep>KaHUEM a30Ta), ObLIO IOKA3aHO, 4TO B
reTePOreHHOM MO0 COAEPXKAHUIO a30Ta Cpele, ToJIoaa-
HUeE I10 a30Ty B OTHOM YaCTU KOPHEBOM CUCTEMBI MO-
XKET MPUBOIUTH K CTUMYJISILIMKA Pa3BUTUSI OOKOBBIX
KOpPHEM U K YCUJICHUIO 3KCIIPECCUM TeHOB HUTpPAT-
HBIX TPaHCIIOPTEPOB B TOI YacCTU KOPHEBOM CHUCTe-
MbI, KOTOpasi HAaXOJAUTCSI B Cpelie C BEICOKUM COaep-
KaHUEM a30Ta, IS KOMIIEHCAlMUM HeIOoCTaTKa IIOo
a30Ty y pacteHus B 1enaoMm [78]. Kak oka3anock, Ta-
Kas CUCTEMHasl peaklysl ONocpeaoBaHa IeiCTBUEM
nentunoB CEP n ux peuenrtopos [77]. Tak, B oTian-
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Yyye OT JUKOro TUIIA, Y MYTaHTOB ceprl cepr2 He Ha-
01101aJIOCh CUCTEMHOI aKTUBALIMM 3KCIIPECCUU Te-
HOB HUTpATHBIX TpaHcrnopTepoB NRT2.1, NRT3.1 u
NRTI.1 B KOpHSIX, HAXOISIIINXCI B Cpelie BEICOKUM

cogepxaHueM aszora (¢ godasiaeHueM 10 MM NO;),
IIPUY UCIIOJIb30BaHUM cCTeMBI “split root”. boiiee To-
ro, B cpelie C BBICOKMM COIep:KaHUEM a30Ta IIpu 00-
paboTKe OOHOIM YaCTU KOPHEBOI CUCTEMBI CUHTETH -
yeckuMm nentuaoM AtCEP1 Habmonanachk akTuBamnus
aKcrpeccun reHa NRT2. 1 kak B 00pabOTaHHBIX, TaK U
B He 00padotaHHBIX AtCEP1 KOpHSX, 9TO yKa3pIBacT
Ha 1o, uTo AtCEP1 omnocpenyeTr cucTeMHYIO aKTUBa-
LI1IO 3KCIIPECCUM T€HOB HUTPATHHIX TPAHCIIOPTEPOB.

IMockonbky rennl AtCEPRI n AtCEPR2 sxcnipec-
CUpPYIOTCS KaK B KOpHE, TaK M B HaA3eMHOII 4acTu
pacTeHui1, BO3HUK BOIIPOC O TOM, IeHACTBYET JIU IIeM-
tia AtCEP1 Ha TpaHCIIOPT HUTPATOB MECTHO MJIU Ke
TpaHCOOPTUPYETCS B MoOer. br1o moka3zaHo, 4TO CH-
cremHoe neiictBue AtCEP1 ocymiecTBisieTcss yepes
peLenTophl, padoTaloliue B Io0ere, MOCKOJbKY B
SKCIEPUMEHTE C IMPUBUBKAMU ITOOETOBOIl YacTU OT
IBOMHBIX MYTaHTOB ceprl-1 cepr2-1 Ha KOPHEBYIO
YacTh PaCTeHUI TUKOTrO TUIIA 00pabdoTKa YacTH KOp-
Heit nentunoM AtCEP1 B cucteme “split root” He BbI-
3bIBajla aKTUBaLMK dKcrpeccun NRT2. 1 Hu B omHOM
13 yacTeit KOpHeBoii cucTteMsl [77].

Kakme ke ¢pakTopsl onmocpenyloT Iepeaady CUr-
Haa ot perenrropoB CEP n3 mobera B Kopens? B pa-
o0ote Ohkubo ¢ coaBT. ObLIO MOKAa3aHO, YTO y apabu-
JIoricuca npu oopadorke kopHeit nentugoM AtCEP1
B KJIETKaX (DJIO3MBI JIMCTA IIPOUCXOAUT 3aBUCUMAs OT
AtCEPR1 aktuBaums akcrnpeccun reHoB CEP
DOWNSTREAM 1 (CEPDI) u CEPDZ2, xogupyio-
X TOJITIENTUABI ceMeiicTBa 10 riyrape J0KCMHOB
IIT xmacca [79]. AHanmu3 CBEPX3KCIIPECCUU TEHOB
AtCEPDI n AtCEPDZ2, a Takxke IBOMHBIX MYTaHTOB
cepdl cepd2, nokazan, uto AtCEPD1 u AtCEPD?2 ot-
BETCTBEHHBI 32 CUCTEMHYIO aKTUBALIUIO B KOPHSIX 3KC-
Mpeccuy TeHa HUTpaTHOro TpaHcnoprepa NRT2.1, HO
He aByx npyrux reHoB, NRT3.1 v NRT1I. I, sxcripeccus
KOTOPBIX, KaK ObLIO TTOKa3aHO paHee, aKTUBUPYETCS
npu oodpadorke nentunom AtCEP1 [77, 79]. Akrtus-
HOCTB IIpoMoTopoB AtCEPD 1 n AtCEPDZ2 nadmonaiach
BO (pyiosMe JucTa, TIPU 3TOM B KOPHSIX TPAHCKPUIITOB
reHoB AtCEPD] u AtCEPD2 He ObUIO BBIABICHO OAXKE
nocne oopadorku ierrrunoM CEP1. Bmecre ¢ atuMm, -
opunneiii 6e1ok GFP-AtCEPDI1 nokanu3oBajcs B
IIPOBOSIIIEH cCCTeMe KOPHSI, B KJIETKaX (QJIOOMEI, a
TaK>Ke B KJIETKaX 9HIOJIEPMbI, 11 €70 KOJIUIECTBO YBeE-
JIMYUBAJIOCh Kak Ipu obopadotke nerntuaoM AtCEPI1,
TaK ¥ IIpA HEAOCTATKE a30Ta B cpene [77]. DTu maHHbIE
CBUIETEIIBCTBYIOT O TOM, 4TO TroymrenTtuasl AtCEPD
BBICTYMNAIOT B POJU MOOWMJIBHBIX CUTHAJIBHBIX MOJIe-
KyJ1, TPAaHCOOPTUPYIOIINXCS 110 (h1osaMe 13 rmodera B
KOpeHb B OTBET Ha akTuBaimio perentopa AtCEPR1
B nobere. DTOT BbIBOA ObLI MOMOJHUTENHHO IO~
TBEPXKIEH dKCIEPpUMEHTAMHU C IIPUBUBKAMU, IO TH-
opunubiii 0en1ok GFP-AtCEPDI BeIgBISIIM B KOp-
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HEBOIl YacTW pacTeHUS, HeCylleil MyTallMi B TeHax
AtCEPD (cepdl-1 cepd2-1), B ctydae, Koraa B moode-
TOBOI YaCTU pacTeHUSI IKCIIPECCUPOBAJICS TMOPUI-
Hblil rTeH GFP-AtCEPD1 [79].

Kpowme Toro, coBcem HenaBHo Ota ¢ coaBT. OOHa-
PYXUJIK y apabuaoricuca elle ABa reHa, UMEIOIINX
OoubIIoM TIpo1eHT cxonctBa ¢ AfCEPD I, Ha3BaHHBIX
AtCEPD-like 1 (CEPDL1) u CEPDL?2 [80]. Ux cBepx-
SKCIIPEeCCHs] TakKKe MPUBOAUIA K AKTUBALIUU 2KC-
npeccurt NRT2. 1 B KOpHSIX, TaxKe B Cpelie C BEICOKUM

conepkanueM asora (10 MM NH,*, 10 MM NO;), nipu
5TOM aHAaJIU3 TPAHCKPUIITOMA PACTEHUI CO CBEPXIKC-
npeccueit A\CEPDL 2 nokaz3ain, uro AtCEPDL2 ctumy-
JIUpYyeT 3KCIPECCUI0 TeHOB, KOAUPYIOLIMX TaK Ha3bl-
BaeMble HUTPATHbIE TPAHCHOPTEPHI C BHLICOKOM ad-
¢unHocThIo (high-affinity nitrate uptake), Takue Kkak
NRT2.1, NRT2.2, NRT2.4, NRT3.1, a Takxke NRT1.5,
OCYLIECTBJISIIONINI 3arpy3Ky HUTpATa B KCUJIEMY IS
ero TpaHcropTa 13 KopHs B moder [80]. Kak u ero ro-
monoru AtCEPDI1 u AtCEPD?2, 6enok AtCEPDL?2
TpaHCIIOPTUPYETCS M3 mobera B KOPeHb 1o (ioaMe,
YTO OBLIO BBISIBICHO HAa OCHOBAHMU JIOKAJIU3alNU
aKTUBHOCTHU IPOMOTOPOB U OLIEHKMU (hIyopeclieHIIUN
rubpuaHoro 6einka GFP-AtCEPDL2. Ogxnako B oTm-
yne ot AtCEPDI v AtCEPD2, sxcnipeccust AtCEPDL2 B
nmobdere akTHBUPOBAJIACH TPU HEJOCTATKE a30Ta He3a-
BUCHUMO OT akTUBHOCTH peuieritopa AtCEPR1 u maxe
BBISIBJISLIACH B TT00O€ETaX, OTAEJICHHBIX OT KOpHEii, pu
HU3KMX KOHLIEHTPALMSIX a30Ta, HA OCHOBAaHUU Yero
aBTOPBI NPEANOIOXWIN, 4YTO 3Kcnpeccust At CEPDL?2
peryamnpyeTcs coliep:kaHueM a3oTa B rmooere [80].

Takum 06pa3oM, y pacTeHUIl CylIeCTBYET CIOXK-
Hasl peryJslus CUCTeMbI, OTBETCTBEHHOI 3a MOTIJIO-
IIEHWSI HUTpaTa B KOPHE, MHAYKIMSI KOTOPOI OCy-
IIECTBIIIETCS MapajUleIbHO ABYMS IMYTSIMU: TIPU HEe-
JOCTaTKe COIepKaHMsI a30Ta B Mobere — ¢ ygacTueM
AtCEPDL?2, a npu HemocTatke a3oTa B IOYBE — C
Y4aCTUEM CUHTE3UPYIOLIUXCS B KOPHSIX MOOUIBHBIX
nentunoB AtCEP u nx peuenrropoB AtCEPR, pa6o-
Tarlux B rodere [80].

Ilenmuoer CEP kak nokanvhbie pecyasmopbl
pazeumusi 60K08bIX KOpHell

Hapsiny ¢ cucteMHBIMU peaklMsSIMU Ha HeaoCTa-
Tok aszora, nentuael CEP, kak mpenmonaraercs,
YYaCTBYIOT TaKXKe B JIOKAIbHOM PEeryIsiiuy pa3BUTUS
00KOBBIX KOpHeii. Tak, y apabuaoricuca aKkcnpeccust
reHa AtCEP5 nogaBisieTcss ayKCMHOM M aCCOLIMMPO-
BaHa C paHHUMU BTallaMM pa3BUTHUsI OOKOBOIO KOp-
Hs1: AtCEP5 s3KcripeccupyeTcs B KJIeTKax IMepUIINKiia
pSIIOM € (PJIOPMHBIM MOJIIOCOM, T.€. PSIIOM C cCaliTaMu
WHULIMALUMY OOKOBOTI'O KOPHSI, HO HE B HUX caMuX (Y
apabujoricuca MHULIMAlKS pa3BUTHUSI OOKOBOTO KOp-
HSl MPOMCXOAUT B KJETKax MepUlIMKIa HampOTUB
KCUJIEMHOTO T10Jifoca). B aTux xXe KeTkax, coriacHO
maHHbIM Roberts ¢ coaBr. [81], akcnpeccupyeTcst TeH
AtCEPR I, XoTOpBIli KOTUPYET TIpPeanoiaracMbIii pe-
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nenTop nentuaa AtCEPS, mockonbKy MyTaHTHI cepr 1
ObLIM HEYYBCTBUTEJBHBI K 3K30I€HHOI 00paboTKe
cunretrndyeckuM nentunomMm AtCEPS. Ha ocHoBaHuUM
ITaHHBIX o cBepxaKcnpeccnn u PHK-nmATEpdEepeH-
uuu reHa AtCEPS, a Takke pe3yabTaToB 9K30TeHHOMN
0o6pabotku pacteHuit nentunom AtCEPS, mokasaHo,
yro AtCEP5 monapnsieT pa3Butre OOKOBBIX KOPHEIA).
VY myranTa no reHy AtCEPRI (TakxXe W3BECTHOMY
Kak XIPI, ot aurn. XYLEM INTERMIXED WITH
PHLOEM 1) nabmomanoch CHIDKEHHE YKCIa 00KO-
BBIX KOpHEI1, HA OCHOBAaHMM YEr0 aBTOPHI IIPEAII0JIO-
xwan, yro nentun AtCEPS nokaiabHO momaBisieT
pa3BuTHe OOKOBBIX KOpHEI, HETATUBHO PETYIMPYS
pa6oty peuentopa AtCEPRI1/XIP1 — nmo3utuBHOro
peryastopa ux pa3putus [81]. Poab nentunos CEP B
JIOKAJIbHOM PETy/ISILMKU Pa3BUTHUSI OOKOBBIX KOPHEM
ObLlTa TaKXKe MOKa3aHa JJIsl IIOLIEPHBI: CBEPXIKCIIPEC-
cus reHa MtCEPI B KynbType 60poaaThix KOpHEil B
OTCYTCTBUHM ITOoO€ra mojaBjisjia pa3BUTHE OOKOBBIX
KopHeit [82].

2.2. POJIb CEP B KIIYBEHbKOOBPA3OBAHHNHA

A3zotdukcupylone KiyoeHbKU (OPpMUPYIOTCS
Ha KOpPHSIX 0000BBIX pacTeHUI MpU CUMOMO3€ C TT0Y-
BEHHBIMU OaKTepUSIMU PU300USIMU MPU HETOCTaTKe
a30Ta B MOYBE, U B 3TOM OTHOIIIEHUU UX (hOPMUPOBaA-
HUeE TaKXKe SIBJISIeTCSI peakluueil Ha fepuut azora. Y
MOJIeBHOTO 0000BOTO pacteHust M. fruncatula obpa-
ootka nierrtuaoM MtCEP1, a Takke cBepXaKcIpeccus
MtCEPI ctumynvpoBaia (opMUpOBaHUE KITyOEHb-
KOB U MPU TOM IOJaBJsIa 3aKJIaaKy OOKOBBIX KOp-
Helt [83]. bonee Toro, ahdekTomM 00pabOTKM I3K30TCH-
HbeiM nrenTuaoM MtCEPI1, a Takke cBepXaKcIpeccuu
MtCEPI aBnsietcst (popMupOBaHNE TaK HA3BIBAEMBIX
caiitoB CCP (circumferential cell proliferations) — ne-
PUOINYECKHU PACIIOJOXEHHBIX “B3AyTUI” Ha KOPHE,
BO3HUKAIOIINUX B pe3yjibTare npoiardepalu KIeToK
MepuLKKIa, KOpbl U 3nuaepMuca. B yactu Takux
CaliTOB HAOJIOJAJIN OJIOKMPOBAHHBIE B pa3BUTUU 00-
KOBBIE KOpHHU, a n3 yacTt caiitoB CCP nmpn MHOKYITSI-
UM PU300MSIMU Pa3BUBAINCH (DYHKIIMOHUPYIOIINE
cuMbuotndeckue KiryoeHbku [83]. KiybeHbku, dop-
MUpyonmecs npu cepakcrpeccunt MtCEPI n oopa-
ootke MtCEP1, pa3BuBanucek ObICTpee, XapaKTepu-
30BAJIUCh OOJIBIIMMU pa3MepaMu U 0oJiee BBICOKOI
HUTPOT€HA3HOU aKTUBHOCTHIO, IO CPABHEHUIO C KOH-
TPOJIEM, 1aXKe TIPU BBICOKOU KOHLEHTpAllUW HUTpATa
B cpene (mo 25 MM) [83].

V mronepHBl OBIT OXapaKTepW30BaH MYTaHT cral
(compact root system architecture 2), XapakTepu3ylo-
IIUICSI YKOPOYEHUEM KOpHS U YBEIWYEHUE YMCIIA
0okoBBIX KopHei [84]. Kpome Toro, y myTaHTa cra2
ObLIIO TaKXKe CHUXKEHO YMCJIO 00pa3yIoIlINXCsl CUM-
OMOTHYECKUX KIIyOSHBKOB, IIPU 3TOM 3 (eKT IToaaB-
JIeHnsI KIIyOeHBKOOOpa3oBaHME HaOMoOmaicd yxXe Ha
paHHUX 3Tarnax pa3BUTUSI TpUMOpPaus, Ha 1—3 IeHb 1o~
CJle MTHOKYJISILIAY, Y TIPOSIBIISICS. HE3aBUCHUMO OT BJIVSI-
HUSA cra2 Ha ykopodeHue KopHs. I'en MtCRAZ2 skc-

IIpeccupyeTcs B IIPOBOISAIIEH cCuCTeMe mobera, Kop-
HSI, B IPUMOPAUSIX OOKOBBIX KOPHEN U KIIYyOCHBKOB,
a B 3peJIbIX KIIyOeHbKaX — B allMKAJILHOM MEpUCTEME
U B IIepudepruIecKUX IIPOBOIIIINX ITyIKax. DKCIe-
PUMEHTHI C HMCIIOJIb30BaHMEM MNPUBUBOK IMOKa3aJlu,
yto MtCRAZ2 nokanbHO (Ha ypoBHE KOPHEBOI1 yacTu
pacTeHUsI) peTryJIMpyeT pa3BUTHE OOKOBBIX KOPHEH 1
CHCTEeMHO (C yJacTHeM IT0OETOBOM YaCTH paCTEeHUST ) —
pa3BUTHE CUMOMOTHMYECKUX KiIyOeHbKOB [84]. I'eH
MtCRA2 xomnpyeT pelenTop-IIoOgo0HyI0 KWMHA3y C
JneinuH-60orateiMu ToBTOpamMu (LRR-RLK) u ge-
MOHCTPUpPYET HauOOJIbIIIEe CXOICTBO C TEHOM apadu-
noricuca AtXIP1 [84], TIpOOyKTOM KOTOPOTO SIBJISIET-
ca peuenrop nentugoB CEP [77]. MyTaHT 110 reHy
MtCRA2 oxazajicsi HEUyBCTBUTEJIbHLIM K AEHCTBUIO
MtCEPI. B pabore Mohd-Radzman ¢ coaBt. OBIIIO
nokaszaHo, 4yto 3¢pdektr MtCEP1 Ha pa3Butne cum-
OMOTUYECKUX KITyOEHHKOB U OOKOBBIX KOPHEH Y JIO-
nepHbl 3aBucuT oT MtCRA2, 4To Hapsmy co cxo-
ctBoM ¢ AtXIP1, yka3piBaeT Ha BO3MOXKHYIO POJIb
MtCRA2 B penenuuu MtCEP [82].

O6pabotka nentuaoM MtCEPI psina MyTaHTOB C
HapyllIeHNeM pa3BUTUsS KITyOEHBKOB, Ae(EeKTHEIX 110
KOMITOHEHTAM CUTHAJIBHOIO KacKaaa, aKTMBUPYEMOTO
pHU300UsIMHU, HEe OblJIa CIIOCOOHA MHAYLIMPOBATH KITy-
0eHbKOOOpa30BaHNeE, HO IIPY 3TOM BhI3EIBaJjla II01aB-
JIEHVE pa3BUTUS OOKOBBIX KOPHEIi, YTO YKa3bIBaeT Ha
CYIIECTBOBAaHME HE3aBUCUMBIX IIyTE peryJsiliuu
pa3BUTHSI KITyOEHBKOB 11 OOKOBBIX KOPHEI C y4acTH-
eMm MtCEPI. Tak, y cylepKiIyoeHbKO0Opa3yIolIero
MyTaHTa JitoliepHbl Mtsunn ¢ HapyieHueM AON, oopa-
6orka MtCEP1 npuBoauia K elie 00JIbIIeMY YBeInIe-
HUIO YMCIa KITyOeHHKOB 1 K YMEHBIIEHUIO KOJTNIECTBA
OOKOBBIX KOpHEM IO CPaBHEHUIO C KOHTPOJIEM, TIpU
STOM HAOJIIONANOCh YBEIUYECHUE TPaHUIl 30HBI KOP-
HsI, B IIpeAesiaX KOTOPOI MPOMCXOOUT 3aKjIaaKa KiIy-
OeHbKOB [82].

B npoTHBONON0XHOCTB 3TOMY, Y IPYTOr0 CynepK-
JIyoeHbKOOOpasymwliiero myranta, Mtein2/sickle (ski),
XapaKTepUu3yIolIerocs IMojaBjieHeM Tepeaayr CUr-
HaJjla 3TUJIeHa, yBEJIMUYEHUEM Ynciia cCaliTOB UHUIIN-
poBaHUSI KOpPHS pU300UsIMM (TUNepuHGEKIIMe) 1
¢dopMupoBaHUEeM HU3OBITOYHOIO YMCIA HE3PeabIX
KJIIyOEeHBKOB, YacTO “CIMTHIX” OAPYT C IPYyroMm, obpa-
o6otka nentuagoM MtCEPI wiu cBepxakcrpeccust y
Takoro MyraHra reHa MtCEP] He BBI3bIBaJIa YBEJIU-
YEHUSs Yrciia KI1yOeHbKOB WM pacllIMpeHusl TpaHUIl
30HBI KJIIYyO€HbKOOOpA30BaHUSI B TIpeneiaax KOPHSI.
IMponykt rena MtEINZ2 — oproJjor 6enka EIN2 apa-
ouporncuca, lIEHTPAIBHOTO PETYJISITOPa KIETOYHOTO
OTBeTa Ha 3TUJIeH [85]; y IIOLIEpHBI OH TaKXKe SIBJISIET-
CSl HeraTMBHBIM PEryJisiTOpoM KJIyOeHbKOoOOpazoBa-
HUS U OTNOCPENYET HEraTUBHOE BJIMSIHUE 9TUJIEHA Ha
3aKJIaJKy U pa3BUTUE CUMOMOTUYECKUX KIIYOCHBKOB.
Cremyet OoTMETUTB, 4YTO 00pabdoTka rentunoMm MtCEP1
pacTeHuid JUKOTro TUIla TakKXke MPUBOJAWIA K TUIe-
PpUHGEKIIMY pU300USIMU 1 YBEIUYEHUIO TOJIU “CIIU-
TBIX” KJIyO€HbKOB, TIpUYEM 3aKjIaaKa 60JIbIIEero mpo-
IIeHTa KIIyOeHbLKOB Habmogaiach HalIpoTUB (hII03M-
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HOTO TToJIfoca (B OTJIMYKE OT KOHTPOJIS, TIe 3aKjIagKa
KJ1yOEHBKOB ITPOMCXOAUT HAIIPOTUB KCUJIEMHOTO IT0-
moca). Bce 3Tv mprU3HAKM TaKKe XapaKTePHBI TSI My-
TaHTOB skl [86]. Ha ocHOBaHUM 3TUX JaHHBIX U JaH-
HBIX IT0 COBMECTHOM 00paboTke nentunoM MtCEP1 n
npeamecrBeHHUKOM 3TiiieHa ACC, aBTOpBI ITPeaIio-
JIOXWIA, 9To cTuMysmpytomnii adpdekr MtCEP1 Ha
KJIyOeHBbKOOOpa30oBaHE MOXKET OBIThH CBSI3aH C I1O-
nmasineHrneM MtEIN2-onocpenoBaHHOTO 3TUJIEHOBOTO
curHasmHTa [82]. B coBOKYITHOCTH, HaHHBIE TTOTYyYeH-
HBIe B pabote Mohd-Radzman ¢ coaBT., yKa3bIBalOT
Ha To, uto Ierrtug MtCEP1 nonasisieT MTHTMOMpPYI0-
it 3PdexT 3TNIIeHa Ha 3aKJIaIKy KIIyOeHBKOB, 3a-
BrucuMbIM oT MtCRA2 criocooom [82]. Takum oOpa-
30M, MtCEP1 u ero BeposiTHbIlt perientop MtCRA?2
PETYIUPYIOT 3aKJIaaKy OOKOBBIX KOPHEN 1 KIIyOeHb-
KOB 3a CYET aKTHUBallMU JABYX PA3JIMUHBIX PETYJISITOP-
HBIX ITyTeii: MepBbIil MyTh CBSI3aH C CUCTEMHOIA (Yepe3
¢dyakumonupylomnii B modbere MtCRA2) aktuBanu-
el KIIyOeHhbKOOOpa3oBaHUSI 3a CYET IOJaBJICHUS
aTuiieH-MtEIN2-onocpeoBaHHOTO WHTMOUpPOBa-
HUS KIIyOeHbKOOOpa30BaHUS; BTOPOI ITyTh CBSI3aH C
JIOKaJIbHBIM (uepe3 (byHKIMOHUPYIOIIUNA B KOpHE
MtCRA?2) uHruoupoBaHUEM 3aKJIaaK1 OOKOBBIX KOP-
HEM, He 3aBUCSIIAM OT STUJICHOBOI'O CUTHAJIMHTA.

Kpome Toro, coscemM HemaBHO OBINT OIMCAaH €IlE
OIVH MeXaHU3M, 3a cueT kotoporo MtCEP1 u ero npen-
nojaraeMblii petientop MtCRA2 cniocoOHbI CTUMYJIU-
poBaTh KiryoeHpKooOpa3zoBaHue [50]. Gautrat ¢ coaBT.
UACHTUPULIMPOBAIIN Y JOLepHBI M. truncatula reHbl
MtCEPDI n MtCEPD2, romonoru reHoB AtCEPDs,
MPOAYKTaMU KOTOPBIX y apabumoricuca SIBJISIOTCS
MOOUJIbHBIC MOJUIECNTUIbI, TIEpeaalolie CUTHA OT
peuentopoB CEP u3 mob6era B xopeHb [50]. I'eHbl
MtCEPD] n MtCEPDZ2 akTUBMPOBAJINCH TIPU HETO-
cTaTKe HUTpaTa y JMKOTo THIMa, HO He Y MyTaHTa cra2
JIIOLEPHBI, HO IIPXA 3TOM B OTJIMYME OT apadUIOoNCu-
ca, y Kotoporo TpaHckpuntel AtCEPDI n AtCEPD2
OOHaApYXUBAIUCh TOJBKO B ToOOere, TpaHKCPUIMTHI
MtCEPDI v MtCEPD_2 y moniepHbl ObLIU BBISIBJICHBI
Kak B mmo0ere, Tak 1 B KOpPHE, YTO yKa3bIBaeT Ha BO3-
MoxkHoe yyactue MtCEPDI u MtCEPDZ2 B noKaib-
HOM peryjsaluy OTBETa HAa HEJOCTAaTOK HUTpaTa B
kopHe [50]. B oTBeT Ha MHOKYISIIINIO PU300OUSIMU,
ypoBeHb aKkcnpeccuu MtCEPDI v MtCEPDZ2 B 1iobe-
re He U3MEHSIICS, a B KOPHSIX HAOII0IaI0Ch, B IIPO-
TUBOIIOJIOKHOCTH OXUIAHUSIM aBTOPOB, YBEIUUYEHUE
skcnpeccuu MtCEPDI v MtCEPD2, ipu 3TOM TaKasi
aktuBaLms He 3aBucena or MtCRA2. Takum obpaszom,
BhISIBIIeHHBIE aBTOpamMu TeHbl MICEPD 1w MtCEPD21e
SIBJISIFOTCSI CUCTEMHBIMU PETYJISITOPAaMU KITyOeHBKO-
oOpazoBaHus B Iytu, aktuBupyemom MtCEPI1 u
MtCRAZ2, a, BeposSITHO, 337 iCTBOBAHbBI B JIOKAITLHOMN
peryJIsiM OTBETAa HA HUTPAT U MHOKYJISILIMIO PU300OU -
MU B IIpenesiax KopHs. B 3Toil Xe paboTe aBTOpPHI
TnpoBepui Bo3MoxxHoe ydactue B MtCEPI1-aktuBu-
pPYeMOM CUTHAJIbHOM MYTU IPYTOro paHee BbISIBJIEH-
HOI'0 CUCTEMHOTO peryisaTopa — MUKpoPHK miR2111,
KOTopas y JISIABEHIIa B OTCYTCTBUM PU300Uii TpaHC-
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MOPTUPYETCS U3 I100era B KOPeHb 1M ONOCPEAyeT Ie-
rpajgalyio TpaHCKpUNTOB reHa TML — wuHrudoutopa
KJTyOEHbKOOOpa30BaHMsI, TAKUM OOpa3oM, Jejasi Ko-
peHb “BOCTIPUMMYNBBIM” K (POPMUPOBAHUIO CUMONO-
3a ¢ pusobusamu [49]. Dkcrpeccusi BBISIBIEHHBIX
Gautrat ¢ coaBT. FTeHOB-IIpeIlIeCTBEeHHUKOB miR2111
Yy JIOLEPHBI ITOAABISIaCh B OTBET Ha MHOKYJISIIIUIO
pU300MSIMU, 1 TaK XK€, KaK 3TO paHee OBIJIO OITMCAaHO
w1 miR2111 ngaBeHIla, CHMXKaja coaepKaHue
TpaHCKpUNTOB TeHOB MITML 1/ MtTMLZ2, ipu 3TOM
Takas peryjsius 3aBUcCeia OT aKTUBHOCTU pellell-
Topa SUNN — kiiroueBoro komrnoHneHta AON y jio-
nepHHI [50].

Y MyTaHTa cra2 Obljla 3HAYUTEJIbHO CHUXKEHA DKC-
Ipeccusi FTeHOB-MIpeaiecTBeHHKOB miR2111 gaxe mo
VHOKYJISIIMU PU300USIMM, YTO COIIPOBOXIAIOCH YBE-
JIMYEHUEM KOJIMYECTBA TPAHCKPUIITOB OAHOTO U3 TO-
monoroB TML y mouepHbl, M{TML 1 — npenrioarae-
Mot mumeHn miR2111. Ceepxakcnpeccnss miR2111
MPUBOIWJIA K YBETMYEHUIO YMCITa KITyOEHBKOB Y MyTaH-
Ta cra2 N0 YpOBHSI, COIIOCTAaBUMOIO C JIUKWUM THUIIOM.
Kpome TOro, ypoBeHb 3KCIIpECCHUM T'€HOB-IIpEIIe-
ctBeHHUKOB MiR2111 u conepxxanue 3peabix miR2111
OBUIM MOBBILIEHBI IIPU HEZOCTAaTKE a30Ta, a TakKKe
npu cBepxakcnpeccun MtCEPI [50]. Ha ocHoBaHuM
MOJYYEHHBIX PE3YJIbTATOB aBTOPHI CAEIAIN BBIBOJ O
ToM, uTO Ttentua CEP1 1 ero BeposTHBII peLienTop
CRA2 onocpenytoT akTuBaluio akcrpeccna miR2111 B
OTCYTCTBUU UHOKYJISILIUU PU3OOUSIMU U ITPU HU3KOM
colepxxaHuu a3ora B cpeme. CorjaacHo JaHHBIM, I10-
JIy4€eHHBIM C IIOMOIIbIO IPUBUBOK, IJISI TAKOI pery-
Jsuuur Heobxonuma aktuBHocTh MtCRA2 B mmoGere.
Takum oOGpa3om, ypoBeHb miR2111, MoOMIBHOI
MmukpoPHK, Tpancroptupyromeiicst n3 moodera B KO-
peHb U CTUMYJHMpYIOLIE KIyOeHbKOOOpa3oBaHUE,
KOHTPOJIMPYETCS C yIaCTHUEM IBYX PETYJISITOPHBIX ITy-
teii: myTi CEP-CRA?2, MO3UTUBHO peTryInpyIOLIEro
Ki1yoeHbKooOpa3oBaHue, 1 nmytu CLE-SUNN, mo-
JIaBJISIIOIIETO pa3BUTHE KIIyOEHBKOB, a TAKXKe C YIETOM
coliepKaHMsI a30Ta B IOYBE U IPUCYTCTBUS a30T(HUK-
caTopoB — pu3obuii (puc. 1).

3. APYTUE ITPUMEPbBI CEKPETUPYEMBbIX
NEINTNI0B PACTEHMHA, CITOCOBHBIX
K JAJIBHEMY TPAHCIIOPTY I1O0 KCUJIIEME

B renome apabunoricrca maeHTU(UIIMPOBAHO OKO-
J10 1000 reHOB, MPEANONOXKUTETBHO KOAUPYIOIINX OeJI-
KU-TIpEAIIECTBEHHUKN IenTtumoB [87]. DyHKIUU
MHOI'MX 13 3THX MNEITUIOB €IIIe HE OXapaKTepU30BaHBbI,
1 BO3MOXHO, YTO HEKOTOPbIE 13 HUX TAKXKe CITIOCOOHBI
TPaHCIIOPTHUPOBATHCS 10 IIPOBOISIIIEH CUCTEME 1 OIT0-
CcpenoBaTh KOMMYHMKAIIMIO MEXKITY pa3HbIMU OpraHaMu
pacreHus1. [IpoTeoMHBIN aHAIN3 KCUJIEMHOTO COKA SIB-
JISIeTCsSl TIEPCIIEKTUBHBIM IIOAXOAOM JUISI BBISIBJICHUSI
MOTEHIIMAJIbHO MOOMJIBHBIX HMENTUAOB, OHAKO 3TOT
MOJIXO/l UMEET PSIJ TEXHUYECKUX OTPaHUUYCHUI, CBSI-
3aHHBIX C HEOOXOMMMOCTBIO IOJYYEHUST HOCTATOY-
HOIro KOJIMYeCTBa Marepuaja ISl MCCIeIOBaHUM, 1
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Puc. 1. Yuactue nentunoB CLE u CEP B cucteMHOM KOHTpOJI€ Pa3BUTHUSI CUMOMOTUYECKNX KIyOeHBKOB Y JIIOLIEpPHBI. Pu-
300uH, Beinesistst Nod-¢haKTopbl, aKTUBUPYIOT CUTHAJIBHBIN KacKal, MPUBOISIINI K (hOPMUPOBAHUIO IIPUMOPANEB CUMOUOTH -
yeckux KinyoeHbKoB. TM NIN aktuBupyetT akcrapeccuto reHoB CLE. INentunsl CLE (MtCLE12, MtCLE13) TpancnopTupy-
IOTCS U3 KOPHE 1o KcriiemMe B mooer, Tae Bo (iosme sncta oHM cBsa3biBatoTcs ¢ CLVI-mono6HusiMu kmHazamu (MtSUNN).
TpuapadbunozunupoBanue CLE ocyiectBisieTcs hepmeHTaMK THApOKcUITpoinH-O-apabuHo3miTpaHchepazaMu, KOIUpye-
MbIMu reHamMu RDN. AxtuBanus peuentopoB CLE B mobere 3amycKaeT OTBETHbBIN CUTHAJ, TIPUBOISIIMI K TTOIABICHUIO KITy-
OeHBKOOOpa30BaHMsI, B YACTHOCTH, 3a CUeT IToaaBeHUs dKcrpeccun NIN. TpaHcmopTUpyeMbIid 13 ITo0era MUTOKUHUH CU-
CTeMHO monasisieT obpaszoBaHue KiyoeHpbKoB. MtSUNN momasisieT akcnpeccuio reHoB miR2111. miR2111 — mMo6wibHbBII
dakTop, NoJaBIISIIONINI 9KcIpeccuio reHa 7'M L — HeraTUBHOTO peryJisiTopa KiryoeHbKooOpa3oBaHus. HuTpar nogasisieT pas3-
BUTHE KI1yoeHbKOB. Hutpat ormocpenyer HakoruieHue B siape T® NLP. NLP1 y mouepasl nogasisieT padory NIN 3a cuer npsi-
MOTO B3aUMOJICICTBUSI C HUM, UYTO, BEPOSITHO, OJIOKMPYET aKTUBALIMIO 3KcTpeccuu reHoB-MulieHeir NIN, 1 Kak cieactsue —
BeleT K MONaBJICHUIO KiIyOeHbKooOpa3oBaHusi. [Ipyu HemocTaTke B MOYBE HUTpAaTa aKTUBUPYETCsl 3Kcipeccust reHoB CEP
(MtCEPI). MtCEP1 TpancniopTupyeTtcst U3 KOpHEil B TTo0er, Tae BO (hJI0dMe JIMCTA Y3HACTCS CeHN(PUIECKUM PELIETITOPOM —
MtCRA2. AktuBauusi MtCRA2 B nobere cTUMYJIUPYET KIIyOEeHbKOOOpa30BaHUE 3a CUET MOAaBJIeHUsI STUJIEHOBOTO OTBETa B
kopHe. Takxke MtCRA?2 akTuBupyeT HakoruieHne miR2111 B mobere, 4To c1oCcOOCTBYET pa3BUTUIO CUMOMOTUYCKUX KITYyOSeHb-
KoB. 'etibl CEPD akTUBUpPYeEIOTCS IIPY HEIOCTaTKe HUTPATa KaK B JIMCTHSIX, TaK M B KOPHSX JIIoLiepHEL. Y moiiepHsl CEPD, 1o-
BUAVMMOMY, IEHTCTBYIOT Ha ypoBHe KOpHs. Dkcnpeccusi CEPD Takke akTUBUPYETCS B KOPHSIX TIPU AMCTBUM pU300UIA, OMHA-
KO MX y4yacTue B KJIyOeHbKOOOpa3OBaHUM OCTaeTCs HE HccaeaoBaHHBIM. Takum oo6paszom, MtCEP1 — ctumynupyer, a
MtCLEI12/13 monmaBmsiioT KiyOeHbKOOOpa3oBaHUE, ACUCTBYsS 4epe3 pelenTtopbl, pabdoraoonue B mobere (MtCRA2 u

MtSUNN, cOOTBETCTBEHHO).

JIO HeJaBHETO BpeMEeHHU ObLI IPUMEHUM TOJIBKO K J0-
CTAaTOYHO KPYITHBIM MOJIEJIbHBIM PacTeHUSIM, TaKUM
Kak cosl, KYKypy3a, kamycra [88, 89]. B pabore Oka-
moto C COaBT. ObLI IIPOBEICH IIEIITUIOMHEBII aHAIN3
KCUJIEMHOTO coKa cou Glycine max Ijisl BbISIBICHUS
MOTEHIVAJIBHBIX ITIENTUAOB, YYACTBYIOIIVX B JaTbHEM
TpaHcnopte no kcuieme [90]. B pe3ynbraTte ObLI0 BbI-
SIBJISHO CeMb MEeNTUIOB IInHOI oT 11 mo 19 amuHO-

KHCJIOT, 0003HaYeHHBIX aBTopamu Kak XAP 1-7 (xylem
sap-associated peptides), MOJIEKyJIbl KOTOPBIX UMEIUN
OIHY MU 60Jiee TTOCTTPAHCISIIUMOHHYIO MOTr(dUKa-
LIMI0: NIMKO3WIMPOBaHUeE, CylbdhaTupoBaHue 1/ Uin
ruapokcunaupoBaHue (tadi. 1). Tak, nentuast XAP1
u XAP3 06111 cyiib(aTupoBaHbI IO OCTATKY TUPO3U-
Ha 1 ObLJIM MPeACTaBJICHbBl B OTHOCUTEIBLHO OOIbIIOM
KOJMYECTBE B KCMJIEMHOM COKe, a ienTtuabl XAP4 n
Ne 6 2020
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Taomma 1. [lenTtuasl, BEIIBIIEHHBIE B KICJIEMHOM COKE COM U JIIOLICPHEI
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HazBanue rena M.
CeMeiicTBo truncatula, 6GIVKaNILIEToO
I IMocnenoBaTeabHOCTD MENTHUIA ID rena roMoiora reHa G. maxy M.
truncatula 10 HOMEHKJIaType
de Bang c coasr. [91]
RLSPGGPDAHHH Glymal3g24026.1 (XAP4)* CLE42
CLE HVVPSGPNPLHN Medtr1g100733.1 (MtCLES)** CLE5
RKVPTGSNPLHN Medtr5g085990.1 (MtCLE17) CLEl7
.
DFKPTDPGHSPGVG giﬁgg;ﬁigg%}z(@i?g)* CEP12
AFQPTTPGNSPGVGH x/j’fgélgﬁ% %4]9)0'1** CEPI
s
CEP EFQKTNPGHSPGVGH ?ﬁfgél“i(ﬁ%‘go‘l CEPI
AFRPTTPGHSPGIGH AFK45165.1 (MtCEP2)** CEP2
AFRPTTPGHSPGVGH Medtr5g017710.1 (MtCEPS)** CEP5
AFRPTTPGNSPGVGH AC233112_1014.1 (MtCEPS8)** CEP8
DYEGTGANKDHDPKSPGGA Glymal9g29590.1 (XAP1)* PSY9
DYEGTGANKDHDPKSPGGP Glymal6g03960.1 (XAP2)* PSY9
«
DYDEAGPNPRH Chmavseislor (xapsmy | PS4
.
by DYSPSGPNGRHTP ggﬁi?? gg?gg 1809 '12 &X:IF;SL PSY6
DYGGTGANTDHEPKPPR Medtr7g086770.1 (MtXAPla)** | PSY10
DYEGPGANKEHNPKSPGNG Medtr6g027480.1 (MtXAPIb)**  |PSY9
DYPGTGPNHHHDPKSPG Medtr6g027470.1 (MtXAP1c)** PSY3
DYDEAGPNPKHSKKPGKG Medtr3g491850.1 (MtXAPS )** PSY4
DYAPSGANGRHTP Medtrdg108700.1 (MtXAP7)** PSY6
"
. DYGRYDPSPSLSKPPFK gggggiifﬁi (g(‘:l;;/;* CIF1
DYGRYDPSPTFSKPP Medtr8g037800.1 (MtXAP3)** CIF1

ITpumeuanue. ¥ Okamoto ¢ coanr., 2015 [90]; ** Patel ¢ coanr., 2018 [96].

XAP6 okazanmch TOMOJIOTaMH OXapaKTepU30BAHHBIX
paHee MEeNTUIOB, I KOTOPBIX OBLI ITOKa3aH TpaHC-
MopT Mo Kcuyeme: XAP4, Hecyluii TMAPOKCUIIUPO-
BaHHBIC OCTaTKMU IMpPOJMHA W TPpUapaOMHO3MIMPO-
BaHHEBIN TUAPOKCUIIPOINH B MOJOXEHUN CEMb, OKa-
3aJics npenacraButesieM cemelictBa nentugoB CLE, a
nentua XAP6 ¢ rTuapoKCHUIMPOBaHHBIM IIPOJIMHOM B
MMOJOXEHNHW OOWHHANIATh — IIPEeICTaBUTEIEM IIEII-
tugoB CEP. [lns stux 4deTblpex IenTtumoB, XAPI,
XAP3, XAP4 u XAP6, Gbl1a 1ToaTBepXKaeHa CIIoco0-
HOCTb TpPaHCIIOPTUPOBATbCcsI Mo Kcwieme. Ilyrem
BHECEHUsI CIleIM(PUUYESCKNX MyTalldii B IIOCJIEIOBA-
TeJIbHOCTU, Komupylomue nentuasl XAP1, XAP3,
XAP4 n XAP6, OblIM MOJIy4eHbI MyTaHTHBIE HOPMbI

OU3UNOJIOTUSI PACTEHUU Ne 6

TOM 67 2020

MENTUI0B, KOTOPHIE II0 MacC-CHEeKTPOMETPUIECKIM
IoKa3aTeJIsIM MOXKHO OBbLIO OTJIMYUTH OT HATUBHBIX
MENTUIO0B, IIPUCYTCTBYIOIINX B paCTeHUSIX. MyTaHT-
Hble popMbl tenTruaoB XAP1, XAP3, XAP4 u XAP6,
CUHTE3UPOBAHHBIX B TPAHCTE€HHBIX KOPHSIX COU, I10-
JIyYYEHHBIX B pe3yjbTare TpaHchOpMalliu C TTIOMO-
11610 A. rhizogenes, ObLIM OOHAPYXEHBI B KCUJIEMHOM
COoKe 1obera, 4To IOKa3bIBaeT CIIOCOOHOCTb 3THUX
MCNTUIOB IIepeMeIIaThbCsl 110 KCujeMe U3 KOPHSI B
noGer [90]. KpoMe Toro, aBTOpbl M3YYWIU BIUSTHUE
Pa3IMYHBIX (DAKTOPOB Cpelbl Ha SKCIIPECCUIO TEHOB,
KOIUPYIOIINX TaHHBIE IENTUABL Y COM, M MOKa3aju,
yTo 3Kcrpeccusi XAPI aktuBupoBaigach Mpu U30bI-
TOYHOM yBIaXXHeHNN, XA P4 akTMBUPpOBaJICS KaK P
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M30BITKE BJIAarY, TaK U TIPU MHOKYJISILIUA PU30OUSIMU,
aKcIpeccust reHa XAP6 momasisiach MPU U30BITKE
a30Ta ¥ IIPY N30BITOYHOM YBJIXKHEHUH, a 9KCITPECCHST
XAP3 3Ha94MO HEe MEHSIACh IIPU BO3IEMCTBAM BHEIII-
HUX (haKTOPOB Cpellbl, HO B HE3HAYUTEILHOM CTETIEH!
CHIXaJIach MPU U30BITOYHOM yBJIaxkHeHUu [90].

IMosnHee, de Bang c coaBT. onybJMKOBaIU paboTy
Mo UAEHTU(UKAIIMU TeHOB, KOAUPYIOUIUX MPearo-
JlaraeMbl€ PEryJsITOpPHbIE MENTUAbI, B T€HOME JIIO-
HepHbl M. truncatula, B pe3ysibTaTe 4ero ObUIO OXa-
pPaKTEpHU30BaHO OKOJIO ABYX ThICSIY F€HOB, OTHECEH-
HbIX K 46 pas3IMYHBIM CeMeiiCTBaM pPeTryJIsITOPHBIX
nentuaoB [91]. AHanu3upysl TocJiefoBaTeIbHOCTU
MENTUAO0B JIIOLIEPHbI, TTOJIYUYEHHBIX B JAHHOM UCCJIe-
JIOBaHWU, Mbl OOHAPYKMJIN OJIN3KNE TOMOJIOTH TeTI-
tumoB XAP1, XAP3, XAP4 u XAP 6 (Ta6x. 1).

Ilentun XAP1 o nmocienoBaTeIbHOCTU OKa3ajcs
OJM30K MENTUIy JIoLepHBI M3 ceMercTtBa PSY
(PLANT PEPTIDE CONTAINING SULFATED
TYROSINE). M3BecTHO, UTO MpeacTaBUTENb 3TOM
TPYIIILI TENITUIOB y apadbumoricuca, mentun PSY1
(AtPSY1), ctuMynupyeT pocT KOpHSI, B YaCTHOCTH,
3a CYET aKTUBALIMM IIPOTOHHBIX IIOMII Y 3aKUCJICHUS
anoriacta [92]. Peuenropom AtPSY1 saBisieTcs pe-
uentopHas kuHaza PSYIR (PSY1 RECEPTOR), pa-
ooratoiias B Buze rereponumepa ¢ SERK1 (SOMATIC
EMBRYOGENESIS RECEPTOR KINASEL), mMu-
IIEHBIO JEMCTBUSI KOTOPOM SIBJISIETCSI MeMOpaHHasi
H*-AT®aza AHA2 [93]. UuTepecHO, 4TO PUTOIATO-
reH Xanthomonas oryzae TaxxKe TIPOAYLIUPYET CYIbdaT-
POBaHHBIE IIENTUIBI, CXOXKKE 10 MOCIICA0BATEILHOCTH C
PSY, criocobHpIe UMUTHPOBATH POCT-CTUMYJIMPYIOIICE
JIeiCTBUE PHAOreHHBIX nenTunoB PSY [94]. Panee mis
9TOW TPYIIIbI IIENTUAOB HE ObUI OIMCAH MaJbHUIA
TPaHCIIOPT, OOHAKO, B CBsI3U C OOHapyXeHUEM
TpaHcriopta PSY-1momo6Horo nentuaa rno KCuiaieme y
COU, IIPENICTaBIsICT MHTEpeC OoJjiee JeTaaIbHOE N3yde-
aue nentunoB PSY B pa3zBuTum pacreHuii U B DaJlb-
HEM TpaHCIOpTe, a TakKXKe B OTBETe Ha pa3jiMyHbIe
BHEIIIHUE CTUMYJIBI.

[Mentung XAP3 o nmocienoBaTeIbHOCTA OKa3aacsd
onmu3ok mentuay JuounepHsl cemeiictBa CIF (CAS-
PARIAN STRIP INTEGRITY FACTOR). Y apabu-
noricuca nentuabl CIF1 u CIF2 perynupyiort pa3Bu-
tue mnosickoB Kacmapm kmeTtok sHoomepmbl [95].
Kpome Toro, akcnpeccus reHoB CIFy apabumoricuca
MEHsIETCSI B 3aBUCUMOCTUA OT pH cpenbl u KoHIIeH-
TpalliM COJIEH Keje3a B cpeae, IpU 3TOM MYTaHThI
apabuporicuca cifl-Icif2- 1 xapakTepu3yoTcsl IOHU-
KEHHOI1 YCTOMYMBOCTBIO K COJISIM 3keJre3a [95]. ObHa-
pyxenne CIF-mmomo6Horo rmentuga B KCUJIEMHOM CO-
K€ COM MOXKET yKa3bIBaTh Ha €I0 BO3MOXKHOE y4acTHUE B
CUCTEMHOM KOHTpPOJIE pa3BUTHSI PACTCHMIA B OTBET HA
BO3IEMCTBHE HEOIAroNnpUSITHEIX (PAaKTOPOB CPEIHI.

MNHTepecHo, 9yTO OOHApPY:KEHHBIM B KCHJIEMHOM
coke com mentun XAP4 mo I1ociaenoBaTebHOCTU
okasaiicst uaeHTnYHbIM CLE-goMeHy menTuaa Jio-
nepusl MtCLE42. Panee Ob110 TTOKa3aHO, YTO 9KC-
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npeccust reHa MtCLE42 aktuBupyeTcsd TIpU pa3BU-
TUM CUMOMOTUYECKUX KIIYOEHBKOB, HO DK30T¢HHasl
00paboTKa HECYIIUM MHOCTTPAaHCIISIIMOHHBIE MOOU-
dukannn merrtugoM MtCLE42 He momaBnsiia Kiry-
OeHBKOOOpa30oBaHNE y JIOLIEPHBI, B OTIINYUE OT €ro
romoyioroB MtCLE12 nu MtCLE13, Ha ocHOBaHUU
Yero MpeanojaraeTcsi, 4To JaHHBIA IENTUI HE BO-
BiieueH B AON [36].

B npyroii paboTe ¢ MCMOJIb30BaHUEM KYJbTYPbI
OopoaaTheIX KOpHeH moliepHbl M. truncatula Ob1II TaK-
Ke UIEHTUDUILMPOBAH PSIJi CEKPETOPHBIX MENTUIOB,
MPUCYTCTBYIOIINX B KCuJieMHOM coke [96]. Taxke
Kak ¥ IIpY aHa/In3e¢ KCHUJIEMHOIO COKa COM aBTOpaM
yIaJa0Ch MOKa3aTh HAJIU4YME B KCUJIIEMHOM COKE CEK-
pPETUPYEMBIX MENTUAOB, KOTOPbIE MOXKHO OTHECTHU K
cemeiictBam CLE, CEP, CIF u PSY (ta6i. 1). Kpome
TOTro, B JAaHHOI paboTe ObLIa M3ydeHa OMOoJIornye-
cKasl aKTUBHOCTb UAEHTU(UILIMPOBAHHBIX TTENTUIOB.
B yactHOCTHM, 00paboOTKa 3K30r€eHHBIM IIENTUIOM
MtCLEI17, xoTophlit ObT OOHApPYKEH B KCUJIEMHOM
coke, a Takke nentugoM MtCLES, KoTopslii 110 I10-
cJIemoBaTeIbHOCTH OKa3ajcsl oueHb Onm3kum CLE-
nomeny TDIF, mmogasisijia pocT IJIaBHOTO KOPHS U
CTUMYJIUPOBaJI 00pa3oBaHne OOKOBBIX KOpHei [96].
OnHako Takoii a3ddeKT paHee He ObUI OIMCAH JIst
npenamnoaaraecMoro romojiora MtCLES — nerrruma TDIF
apabunoncuca, kogupyemoro reHamu AtCLE41/At-
CLE44 [97]. ObpaboTtka nentuaamMu u3 rpymnsl PSY,
cyab(aTUPOBAaHHBIMHU ITO TUPO3UHY MENITUAAMHU, 000-
3HAaYeHHbIMU aBTOpaMM Kak MtXAP1 u MtXAPS,
MIPUBOAMIIA K MOAABJIEHUIO Pa3BUTHUSI OOKOBBIX KOP-
Heii [96].

Takum obpa3oM, B X0Jlie MENTUIOMHEBIX UCCIIeN0-
BaHUI KCUJIEMHOIO COKa COU U JIIOLEPHBI ObLIN BbI-
sasieHbl mentuabl ceMmeiictB CLE u CEP, mist koTo-
pBIX paHee Oblja MoKa3aHa PoJib B CUCTEMHOM KOH-
TPOJIE TIPOLIECCOB Pa3BUTHSI, a TAKKE IPEACTABUTEIN
JIIBYX IPYrux ceMeicTB — mentuabsl PSY u menTumbl
CIP, mj1st KOTOpBIX paHee He ObLT I0Ka3aH JajlbHUIA
TpaHcOopT 1o Kcuiaeme. OOHapyXeHHE MEeITUIOB
PSY u CIP B KcuyIeMHOM COKe y ABYX IpOaHaIN31-
pOBaHHBIX BUIOB 00OOBBIX paCTEeHMI YKa3bIiBaeT Ha
BO3MOXHOE y4aCTHE 3TUX MaJOM3y4YeHHBIX K HACTO-
SIIIIEMY BPEMEHM TIeNITUIOB B JaJIbHEM TPaHCIIOPTE
O KCUJIeMe M B CHUCTEMHOM KOHTpPOJIE MPOILIECCOB
pa3BUTHS, M, HECOMHEHHO, 3aCIy>KMBaeT JaJIbHEI-
IIIETO AeTaJIbHOTO U3YYCHMUSI.

SAKJTIOYEHUE

Takum obOpa3oM, MpeaCcTaBUTEIN IBYX CEMEMCTB
nentuaHbeIX peryiasitopoB, CLE u CEP, cunre3upy-
IOTCSI B KOPHSIX IIPY BO3ACUCTBUM Pa3IUIHBIX (DAKTO-
POB, TaKUX, KaK JOCTYITHOCTh BOJABI 1 MUHEPAIbHBIX
BEIIECTB, IPUCYTCTBHE B MOYBE MUKPOOPTAHU3MOB,
a TaKKe CIIOCOOHBI TPaHCIIOPTUPOBATLCS U3 KOPHEI B
Ha3eMHYIO 4acTh pacTeHMUsI, IIe BO (PII0dME JINCTA UX
pacro3HaloT crienuduIecKre petuenTopsl (puc. 2).
®UBNOJIOTUS PACTEHUN Ne 6
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Puc. 2. PerynsTopHble TeNTUIBI U UX PELIETITOPHI, OTIOCPEAYIOIIe CUCTEMHBIE peakinu y pacteHuii. [Tentun AtCLE25 cun-
TE3UPYETCsl B KOPHSIX TIPU 3acyxe, MepeMellaeTcsl B Moder, Ie CBA3bIBAETCs CO CBOMMM IpeAIioiaraeMbIMU peliernTopaMu At-
BAM1/AtBAM3. B otBeT aktuBupyetcst akcnpeccusi rena NCED3, BoBieueHHOTO B 6uocuHre3 ABK — ropmoHa, ctumysm-
pytoliero 3akpbiTe ycThuil. [1pu HemocTaTke a30Ta B MOYBE Y apabupornicuca aktuBupyertcs akcnpeccust AICLE1/3,4,7, nmpo-
IIYKThl KOTOPBIX CBSI3bIBAIOTCS ¢ peuentopomM AtCLV1, mpenrnoaoxXuTeabHo paboTaiouieM B rodere, U MoJaBisioT pa3BUTUE
00KOBBIX KOpHeii. HegocTaTok a3oTa Takke akTuBupyeT aKcrpeccuio CEP. Y apadbunoncuca AtCEP1 TpaHcrioptupyeTcs B mo-
Oer, rae cBsa3bIiBaeTcs ¢ peuentopoM — AtCEPR, B pe3ynbrarte yero mmocpeactBoM MoombHBIX 6e1koB CEPD B KopeHB miepe-
IIaeTCsl OTBETHBIN CUTHA, CTUMYJIMPYIOILMI SKCIPECCUIO FTeHOB HUTPATHBIX TpaHcnopTepoB NRT. Y smouepHs! pu HepocTaT-
Ke a3ora aktuBupyetcs akcnpeccus MtCEPI. MtCEP1 tpancniopTupyeTcs B 11o0erT, riae cBs3biBaeTcs ¢ pererntopom MtCRA?2
U1 OTNOCPENyeT OTBETHbIE peaKlMU, aKTUBUPYIOLIME KITyOeHbKOOOpa30oBaHME Ha KOPHSIX: MOABJIEHUE STUJIEHOBOTO OTBETa U
akTuBanuo 3kcnpeccnu reHoB MuKpoPHK miR2111. Kpome Toro, yepe3 paboTalolilyio B KOPHSX PeLIENTOPHYIO KMHAa3y Mt-
CRA2 nenruag MtCEP1 nogasiisieT pa3Butre 60KOBBIX KOpHEil. BrIcoKoe comep:kaHue HUTpaTa akTUBUPYET HUTPAT-PEryInupy-
eMmble CLE y 6000BbIX pacteHuii. [Tpoaykrbl akTuBUMpyeMbIx HUTpaToM reHoB LjCLE-RS2,3 neiictBys yepe3 CLVI-nionoOHyi0
kuHazy LjHAR1, paboTaroliyio B 11obere, ITOAaBISIIOT KIIyoeHbKooOpa3zoBaHue. Kpome Toro, akcnpeccust reHoB LjCLE-RS2,3, a
takke LjCLE-RSI, akTMBUpYETCS IPU B3aUMOAEHCTBUU pacTeHus ¢ pu3odusimu. X MpomyKThl riepeMeniaiTcsl Mo KCUieMe B
JIUCTBSI, TIe Bo (hyioaMe rcra B3auMoneicTByoT ¢ LjHARI1 u 3amyckaior oTBeTHBIE peakiluu, MOJaBIISIONIe JabHelee
(opmupoBaHre CUMOMOTUYECKUX KITyOEHBKOB. B pesyJsibraTe B3auMOACCTBUSI C pU300OUSIMU Y JIIOLEPHBI TPOUCXOIUT aKTH -
Banusi reHoB MtCLE12, 13, IpoayKThl KOTOPHIX IIEPEeMEIAI0TCsI B MOOeT U cBsi3biBaloTcsl ¢ KnHaszoit MtSUNN. MtSUNN 1o-
NaBJIsIeT KJIyOeHbKOOOpa3oBaHUE OMOCPEIOBAaHHO Yepe3 FTOPMOHBI, a TAKKE 3a cUeT yMeHbleHUus: ypoBHS miR2111, nepemenia-
tolieiicst U3 rnodera B KOpeHb U NMoAaBIsIIoNIeil aKcnpeccuto 7ML — nHruouTopa KJIiyoeHbKooOpa3oBaHUsl. Y JIIOLIEPHbBI MIPU
MUKOpHU3aLuU U 06padoTke ocharom aktuBupytorcst reibl MtCLES3 u MtCLE33, COOTBETCTBEHHO, IIPOAYKTHI KOTOPBIX IO
MeXaHU3My OOpaTHO CBSI3U MOMABJISTIOT MUKOPU3ALIMIO, NENCTBYS Yyepe3 peuenTopHyto KnHasy MtSUNN B mo6Gere. B oTBeT
MPOUCXOIUT MOJABJIEHUE OMOCUHTE3a CTPUTOJIAKTOHOB — FOPMOHOB, CTUMYJIMPYIOLIMX Pa3BUTHE MUKOPU3bI. Takum obpa-
3oMm, nentuasl CLE (MtCLE33, MtCLES3) u ux peuentop — MtSUNN SIBISIIOTCSI KOMIOHEHTAMU CUCTEMbBI aBTOPETY ST
MUWKOPHW3aIIUU.
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PasnooOpa3ue TeHOB, KOAVPYIOIIMX NENTHObI
CLE u CEP y pacTeHmi1, 1OCTaTOYHO BEJINKO, U, TTO-
BUIMMOMY, X MOSIBJICHUE B XOI€ 9BOIIOLIMH CIIOCO0-
CTBOBAJIO BO3HMKHOBEHUIO HOBBIX PETYJISITOPHBIX
MyTei, B TOM YUCJIe, CUCTEMHOM peryasiim, ooecrie-
YyBaIIeil TydIIyIo MPUCTOCOOJEHHOCTh PACTEHMUSI
K MEHSIIOIIUMCS YCIOBUSIM cpelibl. MHTepecHO, 4To
reHbl, kogupytoiue nentuabl CEP u CLE, 6111 00-
HapyKeHbI HE TOJILKO Yy paCTeHUIT, HO TaKXXe U Y Op-
raHU3MOB, TECHO C HMMM B3aMMOJICIICTBYIOIINMMU.
Tak, y mapasuTU4eCKMX HEMATO/I, BI3BIBAIOIIX Pa3-
HOOOpa3HbIe pa3pacTaHMs TKaHEH pacTeHM, ObLIU
oOHapyKeHBI TeHbl, Kogupyionme nentuasl CLE n
CEP, mpoayKThl KOTOPBIX OMOJIOTUYECKA aKTUBHEI B
TKaHSX pacTeHUI, 1 JaxKe CIIOCOOHBI y3HABAaTbhCSI pe-
Ne 6 2020
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LenTopaMM PacTeHUSI-X03sIUHA, “MUMUKPUPYS”~ MO
SHIOTEHHBIE PETYISATOPLI pacTeHwuii [98, 99]. Kpome
TOTO, B TeHOMe TprUOOB apOyCKYISIPHONT MUKOPU3HI (Y
YeThIpeX BUIOB pona Rhizophagus v OTHOTO BUIA PO-
na Gigaspora) Takxe ObITH OOHAPYKEHBI TeHBI, KOIH -
pyromue nentuabl CLE m okaspIBalolne BIUSTHUE
Ha pa3BUTHE KOPHEBOI CUCTEMBI pACTEHUSI-X03sI11HA,
TakXe, BEpOSTHO, 32 CUET B3aUMOJICHICTBUSI C pacTH-
TeabHBIMU peuernTopamu [100].

IMo-Bunumomy, penentopsl nentuaoB CLE u CEP
Yy pacTeHHUiI 00JIamaloT JOCTATOYHO IIUPOKOM CIIEIN-
(GUYHOCTBIO M CIIOCOOHEBI CBSI3BIBATHCS C 1ICJIBIM PSIIOM
MNENTUAOB, PA3INYaAIOIINXCS TI0 aMUHOKHMCIOTHOM I10-
CJIeAOBaTEIbHOCTH, B CBSI3U C Y€M MEITUIIbI, MHIYIIV-
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pyeMble TIpU BO3ACHCTBUU Pa3IMYHBLIX (DAKTOPOB,
MOTYT BOCIIPUHUMATBCSI PELIENITOPHLIMU KOMILIEK-
caMH, BKJTIOYAIOIIMMM OOHU M Te ke Oeiaxku. Harpwu-
Mep, v mouepHbl CLV1-nionooHas kuHaza MtSUNN,
Kak TIpearoiaractcsi, OTBETCTBEHHA 3a BOCHPUSATUE
nentunoB MtCLE12/MtCLEI13, akTuBupyeMbIX pr-
300msaMu, a Takxke nentunoB MtCLE33/MtCLES3,
AKTUBUPYEMBIX MPU Pa3BUTUU apOYyCKYJISIPHOU MU-
KOpu3bI (puc. 2).

KopHeBasi cucTema pacTeHUId BBITTOJIHSIET “CeH-
COpHYI0” (DYHKILIMIO, “ynaBIuBasi” BO3ICUCTBUE pa3-
JIMIHBIX (DAKTOPOB (M3MEHEHME YPOBHSI MUHEPAIbHBIX
BEILIECTB B TIOYBE, €€ YBJIAKHEHHOCTU, BO3NEHUCTBUE
MUKPOOPTraHMU3MOB) U CTUMYJIUPYET BHIPAOOTKY pery-
JISTOPHBIX MENTUI0B, KOTOPbIE TIepenaoT nHhopma-
IIAIO0 O TaKMX U3MEHEHMSIX MOOeroBoii cucreme. Pe-
LIETITOPbl PETYJISITOPHBIX TMENTUAOB, MOCTYNAIOIINX
MO KCUJIEME U3 KOPpHEU — B 1o0er, J0KaJTnu30BaHbl BO
¢daosmMe nucta, U OHU CHOCOOHBI MHTErPUPOBATH
pa3IUYHbIE CUTHAJIBI, TTOCTYNAIOIIWE OT MOA3EMHO
yactu pacteHus. Kinetku ¢haosMbl JiMcTa, TakuM obpa-
30M, SIBJISIIOTCSI CBOETO pona “ILieHTpaMu yIIpaBIcHUsI”,
KOTOpPBIE 3aITyCKAIOT OTBETHBIC PEAaKIIMK U PETYIUPYIOT
MPOLIECCHI Pa3BUTUS PACTEHUI U UX MUHEPATTLHOE TTH -
TaHUe Ha cucTeMHOM ypoBHe. [TockosbKy B perien-
LIMM MIOCTYMNAIOILINX U3 KOPHEU MeNTUI0B 3a1eiiCTBO-
BaHbI pPELIENITOPHBIE KMHA3bl, paboTalolue Bo Bceit
COBOKYMHOCTHU JIUCTbEB PACTeHUIi, TO, TAKUM OOpa-
30M, CUTHAJIbHBIE MOJIEKYJIbI, MOCTYTAIOIIME U3 TO-
Oera — B KOpeHb, TaKXKe MPeICTaBsIeT COO0M HeKUit
“KOJUISKTUBHEBIN OTBET IT00Oera Ha CUTHAJIbI, IIOJIY-
YyeHHbIE OT KOpHEeBOIi cuctemMbl. Takoii 0OMeH CHT-
HaJlaMM MeXXIy To0eroBoit 1 KOpHEBOI cUCTeMaMu
3a CYET JAJIbHETO TPAHCIIOPTa PEryJISITOPHBIX MOJie-
KYJI JIEXXUT B OCHOBE CUCTEMHOM PETYJISILIMU TTpoliec-
COB Pa3BUTUSI U KU3HEIESITEJbHOCTU pAacTEeHUS Ha
OpraHM3MEHHOM YPOBHE.

M3yyeHre MOJIEKYJISIpPHBIX OCHOB TaKOW CHUCTEeM-
HOI peryJIsiliiU SIBJISIETCSI BaXKHBIM KaK ¢ PyHIaMeH-
TaJIbHOM TOYKHW 3pE€HUsI, TaK C MPaKTUYECKOM, I0-
CKOJIbKY IOHMMaHNE MEXaHU3MOB PETYJISIIINN MUHE-
paJIbHOTO IMUTAHWS 1 BIMSHMUS MaKpO3JIEMEHTOB Ha
POCT M pa3BUTHE PaCTEHUIA MO3BOJUT CcHOPMUPOBATH
HOBBIE TIPUHIIUIIBI B CEJIbCKOM XO3SIICTBE, HAIIpaBJICH-
HbI€ Ha OIITUMHU3ALINIO KOJINYEeCTBAa BHOCUMBIX MUHE-
PaATBHBIX YIOOPEHMIA C 1IEJIbIO TTOBBIIICHHS YPOKaiTHO-
CTH CEIBbCKOXO03SIMCTBEHHO 3HAUYMMBIX KYJIbTYD.

Pabota BEITTOTHEHA TIpH TTOIepKKe TpaHTa Poc-
cuiickoro (oHma pyHAaMEHTATbHBIX UCCIIeTOBAHUIA
Ne 19-116-50095 (Bkcmancust).

ABTOpBI 3aSIBJISIIOT, YTO Y HUX HET KOH(JIMKTA UH-
TepecoB. HacTosiiast cTaTbst He COIEPXKUT KAKUX-JIM -
00 MccneaoBaHUI ¢ yJYacTHeM JTIoAei U XXKUBOTHBIX B
Ka4ecTBE 0OBbEKTOB MUCCIICIOBAHUIA.
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