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POJIb ®PUTOI'OPMOHOB B KOHTPOIJIE PA3BBUTHUA CUMBUOTUYECKUX
KIIVBEHBKOB VY BOBOBBIX PACTEHUN. COOBIIIEHUE 1.
IIUTOKUHUHBI*

(0630p)

E.A. IOJNTHUX, A.H. KWPUEHKO, W1.B. JIEIIITIHEH, A.B. JOJITUX

B 0630pe 06cyXnaioTcs pe3yIbTaThl MCCIIEA0OBAHMI 110 BIMSHAIO IUTOKMHNHOB HA Pa3BU-
THE a30T(HPUKCUPYIOIINX KIYOSHHKOB Y OOOOBBIX PacCTCHM, a TAKXKE MOJECKY/ISIPHBIE MEXaHWU3MBL
TaKOro BJIUSHUS M B3aUMOACHCTBUSA C KOMIIOHEHTAMHM CUTHQJIBHOTO KAaCKaja, aKTHBHPYEMOTO WH-
JIYKTOpaMU KIIyOeHbKOOOpa3oBaHus — OakrepuanbHbIMU curHagamm Nod-¢akropamu. Ilo3uTms-
Has POJIb IUTOKUHUHOB TIPH KIIyOEHBKOOOPa30BaHNM ObUTA BIEPBHIE MOKA3aHA B SKCIIEPUMEHTaX C
5K30T€HHBIM 6-GeH3mmaMuHonmypiuHoM (6-BAIT), moGaBieHme KOTOPOTO BBISHIBAJIO 0OGpasoBaHMeE
KITyOeHbKOITOIOOHBIX CTPYKTYpP Ha KOpHsix 6060BbIx pactenuit (K.R. Libbenga, P.A.A. Harkers, 1973).
B mob3y TipemmmoIoXKeHusT 06 YJacTHHM ITUTOKWHWHOB B KOHTpPOJiE KIyGeHHKOOOPa3OBaHUS CBHIE-
TEJILCTBOBAIM M SKCIICPAMEHTH IT0 HHOKYJISIIMKA GOGOBBIX PAaCTCHUI GaKTCpUATLHEIMYU IITAMMAaMHM,
nedexTHRIME 10 cuHTe3y Nod-dakropoB, HO BeiaesomuMu TpaHce-3eatuH (J.B. Cooper, S.R. Long,
1994). B pesyabraTe y pacTeHMii (HOpMHUPOBATUCH KIyOEHBKOIONOOHBIE CTPYKTYPhI, B KOTOPBIX
HaOJIonal MHAYKIMIO SKCIPECCHM T€HOB PaHHUX HOMYJIMHOB, CIeIMbUYHBIX i1 cuMOuosa. Ha
COBPEMEHHOM 3TaIle MCCIICIOBAHUN BBIABICHUE Yy OOOOBBIX pPAaCTCHUII MYTAHTOB IIO TeHAM, KOIM-
DYIOIIAM PELENTOPhl K LUATOKMHWHAM, II03BOJIUIO IOATBEPAUTH IIPEAIIONIOKXECHUE O BOBICYCHHH
LUTOKMHNHOB B KOHTPOJIb KIIyO€HEK000pa3oBaHua. Y MyTaHTOB Medicago truncatula ¢ HapyliCHH-
eM dyHkuum reHa peuenrtopa uurokunuHa CREI (cytokinin responsel) m Lotus japonicus ¢ Hapy-
wenueM ¢ynkumm rena LHKI (Lotus histidine kinasel) HaGMOAANOCH TIONABICHUE PA3BUTHSA KIIy-
6enbkoB (S. Gonzalez-Rizzo u coaer., 2006; J.D. Murray u coast., 2007). IIpx 3TOM mMOZABICHME
BOCIIPUMMYMUBOCTA PACTEHMI K I[MTOKMHMHAM BJIMSUIO KaK Ha pa3BuTHe MH(PEKIMOHHBIX HUTEH,
TaK ¥ Ha popmupoBaHue KiryoeHpkoB. Hamportus, ycuneHnue ¢yukuuu renoB LHKI u CREI y
L. japonicus u M. truncatula c McTiOMb30BaHKMEM TE€HHO-WHXKEHEPHBIX TIOIXOIOB, MIPUBOAMIO K 00-
pa3oBaHUIO KIy6eHbKOnomoOHbIX cTpykTyp (L. Tirichine u coasrt., 2007; E. Ovchinnikova u# coaBr.,
2011). B crathe paccMOTpeHHI TyTH OMOCHHTE3a M aKTUBAllMA IIUTOKMHMHOB, a TaKXe€ OCOOEHHO-
CTH PEIeIN W PaclpocTpaHeHnsa oTBeTa. HaKoreHmne ITUTOKWHWHOB TIPH Pa3sBUTHM CHMGHO3a
MOXET ITPOMCXOMUTh 332 CYET MHAYKIUU SKCIIPECCHH I€HOB, KOHTPOJHUPYIONMIMX OGHMOCHHTE3/aKTH-
BallAI0 3TUX TOPMOHOB, HO MOJICKYJIIDHBIC MEXaHW3MEI TaKOX aKTHBAllAW €Ille IPECICTOMT BBISC-
HUTb. AHaJIM3 ITOKa3aJ, 9YTO IIMTOKMHUHLI BOBJICKAIOTCS B Iepeaady curHajia or Nod-cdakropa mo-
CJie CTaauy, KOHTPOJIMPYEMOM ONHUM M3 KIIOYEBEIX PETYJISTOPOB CHTHAIBHOIO IYTH — KAIbIIUH-
KaJIbMOZLYJIMH-3aBUCUMOU KMHA30i. MUMeommecs JaHHbIE CBHIACTEILCTBYIOT O TOM, YTO aKTHBALIUS
peuenTropa K UUTOKMHMHAM 3aBUCUT OT Nod-¢pakTopoB. DKCHpecCHsi I€HOB, KOAUPYIOLIMX TPAHC-
xpurmmmonHbie pakroper NSP2, ERN1 m NIN, Oplia 3HAYMTEIRHO CHIDKEHA Y MYTaHTOB crel m
lhkl. D10 TO3BONSIET CHOENATh BBHIBOZ, YTO AKTHUBALMA PELIENITOPA K LATOKMHHWHAM IIPEOIICCTBYET
BOBJICYUEHHIO DTHX TPAHCKPHUIIIMOHHBIX (DakTopoB B nepenauy curuana (L. Tirichine u coasr., 2007;
J. Plet u coaer., 2011). IIpoBeaeHHBI aHAMU3 TOKA3BIBACT, YTO IUTOKMHUHEI YYaCTBYIOT B PETYIISI-
LM PAaHHUX CTaAWil OPraHOTeHe3a U KOHTPOJIE MHOEKUMOHHOTO MPOIEecca, HO OHU TAaKKE MOTYT
GHITh BOBJIEYEHBI B KOHTPONb IubdepeHINPOBKM KIyOeHBKOB. IIOMIMO JIOKQJbHOTO KOHTPOJS
KITyOeHbKOOOPa30BaHMS, ITUTOKMHUHB! YJACTBYIOT M B CMCTEMHOM KOHTPOJIE — B aBTOPETYIISIIMU
KIyGeHbKoOOpa3oBaHus. TakuM o6pa3oM, IATOKMHUHBI MOTYT MTPaTh Pa3IMIHYIO POJIb B KIIyOEHb-
K00Opa3oBaHNM, B 3aBUCAMOCTH OT BpEMEHM M MeCTa WX aKTHBAIlWH.

Kimouessie cioBa: 6060BO-pu300HaANbHBINN CUMOMO3, IUTOKUHUHBI, Nod-dakTopsl, opra-
HOTeHe3 KITyOeHbKOB, pU300HaTbHasT UHGEKIHS.

Pa3zButne cumbuosa Mexay O00OOBBIMU PACTEHUSIMU U OaKTepUSIMU T1O-
psnka Rhizobiales, Benylliee K MOSIBICHUIO a30T(UKCUPYIOIINX KIyOeHBKOB, —
pe3yJbTaT TOHKO PETyJUPYyEeMbIX MOJEKYISIPHBIX U OMOXUMUUECKUX B3aUMOJIEH -
CTBUI Mexay cumOuoHTamu (1). MuUKpo- U MaKpOCMMOMOHTBI CITOCOOHBI BbI-
JIeJISITh BO BHELIHIOIO Cpely pa3HOOOpa3Hble COSAMHEHUSI, IO3TOMY paHHME UC-
CJIeIOBaHUS MO TMOMCKY MOTEHUUAJbHBIX KaHAWAATOB Ha POJb «PEryJsSITOPOB»
pa3BUTHUSI CMMOMO3a OBLIM HaIlpaBiI€Hbl HAa MX UACHTUMUKALMIO U aHaIu3

* Uccneposanus moaaepkanbl rpantoM PH® (mpoext Ne 14-24-00135).
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(byHKUMOHAJIbHOW aKTUBHOCTU. Cpelu BbIAEASIEMbIX PU300USIMU COEIMHEHUM
OBITM BBISIBJICHBI ITUTOKWHWH-TIONOOHBIC BEIECTBA B KOHIIEHTPAIIMU, OOCTa-
TOYHOM JJ11 MHULMALUUK opraHoreHesa (2, 3). CnocobHOCTb CBOOOIHOXUBYIIIUX
pU300Mii CUHTE3UMPOBaTh AyKCHMHBI yepe3 TpUNTOMaH-3aBUCUMBIA W TPUMTO-
(haH-He3aBUCUMBII TyTh TaKXKe OIMpenessia BO3MOXHOCTb YYacTUSl 3TUX TOp-
MOHOB B KOHTpOJIe KIyOoeHbKOoOOpa3oBaHMsl (4, 5). LIMTOKMHUHBI U ayKCHUHBI
MPEICTABJISIOT COOOU TPYIITBI TOPMOHOB, KOTOPBIE UTPAIOT CYIIECTBEHHYIO POJIb
B PETYJSILIMM pOCTa W Pa3BUTHS PACTEHHUI, B TOM YHCJe KOHTPOJIUPYIOT IPO-
1ecchl Mop(doreHe3a B OTBET Ha CTUMYJIBI OKpysKatomeit cpenbl (6-10). B cBs3nu
C OTMM B paHHMX paboTax MX pacCMaTpUBAIM B KauyeCcTBe Hanboyiee BEPOSITHBIX
KaHIMIATOB Ha pPOJib COCAMHEHMM, CIOCOOHBIX PEryjiuMpoBaTbh OpPraHOTeHe3 Yy
0000BbIX pacTeHuii (5, 11, 12).

DT mpeAcTaBieHUs] ObLIM TEPECMOTPEHBI, KOrma IMo3Xe YAaaoch MISH-
TUMULAPOBATH IPYTUe COENUMHEHUs, BblAENSEMble pu3oousamMu, — Nod-¢haKTopbl
(anrn. nodulation), mpencraBisonIre codboil aumoxutooaurocaxapunbl (13). Ho-
OaByieHne oumineHHBIX Nod-(hakTopoB K pacTeHUIO 0Ka3aJIoCh AJOCTATOUYHBIM yC-
JIOBUEM JUISl aKTMBALIMU 1IEJI0r0 KOMILJIEKCA OTBETHBIX PeaklUil, KOTOpbie OObIY-
HO pa3BMBAIOTCS TMPY MHUIMALMM CUMOMO3a ¢ puzodousimu. bosee Toro, y oT-
JeIbHBIX BUAOB pacteHuit (y mouepHbl Medicago sativa u cou Glycine soja) npu
nob6asieHur Nod-(hakTopoB 00pa30BbIBAIMCH KIYOEHbKU, KOTOPbIE UMEIU YEPThI
CTPYKTYPHOI'O CXOJCTBa C KJIyOeHbKaMW, WHIAYLUUPYEMbIMU puzoousmu (14,
15). B pmanbHeitieM ObLTM pacluudpoBaHbl Bce cTaguu cuHTe3a Nod-dakropoB
U MIESHTU(PULMPOBAHBI TeHBbI PU300MIA, KOHTPOIMPYIOIINE CUHTE3 U BBIACICHUE
atux Moiiekya (16-19). YcraHOB/IEHO, YTO HAa PaHHUX 3TalaxX B3aMMOIECTBUS
pacTeHUs BBIICIAIOT (DJIAaBOHOMABI B puU30cdepy, UTO CTUMYJIMPYET CHUHTE3 W
MNPOAYKLUIO pu3oouaibHbiMU OakTepusiMmu Nod-dakropos (20, 21). B cBoto oue-
peab, Nod-dakTopsl ciayXaT MHAYKTOpaMU Pa3BUTHS LIEJIOT0 KOMILIEKCa OT-
BETHBIX PEaKLMil y pacTeHUi, aKkTHBALMS KOTOPBIX JIEXKUT B OCHOBE IMOSIBICHUSI
CUMOVOTUYECKUX KIyOEHbKOB. DTU UCCIEIOBAHUS CTalu OCHOBOW WIS (popmu-
pOBaHMUSI TOMMHMPYIOIIEH TOYKM 3PEHUSI O TOM, 4TO TOJbKO Nod-dhakTopbl
HEOOXOAUMBI U JOCTATOUYHBI JIJI1 KOHTPOJISI KITyOeHbKOOOpa30oBaHUsI.

OmHako Ha COBPEMEHHOM 3Talle MCCIeIOBaHWM, HECMOTpPsS Ha TO, YTO
KmoudeBast pojib Nod-(akTopoB B MHUIIMALIMKA U Pa3BUTUM CMMOMO3a He BBHI3BIBA-
€T COMHEHWI, HAKOIUIEHBI SKCIIEpUMEHTAIbHBIC JaHHBIE, TTOATBEPXKIAIOIINE, YTO
U3MeHeHue OajlaHca (UTOrOPMOHOB LIMTOKMHMHOB M ayKCMHOB TakXke Heo0Xo-
JUMO JIJI1 KITyOeHbKOOOpa30BaHUSI.

B HacTosiem 00630pe 00CYXKIaIOTCsl pe3yabTaThl KJIIACCUYECKMX U CO-
BPEMEHHBIX MCCIICAOBAaHMI 1O BIMSHUIO LIMTOKWHWHOB Ha Pa3BUTHE a30T(HUK-
CHUPYIOIINX KITyOEHBKOB y OOOOBBIX pacTeHMI, a TaKKe MOJICKYISIpHBIC MeXa-
HU3MBI TaKOTO BIMSTHUS W B3aMMOICHCTBUSA C KOMIIOHEHTAMU CHTHAJIBLHOTO Kac-
Kaga, aktuBupyemoro Nod-dakropamu.

OCHOBHbIE 3Tamnbl Pa3BUTHUS CUMOMO3a MeXIy OOOOBBIMU PACTEHUSIMHU U
KJ1yOeHbKOBBIMU OakTepusiMu. KimroueBoe COOBITME MPU MHAYKLUMU KITYOSHBKO-
oOpazoBaHus B 0000BO-pHU300MAIBHOM CUMOMO3e — CBs3biBaHUe Nod-dakTopoB
CO cneu(pUIHBIMU pELEeNTOPaMH PACTEeHU, KOTOpbIe IIPEACTaBISIOT COOOM
LysM-conepxaiiye peLenTop-rnomoOHble KuHasbel (22-26). Ilocnemyiommii 3a-
IyCK CUTHAJIBHOTO KacKama B KIIETKAaX KOPHS TIPUBOAMT K aKTUBAIIMU IBYX TTOM-
MporpamMM pas3BUTHS: MHGEKIIMOHHOIO Tpoliecca U OpraHoreHesa KiIyOeHbKOB,
YTO JIEXKUT B OCHOBE yCMEILIHOro (popMupoBaHust cumonosa (27).

PanHue peakium Ha aeiictBue Nod-¢pakTopoB — Aenoysipu3alus MeM-
OpaHbl KJIETOK KOPHEBBIX BOJOCKOB, pasButHe «Ca2™ BOMH» B SIpe M OKOJO-
siiepHOM TpocTpaHcTBe (28-33), u3MeHeHUs: B CTPYKType LIMTOCKeneTa u aedop-
MalMsl KOHUMKOB KOPHEBBIX BOJIOCKOB (34-37), a Takke MHIYKLMS 3KCIPECCUU
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CUMOMO3-CcrielIM(pUUHBbIX T€HOB paHHUX HoayJuHOB (ENOD reHoB, aHIII. ear-
lynodulins) (38). OTu peakuuu MNPEALIECTBYIOT CKPYUYMBAHUIO KOPHEBBIX BOJIOC-
KOB, ()OPMUPOBAHUIO B HUX MUKPOKOJIOHUI OaKTepuil U pa3BUTHIO MH(PEKIIMOH-
HbIX HUTEWH — TYOYJSIPHBIX CTPYKTYp, MOCPEACTBOM KOTOPBIX OAKTEPUM MOCTaB-
JIAI0TCS B KJIeTKU pacTeHus. OMHOBpEMEHHO ¢ MH(EKIMOHHBIM MPOLECCOM aK-
THUBUPYETCS CUTHAJIbHBIN Kackan B 0oJiee TIIyOOKUX CJIOSIX KOPbI KOPHSI, YTO MPU-
BOIMT K pPEaKTUBALIMM MIEJICHUI KIETOK KOpPhl M (POPMHMPOBAHUIO TTPUMOPIMS
KkiyoeHbka (1, 27, 36, 39-42). Ilo Mepe pa3Butus Y KiIyOeHbKa (hOPMHUPYIOTCS
MpoBozsire TKaHU (43) U QyHKLMOHAJIbHAs MepucTeMa, 00ecreunBamlIe ero
npoaudepupyrommmu kietkamu (27, 44-47).

Y 60060BbIX pacTeHUIl ObLIM BbISBIEHbBI HECKOJIBKO KOMITIOHEHTOB, y4acT-
BYIOIIIMX B Mepeaaye CUrHajga OT pelenTopoB. DTO pelenTop-noao0dHas KruHaza ¢
JIEUIIMH-00raThIMM MOBTOpaMMu BO BHeKJeTouHOM goMeHe (LjSYMRK/MtDMI2),
OCHOBHOI (DepMEHT CHUHTE3a MEBAJIOHOBOM KUCIOTHI 3-TUIPOKCHU-3-METUIITITY-
tapui-KopepmeHT A penyktaza (MtHMGRI1/LjHMGRI1), kaTuoHHbIE KaHaJbI
(LjCASTOR, LjPOLLUX/MtDMI1), 6enxu nykineonopuubl (Lj]NUP85, LiNUP133
u JNENA) u kanbuuii-kansMoaynauH-3aBucumasi kuHaza (LjCCaMK/MtDMI3)
(48-50). IMocnenHsist BBIMOJHSIET BaXKHYIO POJIb B «1€KOAUPOBAHUM» CUTHAaJA.
Hapyuienue ee ¢GyHKUMM TPUBOAUT K OJOKMPOBAHUIO HMHGMEKIMOHHOIO
npoliiecca U opraHoreHesa KiyoeHbkoB. PacnpoctpaHeHue curHana ot Nod-
¢$aKTOpPOB HEOOXOAMMO IJIsl aKTUBALIMU TPAHCKPUIILMU OOJBIIMHCTBA F€HOB,
CBSI3aHHBIX C OPraHOTeHEe30M KIyOeHBKOB M pa3BUTHEM MH@EKIIUHU, KOTOpas
KOHTPOJNMPYETCS TpaHCKpUNUIMOHHBIMU (akTopamMu LjCYCLOPS/MtIPD3,
LiNSP1/MtNSP1, LjNSP2/MtNSP2, LiNIN/MtNIN, MtERNI1, LjNF-YA1/MtNF-
YAI(HAP2), LiNF-YB1/MtNF-YB1, LEFD/MtEFD (40, 51-54).

YyacTvue HUTOKMHUHOB B KOHTpoOJe KJIybeHbKooOpa-
30BaHU . [lo3uTuBHAsI pojib LIMTOKWMHUHOB IIPU KIIyOEHbKOOOpa30BaHUM Obl-
Jla BIEpBbIEC IOKA3aHa B 9KCIIEPMMEHTaX C 5K30I€HHBIM A00aBlIeHHEeM 6-0eH-
swiamuHonypuHa (6-BAIl), yTto mpuBeo K BO3HUKHOBEHHUIO KJIyGEHBKOIOA00-
HBIX CTPYKTYp Ha KOpPHSX 0000BbIX pacTeHuid. CTUMyNsSALMIO Npojudepaunn
KOPTHKAJIBHBIX KJIETOK TPU 3K30T¢HHOM nobaBieHnu 6-BAIl Habmomamm y
JMOIIEpHEI TTIoceBHOIM Medicago sativa, 6enoro KieBepa 1rifolium repens, ropoxa
roceBHOTO Pisum sativum M nsanBeHUa snoHckoro Lotus japonicus (55-60). Hus-
KW€ KOHLIEHTpaluKd LUMUTOKMHWHOB BbI3BAIM IOSIBJIEHWE KJIyOEHBKOBOTO MpU-
Mopaus, Hanpumep 6-BAIl ctuMynmpoBan KiybeHbKOOOpa3oBaHHWE y TOpoXa
P. sativum (59). OgHako BBICOKME KOHLIEHTpAallM¥ OKa3blBaIu IMPOTHUBOIOJIOX-
Hblil a(pdexr Ha K1yOeHbKoOOpa3oBaHUE W TMOAABISIM Pa3BUTHE MPUMOPAUEB
OOKOBBIX KOpHElH. ABTOpBI CIEIaJv BbIBOI, YTO MHIMOMpPOBAaHME OpraHoreHesa
KIyOeHBKOB M OOKOBBIX KOpHEH BBICOKMMHU KOHIIEHTPALMSIMHM ITMTOKMHUHA
MMPOUCXOAUT U3-3a CTUMYJISILIMU MPOAyKUUU sTrieHa (59).

B nonb3y npeanonoxeHusi 00 ydacTMd LIMTOKMHUHOB B KOHTPOJE KITy-
0eHbKOOOPA30BaHMSI CBUAETEILCTBOBAIM SKCIIEPUMEHTHI 1O MHOKYJSILIMU pac-
TeHU# mouepHbl M. sativa GakTepUaJlbHBIMM 1UTaMMaMM, Ae(heKTHbIMU T10
cuHTe3y Nod-(hakTopoB, HO COAepXKalllMMU T'eHbl OMOCHMHTE3a TpaHC-3eaTHHA.
B pesynbTate y pacteHuil (hopMUpOBaIKCh KIYyOEHLKOIOAOOHBIE CTPYKTYDHI,
B KOTOPBIX HAOJIOJANM WHAYKIIMIO 2KCIPECCUM TeHOB pPaHHUX HOIYJIUHOB
MtENOD40 v MtENOD?2 (57). To ecTb LUIMTOKMHWHBI UHAYLUPYIOT OTBETHbIE
peaklinu, OYeHb CXOJIHbIE C TEMU, KOTOPbIE Pa3BUBAIOTCS MPU MHOKYJISILUU OaK-
TeprabHbIM CUMOUOHTOM (38).

JobaBieHre 3K30T¢HHOI0 HUTOKMHMHA 6-BAIl Takke CTUMYIMpPOBAJIO
BKCIIPECCUI0 TeHOB paHHUX HOOYyIUHOB MSENOD40 n MsENOD?2 y niouepHbl
M. sativa (61). DT TeHbl UHAYLUUPYIOTCS HE TOJIBKO IMPU Pa3BUTUKM CUMOMO3a
JIIOLIEPHBI ¢ KJIyOeHbKOBBIMU OaKTepusIMU, HO U MpU cUMOMO3e ¢ rpudamMu ap-
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OyckynsipHOi MuKopu3bl (61). ABTOpPBI TIPEMITONOXMIN, YTO LIUTOKWHWHBI JEii-
CTBYIOT KaK TPUITEPBl MHAYKIINU KCIIPECCUN paHHUX HOMYJIMHOB U IIPW 6000BO-
pU300MATbHOM, W TIPpU MWUKOPHM3HOM CHMOMO3e. B MMKOPM30BaHHBIX KOPHSIX
JIOLIEpHBI OBLIO BBISIBIEHO 3HAYUTENBHO 00Jiee BBICOKOE COMAEPXKaHME TpaHC-
3eaTMHa MO CPaBHEHUIO C HEMHOKYJIMpOoBaHHbIMU. [10CKONBKY B OCHOBE pa3BU-
TUsI 6000BO-pH300MATLHOTO CUMOMO3a JIeXKaT MeXaHU3MbI, KOTOpble ChOPMUPOBA-
JIUCh Ha OCHOBE 0oJiee APEBHETO CMMOMO3a ¢ rprubaMu apOyCKyJISIpPHOW MUKOPU3bI,
yJacTrieé IIMTOKMHWHOB B OTBETE PACTeHHWII Ha B3aMMOJAEMCTBHE C CHMMOMOTHYE-
CKUMH MHUKPOOPTaHNU3MaMM MOKET OBITh SBOJIOLIMOHHO APEBHUM COOBITHEM.

DKCIepMMeHThI, HallpaBJeHHBIE Ha CHIDKEHUE COAep:KaHUs LIMTOKUHU-
HOB Yy pAacTeHUii, TakKX€ CBUIETEJILCTBOBAIM O CTUMYJIMPYIOIIEH pOJIU 3TUX
TOPMOHOB B KJIIYOeHBKOOOpa3oBaHMM. Y TpaHCTEHHBIX pacTeHuil L. japonicus,
AKCIIPECCUPYIOLINX TeHBl (hDepPMEHTOB KaTaboau3Ma UUTOKUHUHOB Arabidopsis n
Zea mays (AtCKX2 v ZmCKX1), hbopMupoBajoch 3HaYUTEJIbHO MEHbIIE KOp-
HEBBIX KJIYOEHBKOB (62).

[IpeanonoxeHus: 0 BOBJIEYEHUH LIMTOKMHUMHOB B KOHTPOJb KIyOEeHb-
KOOOpa3oBaHMs HAIJIM OKOHYATeJbHOE MOATBEPXKIECHWE, KOTAa Y MOACIbHBIX
0000BbIX pacTeHuit Medicago truncatula w L. japonicus ObLIM UASHTUPULIN-
poBaHbl peuentopsl K nutokuHnHam MtCREI u LjLHKI1, koHTponupywoliue
pasBuThe cumouosa (63-66). Myranyu, BbI3BIBAIOIIYE KOHCTUTYTUBHYIO aKTHABa-
uuto peuenropa K uutoknHuHaMm MtCREI1/LjLHKI1 (moMuHaHTHO MO3UTHBHAs
MyTalMsl B T€HE pelenTopa), MPUBOAWIM K PA3BUTUIO KITYOCHBKO-TIOMOOHBIX
CTPYKTYpP (CIIOHTAHHBIX KJIYOEHbKOB) B OTCYTCTBMU pU300uil. B yacTHOoCTH, ¥
L. japonicus Gbl1 U30JMPOBAaH MYTAHT CO CIIOHTAHHO (OPMUPYEMBIMU KITy-
OeHbKaMu spontaneous nodule formation? (snf2). KiloHUpoBaHMe MOKA3aJI0 Ha-
JInyde JOMUHAHTHONM MyTauuu B reHe LHKI, KOTOpBIiA SIBJISIETCSI TOMOJIOTOM
AHK4/CRE! y Arabidopsis (Arabidopsis HISTIDINE KINASE4/CYTOKININ
RESPONSE]), ipu 3TOM MyTalldsl OKa3ajach JIOKajarM30BaHa BO BHEKJIETOUHOM
CHASE nomeHe pelientopa K UIMTOKMHWHaM (67-69). ¥V snf2 myranTta ¢opMu-
pOBAJIMCh CBOOOMHBIE OT PU300UIT KITYOEHBKOMMOAOOHBIE CTPYKTYPBI, KOTOpPHIE
ObLIM TMOXOXM Ha KIyOeHbKHM, oOpasylolluecs Ipu OaKTepuaJbHOU WMHOKYJISI-
i (64). CXxogHbIM 00pa3oM K IOSBJICHHUIO CIIOHTAHHBIX KJIYOCHBKOB IPHUBO-
auna TpaHchopmanusl pacteHuin Medicago reHeTU4eCcKOoi KOHCTPYKLMEH s
cunte3a MtCREI c 3amenoit B CHASE nomene (L267F), uto onpenessio KOH-
CTUTYTMBHYIO aKTUBaLMIO perentopa (69).

HarmpoTtns, y MyTaHTOB MO peLeNTOPY K MUTOKWHWHAM C BBEIKITIOUCHUEM
¢dynkumnu rena MtCREI/IjLHK]I nabnioganu 3Ha4YMTebHOE CHUXXEHUE KOJU-
yecTBa (POPMUPYIOIIMXCS CUMOMOTHYECKUX KIyOeHBKOB. [losiBieHME pemKux
KJIyOeHBKOB y MyTaHTOB crel u [hk/ ObLIO CABUHYTO MO BPEMEHU U KOHTPOJIU-
pOBaIOCh AOMOJHUTEIbHBIMU pelieNTopaMu K LIUMTOKMHUHAM (y L. japonicus —
LiLHKI1A, LjLHK3) (70). ¥ myranTa crel M. truncatula, a Takxxe y pacTeHUI C
noaaBlieHHOM B pe3dyiabrare PHK-uHTEepdepeHIMN 3KCIIpeccueii reHa pelenTo-
pa K uutTokuHuHaM MtCRE] Obl10 HapylieHo (opMupoBaHUE KIIyOEHBKOB U
PE3KO CHMXAJIOCh MX KosmuecTBO (63, 71). [Ipu 3TOM moaaBieHUe BOCIPUUM-
YUBOCTH PACTEHWH K IUTOKWHWHAM BIUSIIO KaK Ha pa3sBUTHE WHGEKIMOHHBIX
HUTE, TaKk W Ha (popMupoBaHMe KIyOeHBEKOB (63, 71). [Jaxke eciim pa3BUTHE
WH(EKIMOHHBIX HUTEH MHULMMPOBAIOCh, UX POCT OCTAHABIMBAJICS B IMUIEP-
MUCE U HAPYXHBIX CJIOSIX KOPBI. Y PEeIKUX KIyOeHbKOB, MOSBISIONIMXCS HAa My-
TaHTe crel, Obla HapyllleHa 30HAJbHOCTb, UTO YKA3bIBAET HA YYaCTUE LIMTOKM-
HUHOB HE TOJIbKO B WHMIIMAIIMA OpraHOreHe3a, HO M KOHTPOJIe IIPOIIECCOB
g depeHITUPOBKHN KIIyoOeHBEKOB (71).

Y L. japonicus Obl1 oOHapykeH MmyTaHT Ait! (hyperinfectedl), Hecylumi
MyTauu B reHe LjLHKI, KoTtopblii (DOpMUPOBaI MOHUKEHHOE YUCIO KIy-
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6eHbKOB (635, 66). OH XapakTepM30BaJICS TMOBBIIIEHHONW BOCITPMUMYMBOCTBLIO K
pu3obuanpHOl MHGpEeKIUN (B OTAUYME OT MYyTaHTOB crel y Medicago), HO ee
JIanbHEHIIee pa3BUTHE OBUIO OIOKMPOBAHO B SMUAEPMUCE U KOPE, UYTO TTPUBOIM-
JIO K 3HAYUTEIILHOMY CHIDKEHWIO KITyOeHbKOOOpa3oBaHUA (66). ABTOPHI IOy -
Jm pokazarenascTBa Toro, yto LjLHKI HermocpencTBeHHO CBSI3bIBAETCS C LIMTOKU-
HUHAaMH, TPYU 3TOM MYTaHTHBIN OeJ0K He 00Jiafgad TaKoil ClTOCOOHOCTHIO.

Takum oOpaszom, WISt ABYX MOAENbHBIX pacteHuil M. truncatula n L. ja-
ponicus TI0Ka3aHa KIo4eBasi poJib IMTOKWHUHOB B MHMIIMAIIMM U Pa3BUTHUH Opra-
HOTeHe3a KITYOeHBKOB. [Ipr 3TOM OTCYTCTBHME UYBCTBUTEIBLHOCTU PACTEHHMI K ITW-
TOKWHWHAM W3-3a HapyIIeH!s paboThl pelienTopa HEOAMHAKOBO BIMSIIO HA PU30-
ouaneHylo nHbekuuoo y M. truncatula v L. japonicus, 94T0 MOXET OBITb CBSI3aHO C
pa3HBIM THTIOM KITYOEeHHKOOOPA30BaHMS Y ABYX BHIOB 6000BBIX (66, 71). Pomb 1u-
TOKMHUHOB HE OrpaHMYeHa TOJbKO perysiuyMeil paHHMX CTaiMil opraHoreHesa,
OHU MOTYT OBbITh BOBJE€UEHBI B KOHTPOJb AUPGEPeHIMPOBKI KITyOSeHBKOB.

B cooTBeTCTBUM ¢ TpearosaraeMbIM y4acTUEeM LIUTOKMHUHOB B peTy-
JISIIIMKA OpTaHOoreHe3a KIyOeHBKOB M MHMEKIIMOHHOTO Ipoliecca, pelenTop
LjLHK1 u perynsatopbl HUTOKMHUHOBOTO OTBETa JIOKAJW30BaHbI B MEJISIIUXCS
KJIETKax HapyXHOW KOpHI KOPHS M KJIETKaXx KOPHEBBIX BOJOCKOB Y L. japonicus
(62, 70). B dpopmupyromemcst KiryoeHbKe 30Ha 3KCIIPECCUM 3TUX TeHOB 3HAYHU-
TeJBHO pacIIvpsiach, a B 3pejioM OblIa OrpaHMYeHA 30HON MEpPUCTEMBI W TIPO-
BOASIIMMU TTyukamu (62, 70).

Y M. truncatula noxanuzauusi peuentopa K LUTOKMHUHAM TpU UHU-
YAl cUMOMO03a ObLTa CBSI3aHA TOJIBKO C NEJISIIMMUCS KJIeTKaMU MepUIIUKIa
1 BHYTPEHHEH KOpBbI, 3aT€M C Pa3BUBAIOIIMMUCS MPUMOPAUSIMU KITyOEeHBKOB, a
B 3peJIoM KIIyOeHbKE — C MepUCTeMOoll M 30HOI mHBa3uu (72, 73). OgHako B
KJIETKaX KOPHEBBIX BOJIOCKOB Y M. truncatula Gblila BeISIBJICHA aKTUBALIUST PETYIIsI-
TOPOB OTBETa Ha LIMTOKWHWH, 3KCIIPECCUsT KOTOPBIX BO3pacTaia TPy MHOKYJISIINN
u odpaboTtke Nod-dakTopamu (73), 4To NMOATBEPKAATU NaHHbIC TPAHCKPUIITOM-
Horo aHanu3a (74). bojiee Toro, ¢ MOMOIIBIO TPAHCKPUIITOMHOTO aHAJIM3a MOKa-
3aHO, YTO B KJIETKaX KOPHEBHIX BOJIOCKOB B OTBET HAa MHOKYJISILIMIO BO3pacTaa
akcnpeccus peuenropa MtCRE1 (75). To ectb y M. truncatula Takxxe mpouCXo-
VAT aKTUBALIWS pelilenTopa K MUTOKWMHUHY B KJIETKAaX KOPHEBEIX BOJOCKOB.

DKCIIepUMEHTHI TI0 00pabOTKe pacTeHU 9K30T€HHBIM ITUTOKMHUHOM 6-
BAIT (1078 Moub/n) Mokasanu, YTO MHULMALMA IPOLECCAa OpraHOreHe3a KIy-
OCHBKOB KOHTPOJUPYETCS C IMOMOIIBIO JIOKATbHBIX MEXaHU3MOB, ACHCTBYIOIINX
B KyIeTKax Kopbl KopHs (60). IIpu gobaBieHNr LIUTOKMHUHA K PACTEHUIO CTH-
MyJISILIMIO 9Kcrpeccuu reHa LjNIN, HeoOXonuMMOro JJisi opraHoreHe3a, Ha0J1o-
JlaJv TOJIBKO B Kope KOopH# (60).

M3BecTHO, 4TO pa3BuUTHEe WHMEKINU B SIMUAEPMUCE KOPHS YETKO CKO-
OPIMHUPOBAHO C Pa3BUTHEM KIyOEHbKOBOTO IMPUMOPAMUS B KOpE KOPHS IpH
cumbnose (27, 76, 77). CyllecTBEHHYIO pOJIb B TAaKOM KOOPIWHALIMM MOTYT WT-
paThb UMTOKMHUHBI. Tak, y aBoiHOTro MyTaHTa L. japonicus symrkl4 [hkl
(SYMRK — KOMMOOHEHT CUTHAJIbHOTO IIyTU, akTuBUpyemoro Nod-dakTopamu,
LjLHK1 — peuentop K HUTOKUHUHAM) JOMOJHUTENIbHAS MyTauust symirk/4 Ha-
pylIajga pa3BuTHe WHGEKIIMOHHBIX HUTEH B KJIETKAX KOPHEBBIX BOJIOCKOB M BBI-
xol U3 Hux Oaxktepuit (70). Ecniyv npu MHOKYISILIMM OAMHOYHOTrO MyTaHTa lhkl
OTIEebHBIC OAaKTEpUU JTOCTUTAIM KJIETOK KOPBI KOPHS W TaM aKTUBUPOBAIU
dopMmupoBaHNe eIMHUYHBIX KITYOSHBKOB Yepe3 JOMOHUTEIbHEIC pelleNTOPHl K
uutokuHuHam (LjLHKI1A, LjLHK3), To y aBoiiHOoro MyraHTa pa3BUTHE KIIy-
OEHBKOB OBUIO MOJIHOCTHIO 0J10KHMpoBaHO (70). DTO CBUAETEIBLCTBYET O HATUUUU
CBSI3M MEXIY COOBITUSIMM B MUACPMUCE M aKTUBAIIMEH pelenTtopa K IUTOKM-
HUHaM B Kope KopHs. ITo MHeHMIo aBTOpoB, Nod-¢akTophl, BblIeISIEMbIE PH-
300MSIMH, CTUMYJIUPYIOT CUTHAJIBHBIN KacKalm B KJIETKax smuaepmuca (ITokasa-
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TeJIeM CIYXUT akTuBalus perenropa Kk nurokuHuHy LjLHKI B 3Tux Kiietkax),
YTO TIPUBOAMT K TIOSIBIICHWIO CHTHAJA, KOTOPBIM TepeMelaeTcsl B KOpY KOPHS
(70). BTOT CUTHAIT aKTUBUPYET B KJIIETKAX KOPBI KOPHS PelenTop K IUTOKMHUHAM
LJLHK]1 n BcnomorarensHble petentopbl LjLHKIA, IjLHK3, yto crocoocTByeT
CTUMYJISILIMU JesleHUi KiieToK. CIy>KUT JIM TaKUM CUTHAJIOM caM LIMTOKUHUH WU
JIPYToil peryasTop, BIUSIOIIMI Ha CUHTE3/aKTUBALIMIO IUTOKKMHOB B KOPEe KOPHSI,
ocraercsl HesicHbIM. [lom BAMSIHMEM IIMTOKMHWHOB MOXKET 3HAUUTEIBHO YBEJIM-
YUBATHCSI CUHTE3 CAMUX PELIETITOPOB (aBTOPETYJISIIINS), UYTO YCHJIMBAET OTBET pac-
TEHUIA Ha JEeUCTBHUE 3TUX TOPMOHOB MpPU JajbHel1lemM pa3Butuu cumobuosa (70).

CyIIecTBYIOT TOKa3aTeNIbCTBA, UYTO IIUTOKMHWHBI BOBJICKAIOTCSI B Tepena-
yy curHata oT Nod-dakTopa mnociae cTaadd, KOHTPOJIMPYEMOW KalbLMii-
KajnbMoaynuH-3aBucumoit kuHazoi (CCaMK). CremoBareabHO, akTUBALUSI pe-
LeNTopa K HIMTOKMHMHAM 3aBUCUT 0T Nod-dakTopoB. PelienTtop K HIUTOKMHUHAM
pabotaer no npuHUUNy «pocdopee», TO eCTb, OyIydr aKTUBUPOBAHHBIM, IEpe-
naet curHaia gocdonepeHocsiiemMy 6eiaKy, KOTopbiid (hochopuanpyeT U aKTUBU-
pyeT TpaHcKpunuMoHHbIN (pakTop RR b-tna (ot aHri. type-B Response Regu-
lator). TpanckpumniuoHHblii (akTop RR Bb-Tuna cpsi3biBaeTcsl ¢ mpomMoTopamMu
LIMTOKUHUH-PETryJMpyeMbIX TeHOB M aKTUBUPYET UX dKcrpeccuto. Cpeau aKTUBK-
pYeMbIX TMPUCYTCTBYIOT TeHbl IepBUYHOro oTBeTa A-Tura (type-A Response
Regulator, RR A-Turia), KOTOpble HEraTUBHO PETyJUPYIOT LIMTOKMHUHOBBINA OTBET
(HeraTMBHO BJIMSIIOT HA TPAaHCKPUILIMOHHBIN ¢akTop RR b-Tuna).

M3BecTHO, 4TO BKCHOpec-
CHSl TEHOB TEPBUYHOIO OTBeTa A-
tuna (KRR A-Tuma), aKTUBUPYEMBIX
IUTOKWHWHAMHY, 3HAYNUTEIILHO BO3-
pactaeT TIpd WHOKYJISIIUHA, TO €CTh
LIMTOKMHUHOBBI OTBET — 4YacTh
CUTHQJILHOTO Kackaja, WHAyLUpye-
Moro puszobusmu (63, 71, 73).
DKcrpeccus: TUTOKUHUH-PEryIupy-
eMbIX reHOB M(RRI n M(RR4 y

Nod-daxrop

3
| CASTOR, POLLUX |
| NUPS5, NUP133, NENA |

—— & ” M. truncatula npu HWHOKYISILUU
CCaMK CCaMK . .. .
= Sinorhizobium meliloti oxa3anach
CYCLOPS CYCLOPS _
R — £ s CYLIECTBEHHO CHUXeHa B Nod
[ ~sp1 | ~sp2 | LHK]I MyTaHTax dmil, dmi2, dmi3 n
nsp2, nedeKTHBIX II0 OCHOBHBIM
1 | Nspi || Nsp2 |

KOMIIOHEHTaM Mepeaayd CUrHaua
ot Nod-dakropa (63). Ias nsn-
BeHua (60, 77) 6GbUIO TTOKa3aHO,
YTO aKTHUBAllMS pelenropa K -
tokuHuHaM LjLHKI1 3aBucut or
CUTHAJTGHON TpaHCHYKIIUM, CBSI3aH-
Hoil ¢ peueniueit Nod-¢hakTopos.
IIpu oOpaboTke pacTeHUIT JsII-
BEHIlla TUKOIO THUIIA, a TaKXe My-
TaHTOoB SymRK, nupl33, nupés,
castor, pollux, ccamk wu cyclops
HU3KUMU KOHILIEHTPALUSIMU LIMTO-
KMHUHOB HaOMIOaIM CTUMYJISILIAIO
IeJeHUST KIIETOK KOPBI KOpHS W
(opMupoBaHME CIMOHTAHHBIX KIIy-

| NIN

PaszsuTHe HHDEKIHHA

¥

OpranoreHes KI1y0eHBEOB

Puc. 1. CxemMa B3auMOAEeHCTBUSI IUTOKHHMUHOB W
KOMITOHEHTOB CUTHAJIBHOTO MYTH, aKTUBUPYEMBIX
Nod-dakTopamu, y 6o6oBoro pacrenus Lotus ja-
ponicus (MonuduiuposaHo no 76, 78): NFRI,
NFR5 — LysM-penentopHsle KnHasbl K Nod-thakTopam,
SYMRK — penenTtop-nogodHass KhuHaza ¢ OOraTbIMu
JICUIIMHOM TIOBTOPaMM BO BHEKJIETOYHOM JOMEHE,
HMGRI1 — 3-ruapokcu-3-MeTmiriayrapui-kohepmMeHT
A penykraza, MCA8 — xambiueBass AT®a3za SERCA-
tuma, CASTOR, POL-LUX — KaTMOHHBIC KaHAJIbI,
NUP85, NUP133, NENA — 0eJKU HYKJICOIOPUHBI,
CCaMK — kabumii-KalbMOIY/IMH-3aBUCUMasl KUHAa3a,
CYCLOPS — TtpaHckpunumonHslii ¢dakrop, LHK1 —

peuentop K muTokuHUHY, NSP1, NSP2, NIN — tpaHc-
KPUIMLIMOHHBIE (DAKTOPHI.
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CTBOBAJIM O BOBJICYCHWM IUTOKWHWHOB B KOHTPOJb KIyOeHBKOOOpa30BaHMS
yKe TIOCIe CTamuii, KOHTPOIMPYEMBIX 3THUMU KOMITOHEHTAMU CUTHAJIBHOTO
mytn (60). OgHako y MyTaHTOB nspl, nsp2 n nin (TeHbI, KOOTUPYIOIIAE TPaHC-
KPUIILIMOHHBIE (haKTOpbl U akTuBHUpYyloluecs nocie CCaMK) ob6paboTka 1u-
TOKMHMHAMU HE BbI3bIBajJla CIIOHTAHHOTO KJIyOeHbKooOpasoBaHus. CienoBa-
TeJbHO, aKTUBALlMs pelenTopa K LIUTOKWHUHY MPOMCXOIUT Ha CTaauu, KOTO-
pasi TIpeAIlIecTBYeT BOBJICUYEHUIO B Tepeaady CUTHaIa 3TUX TPaAaHCKPUITIIMOHHBIX
PEryISITOPOB IpU (POPMUPOBAHUM KITYOEHBKOB.

CXofHble pe3yabTaThl ObUIM MOJYYeHbl M MPU BBENEHUM B MYTaHTHBIC
pacrenust symRK, nupl33, nup83, castor, pollux, ccamk n cyclops, a Takxke nsp2
U i1 TeHEeTUYeCKON KOHCTpyKuMu sl cuHTe3a peuenropa LjLHKI ¢ 3ameHoit
L266F B CHASE nmomeHe (BbI3bIBa€T KOHCTUTYTUBHYIO aKTUBALIAIO peLieNTopa K
HUTOKMHUHY) (cM. puc. 1) (78). Y TpaHcreHHbIX pacTeHuil symRK, nupl33,
nupé&s, castor, pollux, ccamk n cyclops, HecyllluX KOHCTPYKILIMIO IS CUHTE3a
LjLHK1 L266F, ¢opMupoBaivch CIIOHTaHHBIE KJIIYOEHBKHM, OMHAKO TaKMe KITyOeHb-
KU He TIOSIBJISTUCh Y MYTaHTOB nsp2 U nin B OTBET Ha 0OpabOTKy, UTO Mperoara-
et aktuBalMio NSP2 1 NIN yxe nocjie akTMBallMM pelenTopa K HIUTOKMHUHY.

DK30reHHOe 100aBlIeHNe IUTOKUHUHOB aKTUBUPOBAJIO IKCIIPECCUIO Te-
HOB, KOAUPYIOLIUX OCHOBHBIE TPAHCKPUIILIMOHHBIE PETYJISTOPbl PA3BUTHUS CHUM-
6uoza, tTakue kak NSP2, ERN1 u NIN (71). bonee toro, skcrpeccusi TeHOB
TPAHCKPUILMOHHBIX (pakTopoB NSP2, ERNI u NIN 0Oblla 3HAUUTEIBLHO CHU-
JK€Ha y MYTaHTOB IO pelenTopy K UUTOKUHUHAM crel w [hkl. CnenoBateiabHO,
aKTUBAIIAS PelenTopa K MUTOKMHIUHAM TIPEIIIECTBYET BOBICYCHUIO 3TUX TPAHC-
KPUITLIMOHHBIX (DaKTOpOB B Iepeaady curHana (64, 71). Hakonel, B mpomMorope
reHa NSP2 Oblia HaiiieHa MoC/eI0BaTe/IbHOCTb, BbISIBJIEHHAS y BCEX APYTUX Lv-
TOKMHUH-PETYTNPYEMBIX TEHOB, C KOTOPOI CBSI3bIBAJICS TPAHCKPUITITMOHHBINA pe-
ryasitop MtRR1 (RR B-tuma), uro noarBepxxaaeT BOZMOXHOCTh PETyJsSILIMU 3KC-
MPECCUM 3TOTO TeHa B OTBET Ha aKTMBALIMIO PELIENITOpa K IUTOKUHUHAM (79).

OcobenHocTu MeTabonlm3Ma HUTOKMHUHOB y 0000-
BBIX pacTeHMuM. Jlo HACTOSIIEro BpeMEH!U OCTaBaJIOCh HESICHBIM, UTO JIESKUT
B OCHOBE YBEJIMYEHHUS COAEPXKaHUSI IUTOKUHMHOB MPU CUMOKO3e — BblAEJEHUE
PU300MSIMU ITUTOKMHUH-TIOAOOHBIX COSMMHEHUN WIM CUHTE3/aKTUBALUS IIUTO-
KWHUHOB B caMOM pacTteHuu. OCHOBHBIE (POPMBI IIUTOKUHUHOB Y BBICIIMX pac-
TeHuir — TpaHc-3eaTuH (tZ), N6-(A2-uzonenrtenwn)agenud (iP), uuc-3eatuH
(cZ), murunposearnd (DZ), N6-6ensmwianenuH (BA) (80). K cuHTE3y IMTOKM-
HUHOB CITOCOOHBI TaKxKe OakTepnu (B TOM YHCJIe pU300MN), Y KOTOPHIX BBHISIB-
JIeHbl TeHbl OMOCUHTE3a LUTOKWHUHOB, 'OMOJIOTUYHbIE TAKOBbIM Y PACTEHUI
(81). IIpu uccnegoBaHUM MeTabOIM3Ma LIUTOKMHUHOB Y PACTEHU ObLia WIEH-
TU(ULIMPOBAHA CEpUs I€HOB, YYaCTBYIOLIUX B 3TUX Ipoueccax (puc. 2). IIpen-
IIeCTBEHHNKAMU OMOCWMHTe3a IIUTOKMHUHOB cliyxkaT cBoOogHble AT® n AD,
a takxe TPHK. TlepBasi ctamusi GMOCHHTE3a LIUTOKUHUHOB — CHHTE3 M30MEHTE-
HIWI-HyKJIeoTnnoB 3 AT® wm AP n muvetmnammmmmpodocdata (DMAPP),
KOTOpPBII KaTanuaupyercsi ¢epMeHTOM M3omneHTeHuITpaHcdepaszoir (IPT) (cm.
puc. 2). Kpome IPT, y pactenmii BoisiBieHbl (GepMeHTs TPHK-IPT, ucnonb-
3yoiue B KadyecTtBe cyoctpata TPHK u yyacTBymoline B CMHTE3€ lLiMC-3eaTuHa
(82). Ha 3ToM aTan OMOCHMHTE3a KOHTPOJUPYETCS KOJUUYECTBO LIMTOKUHUHOB B
TKaHSIX pacTeHMSI, a MU3MEHEHWEe YPOBHS sKcnpeccun [PT Hambollee 3HAYNTETb-
HO OTpakaeTcsl Ha WX colepXaHun. B majmpHeileM M30MeHTEHWIT-HYKICOTHIBI
MOTYT MpeBpallaThbCs B 3€aTMH-HYKJIEGOTUABl C IMOMOIIbI0O LuTOXpoM P450-
MoHookcureHasz CYP735A (83). LIMTOKMHMHOBBIE HYKJICOTUAbI OOJaAaloT cja-
00i1 (U3MOJIOTMYECKONM aKTUBHOCTHIO, MO3TOMY HMX aKTUBALUS TOCPEICTBOM
OTLIEIUIeHUs pubo3bl U occaTHOM TpymIibl — BaxKHBIA 3Tan OMOCUHTE3a 1LU-
TOKMHWHOB. DTa TOCIEOHSS CTamus TOMYYCHHMS aKTUBHBIX ITUTOKWHHHOB W3

291



LIMTOKMHUHOBBLIX HYKJIEOTUAOB IIOCPEACTBOM Ae(pochOopuaInpoBaHusI U Iepud0-
3UJIMpOBaHUsl Kartajauaupyercs ¢epMeHToM S5’ -MoHodochart-dochopubdoruapo-
J1a30il, KOTOpbIl KoaupyeTcsi reHamu u3 cemeiictBa LONELYGUY (LOG).
LOG d¢epmenTsl obnagaioT dochopudboruapona3sHoil akTUBHOCTbIO U IpeBpa-
IAI0T TMTOKWHUHOBBIE HyKiIeoTUabl iPRMP u tZRMP B cBoOOIHBIE aKTUBHEIE
W30MEHTeHWIaJeHUH 1 3eaTuH (84).

HenaBHo ObLI0 MOKa3aHO, YTO 3KCIPECCHSI TEHOB, BOBJIEUEHHBIX B KOH-
TPOJIb OMOCHHTE3a IIUTOKMHUHOB, PACTET B OTBET Ha MHOKYJISIINIO PU30OUSIMU U
o6paboTky Nod-dakropamu. Y M. truncatula nociie oopadotkn Nod-dakropamu
B TeyeHMe | 4 3HAUMTEILHO Bo3pacTayia 3Kcrpeccus reHa MtIPT4, xonupyloiie-
ro uzoneHTteHuITpaHchepasy (85). YBenuueHue skcnpeccuu MtlIPT4 xoppenu-
pPOBAJIO C HAKOIUIEHUMEM B KOPHSIX LIMTOKMHMHOB (TpaHC-3eaTMHA M U30IEHTEHM-
nageHnHa) (85). PesynbraThl 3TOro sKCepUMeHTa CBUICTEILCTBOBAIM 00 aKTMBa-
MK OMOCHHTE3a LIUTOKWHUHOB B CaMUX PACTEHUSX, TOCKOJBKY MX WHOKYIISIIVS
pU300UMsIMU HE TPOBOAWIACHL. DKcmpeccust Apyrux reHoB (MtIPTI, MtIPT3 y
M. truncatula, a Takxe ux romonoroB PsIPT4, PsIPT3y P. sativum) cylieCTBEHHO
BO3pacTajia Ipy KJIyOeHHKOOOPA30BaHUM C 7-X CYT IOCJIe MHOKYISILIMA U YBEJIMYM-
Bajlach TIpM pa3BUTUM KITyOeHBKOB (86). Kpome Toro, skcmpeccust renoB LONE-
LYGUYs (LOGS), xonupyollyX aKTUBUPYIOLIME LUTOKUHUH (DePMEHTHI, 3HAYU-
TeJIbHO BO3pacTajia npu UHOKyJsiLuuu Medicago v ropoxa P. sativum (85-87).

DMAPP Y L. japonicus 5Kc-
ATP —» iPRTP —» {ZRTP e npeccust reHa LjIPT3, xo-
(RNATPT) | JIAPYIOIIETO M3OTIEHTEHWIT-
prenyl-tRNA TpaHcepazy, WHIYLIUPO-
DMAPP+ { ADP —»= iPRDP —» tZRDP p bepasy, AyLnp
. .. Bajach B Te4eHMHe 3 Y IIo-
cis-prenyl-tRNA
cJie VMHOKYJISIIMW PU300USI-
AMP —» iPRMP — tZRMP DZRMP cZRMP mu. OHa BoO3pacTajga B
\ \ \ KOpHSX, OCTUTras MaKCH-
MaJbHOTO 3HAUEHUS Ha
iPR (LOG] 1zR (L0G) DZR (LOG]  <zR [LOG
0oJjiee MO3MHMX ATanax Kiy-
J ) )Z J 0eHbKOOOpa30BaHUS, YTO
AKTHBHAA .
opma iP Z Dz cZ MOXET CBUIECTEILCTBOBATH

OH

e

HN HN

N¥ "\ N¥ ”\
g u> K u>
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Puc. 2. OcHOBHBIE 3Tambl OMOCHHTE3a IIMTOKMHUHOB (88):
DMAPP — mumerunammnmupodocdar, iP — m3orneHTeHmane-
HUH, tZ — TpaHc-3eaTuH, DZ — nmurugposeatuH, cZ — ILMC-
3eaTnH, iPRMP — usonenteHmnaneHuHpubo3ua-mMmoHodpocdar,
tZRMP — TtpaHc-3eaTuHpubo3ua-moHodochar, DZRMP —
nuruaposeatuHpubosua-monodochar, cZRMP — wnuc-3ea-
TUHpUOO3UI-MOoHObochaT, iPR — mn3oneHTeHMnaneHMHPUOO3NU,
tZR — tpaHc-3eatuHpu6bo3un, DZR — muruaposeaTuHprO03ui,

cZR — uwmc-3earunpubosun, IPT — uzonenteHuntpanchepasa,
LOG — 5’-monodocdar-dhochopuborumposnasa.

0 HEOOXOAUMOCTU LUTO-
KWHUHOB JJIsI 3TOr0 Mpo-
necca (89). bonee Toro,
9KCIpeccus Npyroro rexHa
LjIPTI cymiecTBeHHO BO3-
pactaja Ha 7-€ CyT mocie
WHOKYJISILIMK U OCTaBajiach
BBICOKOl B KJyOeHbKax
(89). IlomaBneHue »sKc-
npeccumn LjIPT3 B pe3yib-
tate PHK-unTepdpepenumm
MPUBOIMIO K CYIIECTBEH-
HOMY CHHMXXEHWIO 4uclia

Ki1yoeHbKOB (89). Bce 3TM JaHHBIE MOATBEPXKIANOT, YTO OMOCUHTE3 LIUTOKM-
HUHOB M WX aKTUBALWS ITPOUCXOIIT B KOPHSIX G0OOBEIX pacTeHHMI B OTBET Ha
WHOKYJISILMIO pU300UsIMU, TIpoaylupytomiumu Nod-dakropsl. Puzoduu Moryt
CHHTE3MPOBATh LIMTOKUHUHBI, OJHAKO MPU UCCIECIOBAHUM MPOAYKIIMU LMTO-
KWUHUHOB y YEThIPeX pa3HbIX LITAMMOB PU300Mii, CTOCOOHBIX U HE CIOCOO-
HBIX (GOpMHpOBaTh KIIYOEHbKM, HE ObLIO HAMAEHO KOpPpEeJsILUU MEXIYy TH-
MaMu M KOJWYECTBOM CHHTE3MPOBAHHBIX MMU LMTOKUHMHOB M BO3MOXKHO-
CTbIO MHAYLIMPOBATh pa3BUTUE KIyOeHbKOB (90).
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Takum 00pa3oM, yBeJIMYEHHME COAECPXKAaHMS LIMTOKMHUHOB IMPU KIyOSHB-
KOOOpa3oBaHMM, BEPOSITHO, CBSI3AHO C aKTUBAlIMEN CHHTE3a 3TUX TOPMOHOB B
CaMOM pacTeHUU IO BJAMSIHUEM CUTHAJbHBIX MOJIeKy pu3obuit Nod-hakTopos.

Yyactue UUTOKMHUHOB B KOHTpPOJI€ aBTOPETYJISUUMU
cuMOMoO3a. [IMTOKMHMHBI HE TOJIBKO HEOOXOAMMBI ISl MHULMALIMM OpraHore-
He3a KIYOeHbKOB (JIOKAJIbHBIM KOHTPOJb), HO TaKXKe BOBJIEUEHBI B aBTOPEryJis-
LIMIO TIpolecca KiyoeHbKooOpa3oBaHUs (CUCTEMHBIN KOHTPOJb) (91).

IMokazaHo, uro akTmBaluMs perenTtopa K nurokuanHam MtCRE1/LjLHK1
HeoOXooMMa IJI1 WHAOYKIWM CUHTe3a B KOPHIX PETYISITOPHBIX TENTHIOB
MtCLEI13 y Medicago, a takxe CLE-RS1 u CLE-RS2 vy Lotus (92, 93).

B nupykumnm skcnpeccun reHoB MtCLEI3w CLE-RSI, CLE-RS2 nero-
CPEICTBEHHO yJacTBYeT TPaHCKPUIIIMOHHBIN akTop NIN, akTmBaIus KOTOpOTro
3aBucut ot peuentopa MtCRE1/LjLHKI1. CuHTe3upoBaHHbIe TIENTUIBI TIepeMellia-
I0TCSl B TIo0er U TaM cBsi3biBatoTcs ¢ perienntopaMmu MtSUNN/LjHAR1/PsSYM29 u
LiCLV2/PsSYM28, LjKLAVIER — romonoramu CLAVATAIl, CLAVATA2 n
RPK2 (TOAD?2) y Arabidopsis. IIpu akTUBallMM 3TUX PELICNITOPOB B I0OEre re-
HepUPYEeTCS CUTHAT HEW3BECTHON IPUPOIbLI, KOTOPHINA TepeMelaeTcsl B KOpHA U
WHTUOMPYET NATbHEHIIYIO0 3aKIAAKy HOBBIX KIIYOGHBKOB. TaKMM CHUTHAJIOM MO-
XKeT OBITh IOCTYIIEHME LIUTOKUHUHOB. Y L. japonicus B OTBET Ha MHOKYJISILIMIO
Bo hj103Me Mobera pacTeHusl yBeanuuBaiach akcrnpeccust reHa LjIP73 (91). Ilpu
aToM LjIPT3 akTUBUPOBAJICS Yepe3 KOMIOHEHThl CUCTEMbl aBTOPETY/ISILIMM CUM-
o6uo3a (peuentopel CLAVATA u perynsitopubie CLE-nientuabl), a yBeJMueHUE
KOHILIEHTpPAllM ILIMTOKMHWMHOB HETaTMBHO BIMSUIO Ha KIYOeHbKOOOpa3oBaHWeE
(91). CnenoBarenbHO, LIMTOKUHUHBI MOTYT UTpaTh JBOWMHYIO POJib B KIYOEHBKO-
00pa3oBaHNM B 3aBUCHUMOCTH OT BPEMEHW M MeCTa MX aKTUBAIIWM.

Hrtak, 3HaUUTENbHBINA MHTEpEC MPEACTABISACT U3yYEHUE MEXaHU3MOB KO-
OPJIMHMPOBAHHOMN PEryJsiliuy pa3BUTHs KIyOEHBbKOB Y pacTeHU Mpu cUMOUo3e ¢
pY300MsSIMU, KOTOpas MO3BOJISIET CUTHAJIBHBIM MoJIeKylaM 3Tux Oakrepuit (Nod-
(hakTopaMm) aKTMBMPOBATb SHAOTEHHbBIE PETYJISTOPHI CAMOTO pacTeHus — (hUTO-
TOPMOHBI, MPEXAe BCEro HMUTOKMHUHBI M ayKCcUHBI. [lpeacTraBieHHbIE B HACTOSI-
IIei CTaTbe MaHHBbIE TO3BOJISIOT MPEIJIOXKUTh MOMETb, COIJIACHO KOTOPOM aKTH-
Baus Nod-¢akTopaMyu KOMIOHEHTOB CUTHAJbHOIO ITyTH, TMPEXAE BCEro Kajlb-
LUA-Kalb-MOAYJIMH-3aBUCUMOi KuHa3bl (CCaMK), mnpuBOOUT K JIOKaJbHOMY
HaKOIUICHWIO IIMTOKWHWHOB, YTO, B CBOIO OuUepelb, BIMSIECT Ha MeJIeHUE KIIETOK
KOpHBI KOpHST M (hOPMUPOBaHNE KIYyOSHHKOBOTO MprMopausa. Hammume MyTaHTOB
no peuentopy K uurokuHuHy MtCRE1/LjLHKI, ¢opMmupyloimux crioHTaHHbIE
KJIyOEeHbKU, MO3BOJIIET CAeaTh BBIBOA O TOM, YTO IIporpaMma pa3BUTHUST KIy-
OCHBKOB CYILIECTBYET B CAMOM PAaCTEHUU-XO3SIMHE, HO aKTMBMPYETCS CUTHAIbHbI-
MU MoJieKyJaMu puzoouil. [Ipu 3ToM HakoruieHUe UTOKMHWHOB MOXET IPOMC-
XOIWTh 3a CYET MHAYKIIMU OKCIIPECCHM TEHOB, KOHTPOJIUPYIOIIUX OWOCHH-
T€3/aKTUBAIIMIO 3THX TOPMOHOB, HO MOJIEKYJISIDHBIE MEXaHU3MBbI TAKOil aKTUBa-
LM elle TPEACTOUT BBISICHUTD.
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Abstract

The influence of cytokinins on nitrogen-fixing nodule development in legume plants, as well as
the molecular mechanisms of this effect and interaction with components of signaling cascade activated by
nodulation inductors, the bacterial signals Nod factors, are discussed in the review. Positive role of cyto-
kinins was first shown in the experiments with their exogenous application to plants that resulted in spon-
taneous nodule formation on the roots of legume plants (K.R. Libbenga, P.A.A. Harkers, 1973). The ex-
periments with bacterial strains defective in Nod factor biosynthesis, but producing the trans-zeatin, con-
firmed the assumption that cytokinins are involved in the control of nodule formation (J.B. Cooper,
S.R. Long, 1994). As a result the nodule-like structures are developed expressing the symbiosis-specific
early nodulin genes. At the present stage of research the identification of legume mutants defective in the
genes encoding receptors to cytokinins allowed to provide evidence for the involvement of cytokinins in
nodulation. The inhibition of nodule development was found in Medicago truncatula mutants defective in
the cytokinin receptor gene CRE! (cytokinin responsel) and LHKI (Lotus histidine kinasel) in Lotus
Japonicus (S. Gonzalez-Rizzo et al., 2006; J.D. Murray et al., 2007). Thus inhibition of plant susceptibility
to cytokinins affected both the infection thread development and nodule formation. In contrast, the
strengthening of the LHK/ and CRE] gene function in L. japonicus and M. truncatula using a recombi-
nation approach, resulted in nodule-like structure formation in the absence of rhizobia (L. Tirichine et al.,
2007; E. Ovchinnikova et al., 2011). The pathways of cytokinin biosynthesis and activation have been
considered, as well as their perception and signal transduction. Cytokinin accumulation may be connected
with the gene expression induction, that control the biosynthesis/activation of these hormones, but the
molecular mechanisms of this activation remains to be seen. Analysis showed that cytokinins are involved
in signal transduction from Nod factor after the stage controlled by one of the key regulators of the signal-
ing pathway, the calcium calmodulin-dependent kinase. This suggests that activation of the receptor to
cytokinins is dependent on Nod factors. The expression of the genes encoding transcription factors NSP2,
ERNI and NIN was significantly reduced in the mutants cre/ and /hk/, that allowed to conclude the
activation of the receptor to cytokinins precedes the involvement of these transcription factors in signal
transduction (L. Tirichine et al., 2007; J. Plet et al., 2011). The analysis has shown that cytokinins are
involved in the control of early stages of organogenesis and infection development, but they are also
important for nodule differentiation. In addition to local control of nodulation, cytokinins take partici-
pation in system control, i.e. in the autoregulation of nodulation. Therefore the cytokinins may play
various roles in nodule development depending on their spatial and temporal activation.

Keywords: legume-rhizobial symbiosis, cytokinins, Nod factors, nodules organogene-
sis, rhizobial infection.
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