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The article summarizes the data on physiological role of phytohormones - cytokinin and auxin
- in initiation of root cortical cells division resulting in formation of root nodule primordium and
its further organogenesis. High level of cytokinin and low level of auxin have been proven to
be a prerequisite for this process. The mechanism providing the increase in cytokinin : auxin
ratio is linked to inhibiting auxin transport from aerial organs to the root with the involvement
of cytokinin signaling. Decrease in cytokinin : auxin ratio at the background of inhibiting
cytokinin signaling initiates formation of lateral roots. Alternative role of rhizobial Nod-factor,
cytokinin and flavonoids in root nodule organogenesis is discussed. Schemes of reactions
and compounds participating in initiating of nodule primordium and lateral roots formation are
presented.

Key words: rhizobia, legume-rhizobial symbiosis, nodulation, phytohormones, auxin, cytokinin,
Nod- factor, root nodule organogenesis, lateral roots, flavonoids

JOURNAL OF STRESS PHYSIOLOGY & BIOCHEMISTRY Vol. 11 No.2 2015


mailto:akglyanko@sifibr.irk.ru

17 Cytokinin and Auxin Participation...

DUTOropMOHbI (aykcuHbl, UMTOKWHWHDI,
rmbbepennvHbl, BpaccuHocTepomabl, abcumsoBast
Kucnota, STWIEH, >XACMOHOBas Kucnota u psg
OpYrux), UrparoT onpeaensiolwyto ponb B npoueccax
XMN3HEOEeATENBHOCTM pacTeHwui, okasbiBas
MHOTOCTOPOHHEE BAWMSHUE Ha pPOCT U pasBUTME
pacteHuin (Kulaeva,1973; Kefeli, 1974; Polevoy, 1982;
Gamburg et al.,1990). M3 H1X Hanbonbliee BHUMaHWE
B HAyyHOM U1 MPaKTUYECKOM acnekte YyOensercs
CoenunHeHus,

aykCunHam n UMTOKNHNHAM.

obnapatoume ayKCMHOBOW aKTUBHOCTbIO,
CTUMYNIMPYIOT ~ PacTsXeHne Knetok.  LITOKMHMHbI

0OKas3blBaKOT BNAHME HA OeneHne KNeTok.

B HacTosiwee BpeMsi K3BECTHO 6 rpynn
COelVHEHWIA, obnanaroLWmx ayKCUHOBOM aKTUBHOCTBIO.
Cpeon Hux Havbonee W3y4EHHbIMM ABNSAOTCA
NEVPOAHbIA ayKCUH - WHOONWN-3-yKCycHasa Kucrnota
(NYK) " CUHTETUYECKUNe ayKCWHbI -
UHOoNUnMacnsHas,  HadgTUnyKcycHas n 24-
anxnopdpeHokcuykeycHas (2,4- 1) kuenotbl. AyKCUHbBI
CUHTE3MpyeMble B TKaHsSX anekca Han3eMHbIX
OpraHoB TPAHCMOPTMPYIOTCS MO doIoEME akTUBHO WU
MONSIPHO B arnekc KOpHs. Mx nelicTBme cBA3aHO C
pacTsXXeHNeM N PasMHOXEHMEM MepucTeEMaTU4EeCKnX
KNeTok, a TakkXe C SBNeHMeM  anvkanbHoro
JOMWNHNPOBaHWS, B pesynbtate KoTOpOro
BEPXyWeYHas noyka OOMUHMPYET B poOCTe, a pocT

60KOBbIX MOYEK UHFMBUPYETCS.

LInTOKMHUHBI 0BHapy>XeHbl B KNeTKax pasnnyHbIX
opraH1aMoB. 3a cnocobHOCTb MHAYLIMPOBATh AeNeHue
KNeTOK PacTeHUn (UMTOKMHE3) 3TU NPUPOLHbIE 1
UCKYCCTBEHHO

CUHTE3NPOBaHHbIE coeanHeHnsa

nonyynny HasBaHWe UMTOKUHMHOB. B HacToswee
BpeMs n3BeCcTHO okono 200 Takux COeOMHEHWIA Kak
NPUPOLHOrO, Tak Y CUHTETMYECKOrO MPONCXOXAEHNS.
Hanbonee N3BECTHbIE "3 HUWX: 6-
ypdoyprnammHonypuH  (KMHETWH),  3eaTtuH,  6-
6eH3nnamMmHonypmH (BAIM). LIMTOKMHWHBI
CVHTE3MPYIOTCS B anekCe KOPHS U TpaHCMopTUpYyHTCS
B KOpPHE MO KCWIEME HEMONSPHO W MAacCWMBHO CHU3Y
BBepX. OHU CHMMAIOT aykCMHOBOE  anvKanbHOe

AOMVHMpOBaHME, Bbi3blBas passutne ctebnesbix

roYeKk 1 BeTBNeHne noberos.

LIMTOKMHMHBI B KOMBMHAUMM € ayKCUHOM
OCYLECTBAAOT MNepexof KMeTo4yHOro JeneHus K
nmdpgpepeHumpoke. OBHapyXeH aHTaroHUCTUYECKIIA
3OAEKT OENCTBUS ayKCUHa U UMTOKMHMHA Ha pOCT U
opraHoreHes B KynbType TkaHew pacTeHuin (Skoog,
Miller, 1957). 3TOT aHTaroHU3M MPOSBASETCA W MpW
anukanbHOM OOMVMHMPOBaHWW. B TeveHne mHuumaumm
N nopaepXaHusi KOPHEBOM anvikanbHON MepuCTEMbI
UMTOKUHUHBI M ayKCWHbl  (PYHKLMOHUPYIOT — Kak
aHTaroHUCTbl, OENCTBYS B  pPasNnyHbIX  30Hax
mepuctembl (Moubayidin et al., 2009). Tak, aykcuH
HakannmMeBaeTCs B KOHYMKE KOPHS  anukanbHON
MepUCTEMbl 1 MoadepXvBaeT OeneHne KNeTok, B TO
BPEMS  KaKk  LUWTOKMHWH  OEencTByeT  mexay
NPOKCVMaNbHON MEPUCTEMOA U 30HON PaCTSXeHus U
CBA3aH C MEepexoooM KNeTok OT  AeneHus K
andbgoepeHumposke  (Moubayidin - et al, 2009).
OpOHako He WCKMI0YEHO, YTO B APYrUX Crydasx 3Tu
rOPMOHbI MOTYT OENCTBOBaTb CUHEPrnYeCcKn, ycunmeas
apPeKT Kaxooro u3 HUX

npy onpeneneHHon

KOHUEHTpaunn 1 COOTHOLEHNN.
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LnTOKMHUHBI SABNSIOTCS CUrHanbHbIMK
MoneKynamu, VHULMMpYoLLme aKCrpeccuio
cooTBeTCTBYlOWMX  reHoB. Y  apabuponcuca

LUMTOKMHWHOBLI  CUTHANWHI  NPeAcTaBneH  OByMs
KOMMOHEHTaMN -  PELEnTOpOM  MCTUOMHKMHA30M
(Hanpumep, MICRE1) u©n  OTBETHbIM  TFE€HHbIM
perynatopom ARR (cytokinin-responsive Arabidopsis
response regulator) (Ferreira, Kieber, 2005).
LINTOKMHWHBI nogaensiioT chopMmpoBaHne
natepanbHblIX KOPHEW, HO WHOYUMPYIOT MOpAooreHes
KOpHeBoro knybeHbka M 00pasoBaHve raanoe npwu
nenctenm Hematon (Lohar et al., 2004). HaingeHo, 4to
pasmep KOpHeBOM anukanbHon MEepUCTEMbI
YBENYMBAETCS Y TPOWHOro MyTaHTa apabugoncuca
no depmeHTam CuHTE3a LIMTOKMHWHOB
(v3oneHTeHunTpaHcgepasbl) (loio et al., 2007). Otn
pacTeHns (MyTaHTbl) MOKasbiBAOT OOHOBPEMEHHO W
yMeHblUeHne CKOopoCTH IndodoepeHumaunm
MepUCTEMATUYECKMX KNETOK, Y4TO CBUOETENbCTBYET O
perynaumMm  LMTOKMHMHOM  3TOr0 npouecca nyTem

OorpaHn4eHns 30Hbl KOpHeBOVI MepucTembl.

TakvuM 06pa3oM, LIMTOKMHWHBI PErYNNPYIOT POCT 1
obecneymBaloT 06pa3oBaHNE HOBBLIX CTPYKTYP U UX
oopmy. [MosiBneHne NpuMOpAMEB — 3a4aTKOB OPraHoB,
Kak 1 B cnyyae MopdoreHesa KOpHEBOro knybeHbka,
npovcxoaut nog BNSHNEM LIUTOKUHWHOB.
TpaHcreHHble pacTeHus C Cynepakcnpeccuel reHa
LUMTOKMHMHOKCUOA3a/aernoporeHasa nmenn
HanMmeHblee cogepxaHue LUNTOKMHWHA n
06pa3oBbIBaNy pasnnyHbie HEHOTUMbI: C YBENNYEHHOM
KOPHEBOW MepuCTEMOli, POCTOM BOKOBbLIX KOPHEN Ha

rpaHvue npokcuManbHOM WU anvkanbHOW MepuCTEMB,

yBENN4YEHHbIM BETB/IEHNEM KOPHEN 1 popMnpoBaHNEM

18

npupatoyHbix  kopHein (Werner et al, 2003).
KneTouHbl UMKN HAXoOuTCs MOL BAMSHUEM 060MX
FOPMOHOB WM OTHOCWUTENbHOE 3HAa4YeHWe Kaxnoro u3
HUX W CTeneHb ux B3aI/IMOJJ,eI7ICTBI/I9| - BaXHble

BOMPOCHI 415 uccnenosartesnen.

Ha ocHoBaHwWM aHanusa nutepaTypHbiX OaHHbIX
MOXHO 3akmiounte 06  y4yactuu ayKCVHOB W1
LIMTOKMHIMHOB B MpoLeccax chopmupoBaHus 606080-
pu3obuanbHoro cumbuosa (BPC). 9ToT hakT Briepeble
6bin ycTaHoBneH B 1936 r. (Thimann, 1936). Lupokne
nccnenoBaHns B aToli obnactu 6binn npoeeaeHsl B 90-
rogax 20-seka (Hirsch, 1992; Hirsch, Fang, 1994,
Hirsch et al, 1997; Cooper, Long, 1994 u pp.),
KOTOpblE MOKa3anu yyacTne LUMTOKMHMHA W ayKCuHa B
vHULMaummn o6pa3zoBaHus knybeHbka.
DyHKUMOHaNbHASA 3HAYMMOCTb (PUTOrOPMOHOB B 3TOM
npouecce paanuyHas (Oldroyd, Downie, 2008). Ecnn
AYKCUHbI, UMTOKWUHWHbI, a TakXe rm66epenn|/|Hb| n
6paccuHocTEPOUIbl, OTHOCATCS K MONOXWUTENbHbLIM
perynstopam BPC, T0 pgpyrme - abcumsosasi,
>XXaCcMOHoBasd, canuuunoBasd KWCNOTbl WU 3TUNEH -
cumburosa.

HeraTmBHble perynstopel

MHOro4YMCneHHbIMM  UCCNENOBaHNAMM  [OKA3aHO
yyactTe ayKCUHOB, LMUTOKMHWHOB, r1b6epennimHoB
(F'b) wn 6paccuHoctepongoe (BC) B wHMUMaUMK
MopdooreHe3a KOPHEBbIX KNyBEHbKOB, a X YPOBEHb 1
COOTHOLUEHME SBNSIOTCA KMOYEBBIMM (pakTopamn B
popMupoBaHnn knybeHbkoB (Ferguson et al., 2005;
Oldroyd, Downie, 2008).

BnusiHne

aykCcuHa n LMTOKUHUHA Ha

MopcporeHe3 KOpHEBbIX KNyGeHbKOB
B Hactosiwem kpatkoM 0630pe  OCHOBHOE

BHUMaHWe  OydoeT  yOeneHo  (PU3MONOrUYECcKUM
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acrnekTam [OeWCTBMS LMTOKMHWHOB M ayKCWHOB Ha
npouecchl Homynaummn (knybeHbkoobpasoBaHus) npu
hopmmpoBaHun  BPC, kak Hambonee U3y4YeHHOIA
obnact npobnembl MyTyanucTU4eckoro cumbrosa
(Oldroyd et al., 2011; Murray, 2011). OnHoBpeMEHHO
6yoeT  pacCMOTpeH BOMpPOC O  MopdooreHese
natepanbHbix KopHel. CnefyetT OTMETWUTb, 4TO
peaynbrar OeNCTBUS COUTOrOPMOHOB 3aBUCUT OT WX
KOMOVHALMiA 1 CNeumMcpuYeckoin ponu Kaxgnaoro u3
HUX. B3aumomeincTBME TrOPMOHOB MPOMCXOOWT Ha
MeTabonMYeCKOM YpPOBHE 4Yepe3 WX [AeiicTBuMe Ha
onpeaeneHHbIA NPOLECC WM HA YPOBHE CUrHanuHra

(Ferreira, Kieber, 2005).

OTHoweHve aykCcuH LMTOKMHWH  siBNsieTCA
BaXXHbIM ONs Perynsumm MHOMMX MpoLLeccoB pocTta v
pasBuTUS, BKMKOYas  pereHepauuio  opraHa U3
KynbTypbl TKaHei (Skoog, Miller, 1957).
OTANYMTENBHON Y4EPTOA LIMTOKMHWHOB, B OTAMYME OT
OpYyrux rOpMOHOB, ABNSIETCA  9KCNpeccust uUMmu
CMHTE3a TaK Ha3blBaeMblX pPaHHUX 6enkoB -
HOLOY/NMHOB, XapaKTepHbIX Ons paHHero atana BPC:
ENOD2, ENOD12, ENOD40 w pnp. (Bauer et al.,
1996). lNpuuem akcnpeccus reHoB-HOLYNVHOB MOf,
B/IMSHAEM LIUTOKMHWHOB MPOUCXOOUT paHblue, 4em
UHMUMaUms  06pa3oBaHUsl MPUMOPLOMS  KOPHEBOMO
knybeHbka (Hirsch, Fang, 1994). Bonpoc npuHumarot
NV yyactve paHHue Benkn-HOLyMHbI B OpraHoreHese
knybeHbka OCTaeTcs OTKpbITbIM. ECTb MHeHue, uTo
paHHWe HoLyNMHbl MOrYT BbiTh MHAMKATOPaMK cTaTyca
SHIOrEHHOr0 LMTOKMHMHA B CUMOMOTUYECKIMX TKaHSX
(Hirsch et al, 1997) n MoryT npuvHMMaTb yd4actune

(ENOD40) B perynaummn neneHvs KneTok Koprekca

(Mathesius et al., 2000). YcTtaHoBneH ¢hakT, 4YTO Mof

BMSIHMEM  pU30OMIA  MOBLIWAETCS  COAEPXaHue
LUMTOKUHWUHOB W MPOUCXOAUT 3KCMPECcCcuUs  reHos
ENOD-6enkoB. 910 roBopuT 0 BAUSHAU PU306WiA  Ha
CVHTE3 LMTOKMHWMHOB W MOCNemytoWer aKCnpeccum

reHoB ENOD nopn BANSIHWEM LIMTOKUHWNHOB.

WHrmbutopbl TpaHcnopTta aykCuMHa W3BECTHbI Kak
MHOyKTOpbl  06pa3oBaHWst  MCeBOOKNYOEHBbKOB 1
skcnpeccun  ENOD40 — reHa accoummpoBaHHOro ¢
WHMUMauveln obpas3oBaHus npumopans KiybeHbka
(Fang, Hirsch, 1998; Mathesius et al., 2000). Kpome
TOro, TpaHc-3eatuH (LMTOKMHWH) cnocobeH
aKTMBM3MPOBaTh Hoaynsuuio y 6060BbIX B OMbiTax ¢
pn306rsiMK, MyTaHTHbIMK MO cuHTe3dy Nod-ghakTopos
(Cooper, Long, 1994). Takum 06pasom, Momoynsiumsi
YPOBHEN ayKCUHa 1 LMTOKMHUHA — BaXHbIN K/HOYEBOMN
aTan B  (DOPMMPOBAHWM  KOPHEBOTO  KiybeHbKa.
BaxHasa  ponb  UMTOKMHWMHA B HOQynsaUMK
NOLTBEPXAAETCH TEHETUYECKMMN UCCNELOBAHUSMUA.
Tak, MyTaHThl Lotus japonicus no caMonpon3BONbHOM
HOOYNAUMWM  HecyT MyTaumio Mo FUCTUAMHKMHA3e
(LHK1) - peuentopy uutokuHuHa (Tirichine et al.,
2007). Kpome TOro, noteps y MyTaHTa nOLEPHbI
dyHkumn  CRET (optonora LHKT) ymeHbwaet B
CWIbHOA  cTenmeHn  obpas3oBaHve  KJybeHbKOB
(Gonzalez-Rizzo et al., 2006). Lhk1-myTaHTbl TepstoT
CNocobHOCTb 06pa30BbIBaTL NPUMOPAMK KyOEHbKOB,
HO He OKasblBAOT BANSHNSA HA MHAMLMPOBAHNE KOPHS
pn3obusmn (Murray et al., 2007). OgHako npu 3ToM
noKasaHo BAWSHWE MyTauuu Ha POCT MHDEKLIMOHHbBIX
HUTEN, KOTOpble CO34aI0T CMOXHbIE WHHEKLUMOHHbIE
CTpyKTypbl. [enaetcs BbIBOA, 4TO (POPMMPOBaHWE
npumMopamns

knybeHbka He CBSA3aHO c

MPOHUKHOBEHUEM  (MHCpEKUMER) pr30Ouii B TKaHM
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KOpHS Yepes anunaepmmc. B To Xe BpeMst 9K30reHHbIi
LIMTOKMHWMH MHAOYLMPYET 3KCMPECCUI0 reHoB, KoTopble
B HOpPME accouunpoBaHbl C  DOPMUPOBaHNEM
npumopomsi  knybeHwbka  (Fang, Hirsh, 1998;
Mathesius et al., 2003). Mytaumm no rery LHKT
yKasblBaloT Ha LEHTpanbHyl pofb LMTOKWHUHOB B
opraHoreHese

knybeHbka B KopTekce n

OOHOBPEMEHHO CBMAETENbCTBYIOT 00 OTCYTCTBUM MX

BANSHAS  HA  pu3obuanbHyldo  UHGekumio B
anuaepmuce.
Bnusinne ¢beHONbHbIX coennHeHun

(cpnaBoHon.nOB) Ha opraHoreHe3 KJ/1ly6eHbKa
M3BecTHo, YTo chnasoHou bl 6060BLIX BbI3bIBAIOT
9KCMpeccuio pu3obranbHbiX NOA-TEHOB, BEOyLMX K
cuHTe3y HakTepuanbHbIx xutoonurocaxapuiHbix Nod-
(0akToOpPOB, KOTOPbIE VHULMMPYIOT OTBETHbLIE peakLumn
Yy pacTeHus-x03siMHa Ha  BHeOpeHue  pu3obuii
(Mulligan, Long, 1989). Ho Ha 3aTOM doyHKUMM
(PNaBOHOMAOB  MpW (POPMUPOBAHWN KyBeHbka He
3aKaH4MBaIOTCHA: MMEETCS [O0CTaTo4yHOEe KOMMYecTBO
nmTepaTypHbIX AaHHbIX, yKa3blBalowWmX Ha perynsumio
(MOOynAUMIO) NOKaNbHOrO YPOBHSI ayKCUHA B TKaHSIX
KOpPHS, CBSA3aHHOTO c WHrMOUpoBaHNEM
(onaBoHomdamyn OEnKoB - TPAHCMOPTEPOB ayKcuHa
(PINs n PGPs) (Zhang et al., 2009) n y4actmem atux
COeOVHEHVA 1 nepokcupasbl B pacrnage aykcuHa
(NYK) (Mathesius et al., 2001). PINs (PIN-formed
auxin) - 6enkn-TpaHcropTepbl aykcuHa (CEMEeRCTBO
TC 2.A69). [Ipyroe cemeiicte0o  Genkos-
TPaHCNopTepoB aykcuHa PGPs
(phosphoglycoproteins) (TC 3.A.1), nHTErpmpoBaHHO

B rmnasmatnyeckyto membpaHy. Mpennonaraetcs, 4to

(hNaBOHOMAbI MOLYNMPYIOT TPAHCMOPT ayKCuHA MyTeM

20

N3MeHeHUs1 gooccpopunnpoBaHnst BenkoB - KuHas u

docponunuaos (DeLong et al., 2002).

OpHum 13 BO3MOXHbIX MEXaHVW3MOB Mpu
pV306ManbHOM  MHApEKUMM MO UHAYLMPOBaHMUIO
rOPMOHasNbHbIX W3MEHEHUA B KOPTEKCE SBNSETCH
noKanusaums CuHTe3a onaBoHOUOO0B, KOTOpble MOryT
MHrMbupoBaTb TPAHCMOPT ayKCcuHa U Takum obpas3om
N3MEHSATb NOTOK aykcuHa B KopHe (Mathesius, 2001).
C 1988 ropa nsBsectHo (Jacobs, Rubery,1988), uto
(PNnaBOHOMAHbIE COEOVHEHUS (KBApLETUH, anureHvH,
Kemcpepon u Op.) MoryT 61oKMpoBaTh MOMSPHbIN
TPaHCMOPT ayKCcuHa y pacTeHuid, 3amewas yHKLMIO
NPUPOLHOro MHrMbutopa TpaHcnopta aykcuHa NPA
(1-naphthylphthalamic acid). OT10 nosBonseTr B
HacTosillee BpeMs paccMmatpuBaTb  9HOOrEHHble
pacTutenbHble  onaBoHOWObI  Kak  MPUPOOHble
perynatopbl MOTOKA ayKCuHa B KNETKax - MONspHOro
TpaHcrnopta aykcuHa  (Peer,  Murphy, 2007;
Adamowski, Friml, 2015). Pnsobumn Yepes MHOyKUmMo
CMHTE3a (PNaBOHOMAOB, MOryT TakXe O0Ka3blBaTb
BNMSHWE Ha 6anaHc UWUTOKUHWHBI ayKCWHbI B
KOPHEBOM KOpTeKce. [NaBHbIi UCTOYHMK LMTOKMHMHA
- MepucTeMaTnyeckasl Bepxywka KOpHS, B TO Bpems
Kak WCTOMHMK aykcuHa - Mepuctemartundeckas
Bepxywka cT1ebns, M UX TMOTOKM B KOpHE -
NPOTUBOMONOXHbIE MO HanpaeneHwio (Sakakibara,
2005; Leyser, 2006). Mytaums no depmeHTy
610CUHTE3a (PNABOHOMOB — Xa/IKOHCUHTa3€e, BEOET K
VHrMOUPOBaHWO vHULMaummn o6pasoBaHns
npumopamsi  knybeHbka, 4YTO  CBA3LIBAETCA C
perynsumeit onaBoHoMAaMM NOTOKA ayKCuHa B KOPHE
(Wasson et al., 2006). dnasoHomapl ckopee BCEro
cnegyet

paccmatpumsatb Kak MOLynATopbl
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TPAHCMOPTHbIX ~ MPOLIECCOB  ayKCuHa, YeM  Kak
perynatopsl (Peer, Murphy, 2007).

MexaHW3Mbl BAMSIHUSA TOPMOHOB Ha opraHoreHes
Knyb6eHbKa U natepanbHbIX KOpHeMn

PaccmoTpum cxemy o06pasoBaHusi natepanbHbIX
(6okoBbIX) KOpHEW W MopdooreHes KknybeHbka Ha
OCHOBE MPeACTaBNeHNn 0 perynsaumm aTmx npoLeccos
LUMTOKMHVMHOM 1 ayKCUHOM. Huumaums natepanbHbIX
KOpHeW npoucxoout B 30He AudpdbepeHumaumun
KNeTok Ha poHe BbICOKOro CoAepXaHus aykcuHa B
MOKOSILLEM LIEHTPe CTBOMOBbIX KNeTok (stem cells).
LINTOKMHNHOBBIN CUrHasNHT, CBSI3aHHbIN ¢
MHrMOUpPOBaHMEM TpaHCMOPTEPOB aykcuHa - PINs,
PGPs, 6nokvpyetcs, 4TO CO34aeT YCnoBusi Ans
TpaHcrnopTa  aykcMHa B MepuUCTEMAaTUYecKylo

BEPXYLKY KOPHS W HAKOMNEHUs aykcuHa B MecTax

00pa3oBaHust natepanbHbIX KOPHEN.

B cnyyae pusobuanbHoi WMHIEKLMN OCHOBHYHO

ponb urpaet Nod-dhbakTop, aKTUBUPYyEMbI
pacTuTeNbHbIMKA  PeLenTop-nofobHbIMM  KMHA3aMu.
YcTaHoBneHo, 4yTO MeXaHW3Mbl nHUUMaumm
opraHoreHesa KOPHEBOro kjybeHbka OCHOBaHbl Ha
perynsumMm noTOKOB UUTOKMHUHA W  aykcuHa, B
KOTOpPbIX

peLuaioLLlyto ponb npuHaanexuT

pvi3o6uansHbIM Nod-dhakTopam (NF). Onn
npencTasna0T  fMNoOXnutToonurocaxapuibl, KoTopblie
B3aVIMOOENCTBYIOT Ha Mna3ManemMme anumaepManbHbIX
KNETOK C pacTWTENbHbIMKA pelenTopamy (peuenTop-
nofobHeiMn  kuHazamu, LysM-RLK, LRR-RLK) wu
NHUUNMPYIOT aKTUBHOCTb CUrHanbHbIX CUCTEM
pacTteHns-xo3auHa (MnsHbko, 2015). Cuntaetcs, 4To

NF sBnsioTCA nepBOHaYanbHbIM TPUITEPOM 3anycka

punaronornyeckux, 6I/IOXI/IMI/I‘-IeCKI/IX, reHeTn4eckKnx un

LOPYrvX MPOLECCOB, W3MEHSIIOWMUM HanpaBneHHOCTb
MeTabonM3Ma pPacTeHUs-X03sMHA U Bemywux K
cosfaHuio cuMBUoTPogoHOro opraHuama (Ferguson et

al,, 2010).

NF, nokannsoBaHHbIi Ha NOBEPXHOCTN KJEeTOK

annoepmunca, VHOYUMPYET  TPaHCKPWMUMOHHbINA
gaktop NIN (nodule inception) n 3anyckaet yepes
aKTMBaumio peuentopa  (ructuaomHkuHasbl) CRET -
CUTHaNNHT. B

LIMTOKMHUHOBBIN pesynbtate

6nokmpyetcs TpaHcnopT aykcuHa yepes
UHrMbupoBaHne TpaHcnopTHbIx 6enkos (PINs, PGPs,
NPA wnn cbnaBoHOMAOB) W BeOeT K HaKOMNNEHWIo
LIMTOKMHWHA, VHNLMMPYIOLLEro mMopdooreHes
knybeHbka. CxemMaTuyeckn 3TO MOXHO MpPenCcTaBuTb

cnenyowmm obpasom (cxema 1).

1. Pusob6bum (Rhizobia) — Nod-cpaktop (NF) —
Peuentopble kuHasbl (LysM-RLK / LRR-RLK) —

KanbumeBble ocuunnsuum (Ca*-spiking) —

Kanbuuih u KanbMmMogynuH3aBMCUMasi KWHa3a
(CCaMK) — TpaHcKpununoHHbIA 6enok (NIN) —

Peuentop uutokmHmHa (CRE1, LHK1) —

LintoknHuHoBbIN curHanuHr (Cytokinin signaling)

—  TpaHCKpUNUMOHHbIe  bakTopbl  (6enku)

HOOYNSALUOHHOIO CuUrHanbHoro nytm 1 um 2

(NSP1/2) —

TpaHcnopta aykcuHa (Inhibition polar auxin

WHrubupoBaHme  nonsipHoro

transport —| PINs) — Bbicokasi KOHLeHTpauus

LMTOKUHUHA/HN3KasA KOHUEeHTpauus ayKCuHa

(High cytokinin/Low auxin) — [eneHue
KOPTUKaNbHbIX K/eTOK, OpraHoreHes KiaybeHbka

(Cortical cells division, organogenesis nodule).

WHnunaums obpa3zoBaHus 60K0BbIX
(naTepanbHbIX) M MPUOATOYHbIX KOPHEW, CBsid3aHa C

I/IHFI/I6I/IpOBaHI/IeM LUMNTOKMHWHOBOIO CUrHanuHra nytem
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MHIOyKLMM cynpeccopos aToro npouecca RR7 u RR15
(Response Regulator genes) (cxema 2). lNpn aToM
MHrMOUpYeTCs  Cynpeccop TpaHcnopTepa aykcuHa
PIN, 4TO Bemetr K YyMEHbWEHWI0 CcomepXaHus
LUNTOKNHNHA n yBenu4eHuto aYKCUHa,
NOKaNM30BaHHOMO B MecTax MOSIBNEHMS natepanbHbIX
KopHel (TkaHn nepuumkna). Moteps doyHkuvm RR7 n
RR15 BeneT K HapylWeHNio paHHero ambpuoreHesa B
KopHeBoW  «stem-cells» cucteme (Muller, Sheen,
2008).

2. OTBeTHbIE perynsaTopHble reHbl (RR7, RR15)

—  UuTokuHMHOBBLIN  curHanuHr  (Cytokinin

signaling —| PINs) — Bbicokasi KOHUeHTpauusi

achuHa/Hwal(aa KOHUEeHTpauua UWNTOKMHUHa

(High auxin/Low cytokinin) — MopdoreHes
natepanbHbix KopHen (Morphogenesis lateral

roots).

BoaHukaet BOMpOC o} NPOVCX0XAEHNM
LUMTOKMHMHA B KeTKax CUMBMOTPOGOHOro opraHmuama —
pacTuTeNnLHOro unm 6akTepuanbHoro
(pni3obuansHoro). CuMTaloT, YTO 3TO PaCTUTENbHbIN
UMTOKMHWMH,  XOTS  ycTaHoBNeHa  CrnocoBHOCTb
boTOCUHTETUYECKUX  BUAOB  Bradyrhizobium, He
npogyumpyowmx  Nod-chakTop, HEnocpencTBEHHO
BNATb Ha rOPMOHA/IbHBIV ypoBeHb. [pennonaraetcs,
yto aTa BakTepus MOXET WHAYLMPOBaTb HOLYNSILMIO
nyTeM CHabXeHusi pacTeHus uHTepMmenmatamn ons
CUHTE3a Bobosoe

LUNTOKNHUHA. pacTteHue

Aeschynomene sensitive, WHOKYNMpPOBaHHOEe
MyTaHTamu Bradyrhizobium, HecnocobHble K CUHTE3Y
Nod-cbaktopa, He  TepsieT  crocobHocTM K
06pa3oBaHNio KOpHeBbIX KnybeHbkoB (Giraud et al.,
2007). OTu reHetTnyeckne MOLENU rOBOPSAT O ABYX

MexaHun3mMax nHuumaumm opraHoreHesa Kﬂy6eHbKaZ Cc
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aKkTusauuen Nod-dhakTopom " VHOyKUmei
unTtokmHMHOM  (Oldroyd, 2007). [MpoHVKHOBEHME
Bradyrhizobium ssp B KOpTVKanbHble KNETKU KOPHS
yepes TPEWWHbl B 3NMOEPMUCE, MUHYS KOPHEBbIE
BOJIOCKW, MOXET OblTb BaXKHbIM [OKA3aTeNbCTBOM B
UCMONb30BaHWN  LUTOKMHWHOBOrO  curHana B
VHALMaUMN  OeNeHUs  KOPTMKaNbHbIX  KNeToK 1
opraHoreHesa knybeHbka BMmecTo Nod-gpakTopa

(Downie, 2007).

Ponb ropmoHoB B 06pasoBaHuM  KnybeHbKoB
nepBoHaYanbHO OCHOBbIBANACL HAa  pesynbTarax
OMbITOB C W3MEHEHWEM YPOBHS LMUTOKMHWHA W
NPYMEHEHNEM WHIMOWTOPOB TpaHCMopTa aykcuHa B
kopHsix (Cooper, Long, 1994). B nanbHenwem onbiTbl
¢ MyTaHTamu L. japonicum no peuentopy LMTOKUHUHA
LHK1 n mytaHtamm nouepHbl no ero optonory CRE1
MOOTBEPAMAN  HEOOXOOMMOCTb  LMTOKMHMHA  Anst
MHIOyKUMKM MopdporeHesa knybeHbka (Tirichine et at.,

2007).

LINTOKNHNHOBBIA ~ CUTHANUHI  NOKanu3yeTcs  BO
BHYTPEHHMX TKaHSAX KOPHS (KOPTEKC, NEPULMK) 1 He
CBS3aH C  anuaepMncoM.  HenocpencTBeHHbIM
pe3ynbTaTtoM LUUTOKMHWHOBOIO CUrHanuHra sIBnsieTcs
CRE1-3aBucumoe

N3MEHEHNne B NonspHOM

TPaHCNoOpTe  aykCuHa,  KOTOpblA  UHrMbupyertcst
pr30busmm n ounweHHsIM Nod-chaktopom (Plet et al.,
2011). WHrubvpoBaHMe MONSPHOTO  TpaHchopTa
ayKCuHa, Bemylero K HW3KOMY YPOBHIO ayKcuHa, u
OTBETHAs peakums B Mepucteme KinybeHbka ayKCUH-
YyBCTBMTENbHOTO reHa GH3, ucxomHble hakTopbl
opraHoreHesa knybeHbka, KoTopble HabniomjatTtcst

npy o0bpabotke 30H KOPHS ounweHHbiM  Nod-

oakTopoM unm pusobusimu (Mathesius et al., 1998).
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Cynpeccns  LUUTOKMHWMHOBOrO  CUrHanvHra 4epes
peuentop umTokuHuHa CRE1 cHuxaet KonnyecTBo
Knyb6eHbKOB M YBENMYMBAET KONMNYECTBO NaTepanbHbiX
kopHel (Gonzalez-Rizzo et al., 2006). B 10 Bpems kak
npyv  MHIMOMPOBAHMM  ayKCMHOBOMO  CUrHanuUHra
HabnogaeTcs 06paTHoE - YBENMYMBAETCS! KONMYECTBO
KnybeHbKOB 1 CHUXaeTcs obpas3oBaHue narepanbHbiX
KopHeit (Kuppusamy et al., 2009; Champion et al.,
2015). Tak, no paHHbiM Champion et al. (2015)
WHrMbuposaHve ayKCVHOBOTO CUrHanMHra
NMOCPELNCTBOM aykKCWH-CUrHanbHoro perynsaropa (I-3-
AA7) nmpu  aKTMHOPW3anbHOM  MyTaNMCTUHECKOM
cuMbMo3e BedeT K yBENUYeHWo Homynsumm un N,-
doukcauun y ppesecHoro Bupa Casuarina glauca,

WHOKYNMPOBAHHOMO MOYBEHHOW  a30TChMKCUpYHoLLEei

bakTepuein Frankia.

WNayyanocb BAvsiHue pr3obuanbHOM MHGEKUMM Ha
YypOBEHb NyK " LIUTOKUHWHOB
(3eaTnH+3eaTuHPMb03NL) B  YyBCTBUTENBHOM K
pn306usiM 30He KopHs (0-20 MM) 3TUONMPOBAHHbBIX
npopocTkoB ropoxa (MnsaHbeko # ap., 2007; Akumosa,
Cokonosa, 2012) [llokasaHo, 4TO CnyCcTs CyTKU rnocne
VHOKYNSLUMM B yKa3aHHOW 30He KOpHS Habnopanocb
nosbileHne comdepxaHuna kak WYK, Tak un
UWNTOKMHWHOB. [lpnMyeM  aKkTMBHOCTb  (PEPMEHTOB,
pasznaratowmx NYK - nepokcnaassl u MYK-okcmaassl,
CcHUXanaceo. O™ [aHHble  MOXHO, BEpPOSITHO,
00BSACHUTL LJIUTENBHOCTBIO 3KCMEepUMEHTOB (1 cyT),
KOrga 3ayatouyHble KIeTKM npumopams knybeHbka
BCTYMWAW B aKTVUBHYIO (pa3y AeNeHNs U Pa3MHOXEHUS,
yto TpebyeT Ans STMX MPOLECCOB MOBBIWEHHbIX 103

aykKCuHa n N3MEHEeHNA COOTHOLWEeHnsA mexnay

ropMoHamw. 910 noareepXxmnaetcsa naHHbIMU, KOTOPbIE

nokasanm CWNbHYIO aKkTMBauuo AYKCUH-
yyBcTBUTENBHOrO reHa GH3.1 (Gretchen Hagen3.1) B
mMepucteme 3advatodHoro knybeHbka (Grunewald et
al., 2009). [Hpyrve paHHble (Olah et al., 2005)
CBUOETENLCTBYIOT O CTUMynsSuMM ouniweHHbiM  Nod-
hakTopoM 0bpa3oBaHWs natepanbHblX KOPHeR B 1-5-
IHEBHbIX OMbITax C MPOPOCTKamm noLepHbl. B cBs3u ¢
STUMM  LaHHbIMM  TPebyloTCs  UCCnenoBaHWs Mo
N3YYEHWIO POMNM ayKCMHA M LIUTOKUHMHA Ha PasnnyHbIX
cTamusax — paseutMs  KnybeHbka  OTHOCUTENbHO
Ha4Ya/lbHOM CTagMM - WHAUMAUMM  0Bpas3oBaHus
npumopamst knybeHoka (Timmers, 2008). C gpyroi
CTOPOHbI, MEIOTCA faHHble 06 y4acTu ayKCUHOBOMO
CUrHanvHra Takxe B pu3obuanbHOM MHOPEKLIVIOHHOM
mpouecce, B  4acTHocT, B  0OpasoBaHUM
WHOPEKLIMOHHON  HUTW B KOPHEBbIX  BOMOCKax
(Breakspear et al., 2014).

CONCLUSION

MonyyeHHbIe 3KCMepuMeHTanbHble JaHHble
yKasblBaloT Ha TO, YTO LIMTOKVHWH U ayKCUH KIIOYEBbIE
perynstopbl B MHALMALMK opraHoreHesa knybeHbka B
KopTekce KopHs. OaHako B 0TM4Me oT 0bpa3oBaHus
KOPHEBOW anvKanbHOW MEpUCTEMbl WM MEepPUCTEMbI
natepanbHoro  KOPHS  ONst  MHMUMauum  knybeHbka
HeobX0AMM BbICOKWIA YPOBEHb LIMTOKMHUHA U HU3KUIA
aykcuHa. Momynsaumst aTx ropMOHOB MPOUCXOOMT MOoA,
nepBoHaYa/IbHbIM ~ BAUSIHEM  pu3obuanbHbix  Nod-
(paKkTopOB, KOTOPble aKTMBUPYIOTCS Ha nnasmanemme
anuIoepManbHbIX KNeToK KOPHS peLenTop-nonobHbIMy
knHasamn (RLK). Habniogaemblin nocne atoro kackag,
peakuuii, BK/IOYAOWWA, B 4aCTHOCTW, aKTMBaLUIio
CUrHa/bHbIX ~ CUCTEM

pacTeHusi,  3KCMPECCUto

CUMOVOTMYECKMX TE€HOB, CUHTE3 paHHMX Oenkos-
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HooynuHoB (ENODSs) u 6enkoB-TPaHCKPUMLMOHHBIX
doaktopoB (NSP1/2), npuBoout K WHGOULMPOBAHMIO
TKAHEA  KOpHA  pu3obusimm 1 obpas3oBaHuWio
CUMBMOTNYECKMX CTPYKTYP — UHOPEKLMOHHBIX HUTE 1

Kny6eHbKOB.

Kak yxe oTMeyanocb, HEKOTOpbIE BUAbI PU306UiA
(Hanpumep, Bradyrhizobium) He HyxgpatoTtcs B Nod-
pakTopax ons MHALMaLmMmM MopcporeHesa KnybeHbKoB,
4yTo, MO-BUAMMOMY,  CBWOETENbCTBYET O MPSAMOM
perynmpoBaHu  YpOBHA  LUMTOKMHMHA B KneTkax
pacTeHus-xo3smHa (MaKkpocnMBUOoHTa). OpnHako
60nblMHCTBO pr30bult ncnonb3ytoT Nod-chakTop Kak
9BOMIOLIMOHHO  3aKPEM/IEHHbI  MyTb  06pasoBaHus
CUMBMOTMYECKMX  CTPYKTYp. He wucknoueHo, 4to
KoopAVHaUMS peakuuin B anuoepMmuce U Koptekce B
TeYeHMe HOOynsLMM MOXeET BbiTb CBs3aHa C elle He
M3BECTHLIMW CUTHaNaMun, KOTOpbIe PEerynmpyrtoT noToK
ropmMoHoB. B 3aTOM nnaHe npencTaBnser MHTEpEC
donasoHOMAbI, NIOKaNbHOE HakoMneHne KOoTopbIX B
KOPHE  MOXeT UM3MeHsATb  6anaHc  rOPMOHOB,
VHULMMPYIOWMX ChOPMUPOBaHNE nateparnbHbIX KOPHEei
wim  KnybeHbKOB. Ha

Pa3INYHbIX aranax

POPMUPOBAHVISI KNny6GeHbKOBOW MEepUCTEMDI
KOHLIEHTpaLWsl, COOTHOLWEHNE U (ou3nonormyeckas
ponb  3TMX  TFOPMOHOB  MOXET,  MO-BUAMMOMY,
N3MEHATLCS, YTO TPebyeT JanbHelWero n3y4eHus.
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