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VY3arajibHeHO JiTepaTypHi JaHi 1IOJ0 OCHOBHMX CHUTHAJbHMX WIJISXiB PETyJsLil
mpolecy HomyJsmii. Po3rmsHyTo ydacTh KITIOYOBMX (DiTOTOPMOHIB y Tpoliecax
Oynmp00uKOyTBOpeHHS. ONMCcaHO poiIb LMTOKIHIHIB, ayKCHHIB, TiOepeliHiB, CTpu-
TOJIAKTOHIB y MO3UTUBHIN pEryJslilil Ta pojb €TUIECHY, aOCIM30BOi, )KaCMOHOBOI,
CATILIMJIOBOI KUCJIOT y HETAaTWMBHIM peryisuii Homynasuii. HeraTuBHy peryisiiio
MPOLECIB OyJTb00YKOYTBOPEHHS MPEACTABICHO K CUCTEMHY ayTOPETYJISLIIO i JIo-
KaJbHy TOPMOHAJIBHY PETyJISIIilo KiTbKOCTi Oysnpoouok. HaBemeHo iHdopmailiio
PO y4YacTh (hiTOTOPMOHIB ITMTOKiHIHOBOI MPUPOAM B CHUCTEMHIN ayTOpeTryJIsiIii
npouecy Homysslii. KoopnrHailiss TOpMOHAIBHUX CUTHAIBHUX IIIISIXiB Ma€ BaX-
JIMBE 3HAY€HHS Ui OpraHOTeHEe3y KOPEHEBUX OYJIbOOYOK i € KOMILIEKCOM pe-
aKIIii i mpoueciB, MPU LIbOMY KOHIIEHTPAILlil FOPMOHIB Ta iHIIWX CUTHAIBHUX KOM-
MOHEHTIB KPUTUYHIi, 1X KOJMBAHHS B TOM 4YM iHIIMK OiK MOXYThb MepepBaTu
HomyJI1i0. PO3yMiHHS MeXaHi3MiB peryJisilii TpouLeciB OyJb00YKOYTBOPEHHS 3a-
0€3MeYnTh 3HAYHUI TPOrpec y BUPIIIEHHI TJI00ATbHUX Mpo0eM 6i0TeXHOOTIl Ta
CiILCBKOrocnoaapCchbkOro BUpOOHUILITBA MTPU BUPOLLYBAaHHI O0O0OBUX POCIIMH.

Karouosi crosa: diroropmonu, Nod-dakropn, 60060B0-pr300ialTbHII CMM0i03, HO-
IYJISIIST, a30TdiKcallist, CUTHAIIHT, CUCTEMHA ayTOPETYJISIIisT TIPOIIECY HOMYJISIIIi.

bionoriuny ¢ikcailiio a30Ty 3IiiICHIOIOTh ITPOKAPIOTUYHI MiKpOOPTraHi3Mu,
SIKi BUKOPUCTOBYIOTh (DEpPMEHTAaTUBHUI KOMIUIEKC — HIiTpOreHasy, 1o
MepeTBOPIOE aTMOchepHU MOJIEKYJISIPHUM a30T HAa MTOCTYMHI TSI POCIIM-
HU dopmu (Hanpukiaa, amoHiit) [1, 2]. Ockinbku a30T € KIOYOBUM OOMe-
>KyBaJIbHUM YMHHUKOM POCTY i PO3BUTKY POCJMH, TO 3HATHICTb 000OBMX
(opMyBaT cUMOIOTHYHI cUCTEMU 3 a30TPIKCYyBaJbHUMU MiKpOOpTaHi3zma-
MU HajJa€ iM He3allepeyHy MepeBary MOpiBHSIHO 3 iHIIMMM BUAAMU POC-
ymH [3].

Y pesynbrari iH(piKyBaHHS KOpEHiB pocauH pomuHu Fabaceae pu-
300isIMM PO3BHUBAIOTHCS KOPEHEBi OyIb00YKM — Crelliajli3oBaHi CTPYKTYpH,
B AKux Qikcyetbes asoT [1, 2, 4, 5]. @opmyBaHHS OyJIEO0OUYOK € pe3yyibTa-
TOM JBOX TiCHO KOOPAMHOBAHUX IMPOIIECIB, OMOCEPEAKOBAHUX KOJOHI3aIli€I0
OakTepiit: iH(iKyBaHHSI KOPEHIB Ta opraHoreHe3y Oy/Ib004OK [6].

[Ipouiec OyabOOYKOYTBOPEHHS (HOAYJALIS) iHAYKYE IIBUAKY aKTH-
Ballilo enigepMaJbHUX, KOPTUKAIbHUX KJIITUH i KJIIITUH MEePULIMKITY. YTBO-
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peHHS OyJbOOYOK iHILIIOIOTh KOPEHEBI €KCYyIaTU POCIWHU-Xa3sdiHa —
(enonbHI crionyku (pIaBOHOIIN), IO CEKPETYIOThCS y pu3ocdepy [4, 7].
ExcymaTi 4YacTKOBO BHM3HAYalOTh CHEUUIYHICTH CHUMOIOTUYHUX
B3a€EMOBITHOCWH, OCKIiJIbKM Pi3Hi BUAW PU300iii pearyioTh Ha MEBHi CIie-
undivHi paaBoHoinu [8]. draBOHOIAM CTUMYJIOIOTh XeMOTaKCHC Oak-
Tepiii 10 KOPEHIB i aKTHMBYIOTh €KCHPECil0 pu300iaibHUX nod-TeHiB, 10
MPU3BOINUTHL OO0 MPOAYKYBAaHHS i CceKpelii 1mraMocneuu@iuHuX JMmoxiTo-
oyirocaxapuiB, BimoMux Takox sk Nod-dakTopu (NFs), ski 3amyckaiorb
MpOoLeCU PO3BUTKY Oynb004OK [4, 5, 9]. BUHATKOM € Kinbka ineHTrgiko-
BaHUX IITaMiB Bradyrhizobium, 31aTHAX iHIyKyBaTHU PO3BUTOK OYIHOOYOK
3a BinmcyrHocTi nodABC reHiB, HeoOximHUX mjis OiocmHTe3y NFs [10].

Monekynn Nod-¢hakTopiB CKIagaloThCs 3 OJIirocaxapyuaHOI OCHOBU 3
4—6 N-anerwi- D-TI0KO3aMiHOBUX 3aJIMIIKIB i3 CHJIBHO TiZpodoOHO0
allWIbHOIO TPYMOI0, 3B’3aHOI0 3 HEBIAHOBJIOBAaJbHUM BYIJIEBOJAOM. 3a-
JIEXKHO Bim BUAy pM300iit JOBXWHA i CTPYKTypa TimpodoOHOTo JIaHIIora, a
TaKOX 3ajMIIKM Ha MOT0 BiIHOBIIOBAJILHOMY ¥ HEBiZHOBIIOBAJILHOMY
KiHLsIX BapitooTh [5, 11]. Leit ¢akT Bkazye Ha Te, 1110 OCHOBHUM YMHHU-
KOM creliM(piyHOCTi BCTAHOBAEHHSI CUMOIOTUYHUX BiTHOCUH € CTPYKTYPHi
BimminHocTi NFs [9].

Nod-gakTopu cripuiiMaOTbCs ABOMa KiHA30MOAIOHMMHU peLenTopa-
mu (receptor-like kinases, RLK) — NFR (nod factor receptors),
PO3MIIlIEHHUMMU Ha €IiIepMaJbHUX KIIITUHAX KOPEHs, Hanpukiam: y Lotus
japonicus — LjNFR1 i LjNFRS; y Pisum sativum — PsSYM2A Tta
PsSYMI10; y Medicago truncatula — MtLYK3/MtLYK4 i MtNFP; y
Glycine max — GmNFR1a/B i GmNFRS5a/p [12—14]. Lli NFs-peuenro-
PY CKIIAJAIOTBCSI 3 IHTPAUETIONSPHOTO KiHA3HOTO NOMEHY, TPaHCMEMO-
paHHOTO JOMeHY (HEOOXiTHMU IS IPOBEASCHHSI CUTHAIY i3 30BHIIIHBOTO
CepeIoBHIIa BCEpPeAMHY KITMHU) Ta €KCTPALCTIONSIPHOI YAaCTHMHM, IO
Mae N-aleTWINII0K03aMiH3B 13yBaJibHi Ji3MHOBI MOTUBU — LysM-gomeH.
LIsT TTOCITimOBHICTh € KOHCEPBAaTUBHOIO Y MOJIEKYJIax OakTepiaabHUX (ep-
MEHTIB, $IKi TiIpOMi3yl0Th KJIITUHHY CTiHKY i, SIK BBaXKalOTb, 3B’S3YIOThCS
3 MEeNTUAOTTIKAHAMM, 10 MIiCTATh N-aleTUINIIOKO3aMiHOBI 3IMILKH, SIKi
TaKoOX MICTATbCS B cTpykKTypi Nod-daxropiB [12, 15]. Hagshicts LysM-
JMIOMEHY, 3B’$13aHOTO 3 TPAaHCMEMOpPaHHMMM U KiHa3HMMHU IOMEHAMU, €
VHiKaJnbHOIO oco0auBicTiO pociuH [16]. llikaBo, 1o peuenTtopu
LiNFR1/PsSYM2A/MtLYK3/MtLYK4/GmNFR1a/B wMmaooThb TUNOBUI
CepVH/TpeOoHiHKiHA3HMUIM OOoMeH, Tomi sk misg peuentopiB LjNFRS/
PsSYM10/MtNFP/GmNFR5a,/B akTuBaliiiHa neTis He xapakTepHa [13,
14, 17], B Hiii, SIK mpaBWio, po3MillleHUi caiT GochopunoBaHHS
OibIIOCTI eykKapioTMYHUX TpoTeiHkiHa3 [18]. BimcyTHicTh akTHMBaliiiHOi
NeTJi Ha OJHOMY 3 KiHa3HMX JOMEHIB CBiIUMTb, L0 MPUA CUTHAIbHINA
TPAaHCOYKIlii aKTUBHOTO KiHa3HOTO moMeHy aBa LysM RLK moxyTte 30m-
patucsl B reTepoauMepHuii peuentop [14].

[Hmit xinasononiouuit peuentop (NORK/PsSYM19/LjSYMRK/
MtDMI2/GmNORK), mo 3amydaetecst B NF-curHaaiHr, Ma€e ITOBTODH,
Oarati Ha neiiunH (LRR) Ta cepun/Tpeonin-kina3zni nomenu [19, 20]. Bin
pO3MillleHMii Ha IUIa3MaTM4YHiA MeMOpaHi KJIiTUH Ta Ha MeMOpaHi
iH(eKIiHHOT HUTKHU i € TPUrepOM HU3KM JayHCTPIiM-TIPOLECIB, 3aIyYeHUX
IO PO3BUTKY OakTepiasbHOI iH(exIil [21].
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Bzaemomisg NF i RLK € 0CHOBHOIO YMOBOIO JUISI 3aITyCKY T€HETUYHUX
nporpam iH(piKyBaHHS i HOAYJALII KOpeHiB 0000BUX pociauH [22].

AkTuBanisg KiHaszonomioHoro penentopa NFR 3ymosmioe nmedop-
Mallil0 KOPEHEBMX BOJOCKIB i HACTYIMHY CTUMYJISLIIO JayHCTPIM-CHUT-
HaJIiIHTy BHACJIIZOK BUBLIbHEHHs simepHoro Ca2®, momasiblumii opraHore-
HE3 OylIb00YOK y BHYTPIIIHBOMY KOPKOBOMY IIIapi KOPEHIB, CIPHUSIE
PO3BUTKY pMU300iajbHOI iH(EKIIii IIJISIXOM MOIOBXEHHS iH(MEeKIiMHINX HU-
TOK BiJl KiHUMKIB KOPEHEBMX BOJIOCKiB. IlepuHYyKIeapHU1 KaTiOHHUIA Ka-
Han MtDMII1 (does-not-make-infectionsl)/LjCASTOR/LjPOLLUX
Bimirpae KputuuHy poib repen Bukumaom Ca?t mig yac paHHbOro iHQiKy-
BaHHS pU300isiMM, 1OT0 (DYHKIIisI, OYEBUIHO, PETYIIOETHCSI KOMIIOHEHTOM
MtDMI2 (does-not-make-infections2)/LjSYMRK (Symbio)/MsNORK,
o Hanexutb 10 poauHu LRR-RLK [23]. Myraiiii, moB’si3aHi 3 BTpaToo
cneundivamx GYHKIIN y WX TeHax, CIIPUINHIOITh 3MiHUA Yy BUBLUIBHEHHI
Ca?* y anpi, THM caMUM NOPYLIYIOTH (POPMYBAHHS KOPEHEBUX OYJILOOYOK,
ajie He BIUIMBAIOTh Ha AedopMallilo KOpeHEBMX BOJIOCKIB y BiANMOBiAb Ha
iHoKyJsiio pu3o6iit [20, 24]. Ilpote mopyieHHs Aedopmaliii KOpeHEeBUX
BOJIOCKIB i BUBIJIbHEHHS 10OHIB KaJIblIil0 Oyav BUSBICHI B pociavH i3 NFR
myTtauieo. Ile o3nauvae, mo DMI1 i DMI2 mitots nayHctpim NFR y cur-
HajibHOMy 1uisixy Nod-akropa [14, 23]. Ca?'-3anexXHuii KOMIIOHEHT
MtDMI3 6yB ineHTudikoBaHuii K aaepHonokanizoBana Ca’™-xambMmo-
nmyninzanexHa kiHaza (CCaMK), ska (yHKIiOHY€E micasi BUKWIY iOHiB
Kanbpllito [25]. Mtdmi3 myTaHT He MOXe YTBOPIOBATH KOPEHEBi OYyIh00Y-
KM, HaBiTb HE3BAXAIOYM Ha Te, IO INpouec BUKuay saepHoro Ca’t ne
IiaIaBaBCsl BIUIMBY TN Yac paHHIX eTarmiB Homyssii [19, 23, 26]. BonHo-
yac KOHCTUTYTMBHO akTuBoBaHMII MtDMI3 crioHTaHHO iHOYyKyBaB IICEB-
IOOyJIBOOYKM SIK Y MYTAaHTIiB OWKOTO TUITy, TaK i B MyTaHTiB Mtdmil,
Mtdmi 2. BusinbHeHHs snepHoro Ca?™ ta momanbiuna akrusaiigs CCaMK
nokaszanu, mo CCaMK € peryasTopoM TpaHCKpUMLIMHMUX (aKTOPiB s
paHHix reHiB, yyrauBux m10 NFs, Takux sk ENODs (expression of early
nodulin), CYCLOPS, NIN (nodule inception) [23, 27, 28]. MtDMI3 6e3-
MOCEePEeIHbO 3B’SI3YETHCS 3 KOMIUIEKCOM TPAHCKPUIILIAHUX (DaKTOpiB
NSP1/NSP2 (nodulation signaling pathway), sIKWii peryiro€ eKcIpeciio
ENODI1. IIpu upomy excrnpecis ENODI1 norpedye HasiBHOCcTi Nod-
(akTopiB, BUBiITbHEHHS i0HIB Kanblifo Ta aktuBanii CCaMK [25, 29, 30].
Otxe, 3rigHO 3 oTpuMaHuMu pesyabTaramu, NFR-ingykoBaHe
BuBitbHeHHsT CaZ™ aktuBye JokanizoBanuii B sapi CCaMK, a motiM Mo-
Iymo€ TpaHcKpumnuiiHi ¢akropu depe3 NSP1/NSP2 nng iHiliroBaHHS
Oynb00ukoyTBOpeHHS [23].

ITpunyckawoth, o LRR-RLK 6epe yyacTp y movyaTKOBil iHilliaril
LIJIIXiB OakTepiaJbHOI iHBa3ii (CKpyyyBaHHSI KOPEHEBUX BOJIOCKIB, YTBO-
peHHs iHdekuiiHux HUToK), a LysM-RLK Bigirpae kio4oBy poib y 1o-
JaJIbILIOMY PO3BUTKY CUTHAJbHOTO KacKamy, 1110 MPUBOAUTH A0 OpraHore-
He3y OyJabOOYOK y KIITMHAX KOpW i mepuLuvKiy. BogHoyac akTuBalist
LysM-RLK, iiMoBipHO, € HEOOXiZHOIO YMOBOIO 51 (DYHKIIOHYBaHHS
LRR-RLK [6, 31]. fk yXe 3a3Havajoch, Iomajbliia iHAYKIIs TayHCTPiM-
MPOLECIB 3IEXKUTh Bil KalbIill-OITOCEPENKOBAHOI aKTUBAllil LIEHTPATb-
HOTO perynsitopa — Kanbli-KanmbMonyiiHKiHazum CCaMK Ta akrtuBairii
KibKOX TeHiB, Takux 1K GRAS-tpanckpuniuiiiti dakropu NSPI, NSP2
[27—29], a TakoX TpaHCKpuILiiiHOTO peryastopa NIN [31].
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KopeHeBi BOJTOCKM CKPYYYIOTBCS 3a JIOKAJIbHOI HAsSBHOCTI MOJIEKYJ
NFs. BogHoyac CTUMyMIOIOTBCS KOPTMKaJAbHI KIIITUHW KOPEHS IS
peiHilialii MiTo3y, IO NPUBOAUTHL O YTBOPEHHS MPUMOPAi OyJIb0040K
[32, 33]. JlokanbHuUii Ji3UC KIITUHHOI CTIHKA KOPEHEBUX BOJIOCKIB CYIPO-
BOIKYETHCS iHBATiHAILIIEI0 MEMOpaHU POCIMHHOI KJIITMHUW 3 ITOJAJIbIINM
NOTpaIUIIHHAM pu306iil BecepenuHy. IHdexUiiiHMil TTpoliec MOIUPIOETbCS
JI0 OCHOBM KOPEHEBOTO BOJIOCKA i KJIITWH, WIO IiIATHCSI B IPUMOPHIsSX
oynpoouok [3]. Ilim wac po3BUTKY iH(MEKIIHOI HUTKHM PU300iajabHi MO-
BEpXHEBi ToJjicaxapuau (JliromnoJjicaxapuau, eK3omojlicaxapuau, Karcy-
JISIpHI TToJTicaxapyay, TMKITIYHUN TJIIOKaH) B3a€EMOMIIIOTH i3 KIIITUHAMM POC-
JIMHM-Xa3s5iHa. YCIIIIHUA cMMO0io3 3aJeXKUTh Bif X BiAMOBIAHOCTI, 1110 TEX
€ OIHMM i3 TOKAa3HWKiB, $IKi BM3HAYalOTh CIleuGiuyHicTh XasgiHa [32].
[HdexiitHI HUTKU BUKOHYIOTb MPOTEKTOPHY (YHKIIiI0 CTOCOBHO GaKTepiii,
i30JTI010Th X Bifl arpeCUBHUX KOMITOHEHTIB POCIMHHUX KIIITHH i 3a0e3meuy-
I0Th iX MPOHMKHEHHSI 0 BHYTPIILIHIX 1IapiB POCAUHHUX TKaHWH [34].

Y nopansiioMy npumopii 0yJap0090K MPOAOBXKYIOTh TUTUTUCS 1 pO3-
BUBATUCS B HOBUI POCIMHHMI OpraH — OyJIb004Ky. bakTepil IUTSXOM €H-
JIOLIMTO3Y MPOHMKAIOTh 3 iH(EKLiiHOI HUTKU BCEPEAUHY KJITUH POCIIM-
HU-Xa3sgiHa. Y LUTOIIa3Mi POCIMHHOI KJIITUHM HaBKOJO OakTepiii
YTBOPIOETHCS CHEliaIbHAa TTepUOaKTEPOiTHA MEMOpaHa, IKa CUHTE3YEThCS
B OCHOBHOMY POCJIMHHOIO KJIITHHOIO i YacTKOBO pm300isiMu [35]. 3romom
pM300ii audepeHIioTC y 0akTepoinu, sKi 3maTHi (ikcyBaTU a30T y
MiKpoaepoOHOMY CepeloBMILi BeepearHi KopeHeBoi 0yan00uku [36].

Otrxe, Nod-dakTopym € II0YaTKOBMM TpPUTEpPOM 3amycKy ¢izio-
JIOTIYHMX, OiOXiMiYHMX, T€HETUYHMX Ta iHILUMX IPOLECIiB, 110 3MiHIOE
CIIPSIMOBAHICTh META0OJII3MYy PpOCIMHU-Xa3siHa i BEOE OO0 CTBOPEHHS
cumbioTpoHOro opraHiamy [22].

Bimomo, 1110 5K iH}iKyBaHHS, TaK i opraHOreHe3 KOPeHEeBUX OYIh00YOK
noTpedyIoTh iHTerpatii curHamiB Nod-gakropa 3 ImporpaMaMy, KOHTPOJIHEO-
BaHMMM (hiTOTOPMOHAMU, $SIKi BILUTMBAIOTh Ha YTBOPEHHS U KUTTEMISLTbHICTh
OynmbOOYOK, 110, Yy CBOIO 4Yepry, € BU3HAYAJIBHUMU [UISI OiOJIOTiYHOL
azordikcallii Ta IIPOIyKLiiHOro mnpolecy 6000B1x pociuH [37].

ITosuTHBHA rOpMOHAJNIbHA peryJiAmis mpouecy Homymsmii. Ak Bimomo,
(pbiToropMOHM MOXYTb 3[iICHIOBATH MO3UTUBHY 1 HETaTUBHY PETYJISIIIO
npoieciB pocty i po3Butky pociauH. Llutokininu (1K), aykcunu, ribe-
peninu (I'K) Ta cTpuronakroHu MO3WTUBHO BILIMBAIOTh Ha OpraHoreHes i
PO3BUTOK KOpeHeBuX OynpOouok [5, 23, 38, 39].

LIMTOKiHIHM € OOHMMU 3 KJIIOYOBHUX CHONYK, SIKi OEpYTh y4acTh Y CUT-
HaJIiHTy OpTraHOreHe3y OYJIb00YOK 3a CMMOIOTMYHOI B3aeMOIil MixX 06000-
BUMMM pociiiHaMu i pusobismu [40, 41].

[TosutuBHa poab LK B iHiLlilOBAaHHI OpraHOTeHE3y KOPEHEBUX OYJIb-
004yoK Oyna TPOAEMOHCTPOBaHA HEOAHOPa3oBO. BcraHOBIEHO, 110
HaJMipHa eKCIpecisd reHa CMHTE3y LUTOKIHIHIB Yy Sinorhizobium meliloti 3
(penorunom Nod™ (He3matHux 10 cuHTe3y Nod-(dakTopiB) iHAyKyBaia yT-
BOPEHHS HEKOJIOHI30BaHMX MIiKpOOpraHiaMaMu OyJIbO0OYKONOAiOHNX
CTPYKTYp Ha KopeHsix Medicago sativa [42]. Pu3006ii 3a3BUyail BUILISIIOTH
Oiomoriuno aktmBHI 11K, aie ix HegocTaTHRO IsT KOMIIEHCAlIil AedilmnTy
NFs [40, 43]. 3acTocyBaHHSI €K30Ir€HHMX LIMTOKIiHiHIB iMiTy€e AesiKi MOp-
(orenetnuHi edexktn Nod-pakTopiB, 30KpeMa TpPaHCKPUIILINHY aKTHU-
Bawito pantix HomymiHiB (ENODI12, ENOD40), akymymioBaHHSI aMilo-
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MJ1aCTiB, YTBOPEHHS I1CEBA00YIL00UYKOBUX CTPYKTYP Ha KOPEHSIX SIK 6000-
BUX, TaK 1 HeboOoBmx pocmuH, [38, 40, 42, 44, 45]. Y pesynbrari
CKPMHIHTY MOJICKYJISIPHUX MapKepiB y M. sativa BcTaHOBJIeHO, 10 LK xo-
OPAVHYIOTb CiM TE€HiB HOMYJIALil, YOTUPU 3 SKUX TAKOX 3aIyCKarOTbCS
ayKCMHaMU, 1110 CBiIYUTh MPO YACTKOBE IEPEKPUMBAHHS IUTOKiHIH- Ta
ayKCMHPETyJIbOBAaHUX LIJISIXiB Ipoliecy OyJIb00YKOyTBOpeHHS [44].

BcraHOoBIeHO, 1O B peryJfdiil MpoLECiB KIITMHHOrO MOAily, $Ki
iHIIIIIOIOTh YTBOPEHHS KOPEHEBUX OYJIHOOYOK, pa3oM i3 pociuHHUMH 11K
O0epyTh yuacth i LIK, cuHTe30BaHi pn3obismu [42, 44]. Mu TakoX IOBEIN
3mMaTHICTh Bradyrhizobium japonicum cwuHTe3yBaTH (ITOTOPMOHU IIMTO-
KiHiHOBOI NMpPUPOAY 1 MPOAEMOHCTPYBAIU MPSAMMIA 3B’SI30K MiXXK BMiCTOM
LK, 30kpeMa 3eaTUHpUOO3UIY, YTBOPEHOTO PU300iIMU B YHUCTI KyJb-
Typi, Ta a30T(IKCyBaJbHOIO AKTMBHICTIO C(OPMOBAHOIO 3a iX y4acTio
cumbiosy [46, 47].

VY pesynbrati pociimkeHs BMicTy LIK y kKopeHeBnux OyibOOdYKax, yT-
BOpEHUX €(DEKTMBHMMM i Hee(EeKTMBHMMU IUTamMaMu B. japonicum, Mu
BCTAHOBWIM TIPSIMUI 3B’SI30K MiX piBHEM 3eaTHHY B OyJbOOYKax coi Ta
e(eKTUBHICTIO IITaMy-iHOKYJSIHTA y a3y MEPIIOro TPilyacToro JuUCTKa
Ta OyToHi3alii [48], a TaKOX ITATBEPOWIN 3aJIEXKHICTh MixK BMICTOM 1IM-
TOKiHiHIB y Oyipboykax coi Ta a30T(hiKCyBaJIbHOIO aKTUMBHICTIO
CUMOIOTMYHUX CUCTEM 3i ITaMaMu-iHOKyIsgHTaMu (r = 0,86) [49].

Baxxnugicth ydyacti LIK y miporieci 6y16004KOyTBOPEHHS ITiATBEPIKE-
Ha TEHeTUYHMMM OOCTIMKEeHHSIMH 3 L. japonicus i M. truncatula micns
imeHTUiKallil TeHiB, 110 KOAYIOTb pelenTopu A0 LWTOKiHiHiB [jLHKI
(Lotus histidine kinasel) y L. japonicus [30] Ta MtCREI (cytokinin response 1)
y M. truncatula [50]. Myramii TricTHIMHKiIHA3MA iCTOTHO 3HMXKYBaJId iHTEH-
CHUBHICTh YTBOPEHHSI KOopeHeBux Oyiab0ouok. Ilpu ubomy lhkI-myranTn
BTpavajay 37AaTHICTb (pOopMyBaTh NMPUMOP/Iii OyJbOOYOK, MPOTE iHiliallis
OakTepiasbHOI iH(DeKIIii He 3miHIoBaach [51]. He3Baxkatoun Ha 11e mooam-
HOKi OyTbOOYKM iHOMI YTBOPIOBAJIMCH, IO MiATBEPIXKYBAJIO HAsIBHICTh AO-
JIaTKOBMX pelenrtopiB, 3okpema y L. japonicus: 1jLHKIA, 1LHK2,
LjLHK3 [52, 53]. Po3Butok iHdexIlii iHililoBaBCsI y MYTaHTIB 3a TeHaMM
Ljlhk1 i Mtcrel, xoda iHdexuiitHi HuTKM adopryBaymcs [51]. Ilpn mpomy
B MyTaHTa 3a reHoM [jlhk1 Ha BiamiHy Big myTtaHta Mtcrel opMyBaiuch
MHOXWHHI iHpek1ii — deHoTun rinepiHgexuii [51]. YTBOpeHHsT mooau-
HOKUX Oynb60040K y Ljlhk ] MOTIIO TTIOBHICTIO OJIOKYBAaTHCh 32 KOMOiHYBaH-
HS 3 MyTalisiMM, 110 3YNUHSIOTH iH(IKyBaHHS KOpeHS (HampuKiam,
LjsymRK). Ile Bka3ye Ha Te, 1110 aKTHBALlisl PELENITOPIB 10 IMTOKIHIHIB y
KOPTUKAJbHUX KJIITMHAX IMOB’f3aHa 3 PO3BUTKOM iH(peKIii B emimepMici.
3pobseHo mpumylleHHs, 1o mia mieio Nod-¢hakTopiB B emiaepMaibHUX
KJIITUHAX aKTUBYEThCS LIMTOKIHIHOBUM CUTHAJIbHMI Kackapd (abo sIKuiich
iHIIMI curHan), y pesyasrati yoro LK mepexonsite y KIIiTHHM KOPTEKCY,
JIe aKTUBYIOTh BCIO IMaHEJb IIMTOKIHIHOBUX PELIENITOPIB, SKi CTUMYJIIOIOTh
MOOUT KOPTUKAJbHMUX KITUH. [Ipn nmbomy ILIK MOXYTh MO3UTHUBHO pETy-
JIIOBaTU CHMHTE3 LIMTOKIHIHOBMX PELIENITOPIB, 1110 MPUBOAUTD A0 MOCUICH-
HsI TIOJAJIBIIOI BIiAIIOBiAI POCIMHM Ha HMUTOKIiHIHM [52, 53].

Ha ocHoBi c¢Boix gociimxkenb Ongpoiia i JdayHi [5] npumnyctuwim, 1o
LIUTOKiHiIHU BiJirpatroTh BaxkKJIMBY POJb B OpraHoOreHe3i OyJb0OYOK y KOp-
TUKQJIbHUX KJIITMHAX i He OepyTh ydacTi npu OakrepianbHill iH(peKIii B
emiaepMaJbHuX KIiTUHaX (IIpyU YTBOPEeHHI iH(EKiMHOI HUTKM).
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LIK ©Oepyrp yvactb Ha panHHiX eTanmax Nod-dakTop-CurHaabHuX
LIJIIXiB HaBiTh paHilie 3a TpaHcKpuniiiiHi akropu NSP1, NSP2, NIN,
110 HEeOOXimHi IIsT HOMYJISIII, i OITocepeIKOBaHO BIUIMBAIOTh Ha (popMy-
BaHHS Oynbp0Oouok [30, 45, 47, 51, 54]. ¥ 3B’a3ky 3 umM LHK mMoxyTh Oy-
TH HaBaXJIMBIIIMM CUTHAJIOM IS TIOOUTY UM AudepeHialii KOpTUKaib-
HUX KJIITMH Ta OpraHoreHe3y KOpeHeBuX Oyab00uoK [54].

LIMTOKiHIHOBMIA CUTHAJIiHI B3a€EMOJIE€ 3 iHIIMMW FOPMOHAMM, TaKHU-
MU SIK eTWIEH i ayKCWHM, Mg 4yac opraHoreHesy Oynb0o4ok [23]. Llu-
TOKiHiHOBa peryJsiisi (PyHKIIIOHYE TapajesibHO 3 €TWJICHOIIOCEePEaKOBa-
HUMU JIOKaJbHUMM iHTiOITODHMMM CUTHAJIbHUMM ULUIIXaMU IS
KOHTPOJIIO KiJILKOCTI OyJIb00UYOK, ajie iHTEerpyeEThCS 3 CUTHAJIIHTOM E€TUJIE-
Hy JUIS1 BU3HAYEHHSI XapakKTepy YTBOPeHHS Oyan004ok [23].

Ilim yac opraHoreHe3y pOCIMHM OaJlaHC AyKCHHIiB i IIMTOKiHIHIB €
KPUTUYHUM JIJIsI YTBOPEHHSI BTOPMHHUX OPTraHiB Ta IMiATPUMaHHS MepUC-
TEMaTUYHOI aKTUBHOCTI CTOBOYPOBMX KIIITMH POCAWH. TOYHA peErynsiis
HAKOMWYEHHS ayKCUMHY HEeoOXimHa i moctaTHs, 1100 iHililoBaTM YTBOPEH-
Hs opraHa [44, 53].

IlixaBo, 110 ULMWTOKiHIHOBMI CHUTHaJiHI, OIOCEPEIKOBAHUMA LIU-
TokiHiHOBUM penienTopoM MtCREI, mpu3BoauTh 10 JIOKaIbHOTO HAKOIM-
YeHHS ayKCUHY T Jac iHimiamii mpuMopainn oyiapoodok [50]. NFs Takox
3aIlyCKa€ HaKOIMYEeHHSI ayKCMHY iHTiOyBaHHSIM MOJISIPHOTO TPaHCHOPTY
ayKCHHY NP MOIIi KOPTUKAIBHUX KJIITAH i KJIITUH MEPULIAKITY, 1O Ma€
KJII0YOBE 3HAUEHHS UTA iHiniawii oynpoo4yok [50, 56]. Xoua goci He 3po-
3yMiJIo, Y4 OEpyTh yYaCTh Y KOHTPOJIi IMTOKiHIHOBOIO CUTHAIIHTY 1J1s1 Ha-
KONMYEHHS ayKCHHY iHAyKoBaHi OakTepismu Nod-dakropu ta (abo) dra-
BOHOI/IM, JIOKAJIbHE aKyMYJIIOBaHHSI ayKCUHY, CIPUYMHEHE LIMTOKiHIHAMU
B MEPBUHHMX KJIITUHAX, 110 AUISIThCS, € KPUTUYHUM (haKTOPOM ISl Opra-
HoreHe3y Oysnp0odJoK [23].

YuacTb ayKcuHiB, 30Kpema iHponin-3-ouroBoi xuciotu (I0K), y
npoleci HOAYALl, moaiIi i audepeHiallii KJIiTUH POCIMHU, YTBOPEHHI
CYIMHHMX MYYKiB ITiATBEep/pK€Ha HMU3KOI0 HAyKOBHUX Iipamnb [54, 57, 58].
Brim TouyHa ponb IOK Ha pisHMX cTamisx gopMyBaHHS i (QYHKIIIOHYBaH-
H 0000BO-pU300iaIbHOTO CMMOi03y 3aJIMIIAETHCS BMBYECHOIO HENOCTAT-
HBO [44].

[HOKys11is1 606OBUX pociuH pu306isMu un 3actocyBaHHs NFs rpu-
BOJWTD 10 JIOKAJbHUX 3MiH Yy HaKOIMWYEeHHi ayKcuHiB [44, 58]. AykcuHu
CHHTE3YIOTbCS B OCHOBHOMY B ITarOHi i TPaHCTIOPTYIOTECS IO KOPEHIB 3a
JIOTIOMOTOI0 TIOJIIPHOTO TPAHCIOPTY AYKCHHIB 3 BUKOPUCTAHHIM OiJIKO-
BUX TPAHCHOPTHUX KOMILIEKCIB — OUIKiB-TIEPEHOCHMKIB, BilIOBITATbHUX
3a iMmopt (AUXI1 (auxin resistant 1), LAX (like-AUX1) i PGP4 — npen-
craBuuka poguan MDR/PGP (multidrug resistance/P-glycoprotein)), Ta
exkcriopt (Pin-formed (PIN1, PIN2/AGR/EIR1)) aykcuHy B kimituHi [53,
59, 60]. ITig yac po3BUTKY OyIBOOUYOK Tpu INpoteinn MtLAX cymepekc-
MPeCyIOThCsl y NMpUMOpHisax M. truncatula, siKi po3BUBAIOTHCS, 1110 BKa3ye
Ha aKTMBHMI IMIOPT ayKCHMHY B 1ii KJiTuHu [39]. JlogaTKoBUiI KOHTPOJIb
TPaHCTIOPTY 3AiACHIOIOTh HETAaTUBHI PETYJISITOPU €KCIIOPTY ayKCUHIB, a ca-
Me iHTi0iTOpM TpaHCHOPTY, SKi 3B SI3yI0Th OUJIKM, 110 B3AEMOJIIIOTh 3 €KC-
noproM aykcuHy [59]. Tak, inribiropu TpaHcmopty aykcuHiB — N-(1-
HadTwi)dTrasiamoBa Kuciaota Ta 2,3,5-Tpuitogo0eH30liHa KHCI0Ta
iHILIIOIOTb YTBOPEHHS OyJ1b00UYKONOAIOHNUX CTPYKTYp Ha KopeHsx M. sati-
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va i 3aIlyCKaloTh €KCIIPECilo TeHiB paHHbol Homyhsuii ENOD2, ENODI2
[57, 61], mo mae mimcrtaBy MpUIyCKaTH BaXKJIMBICTh iHTIOYBaHHS TpaHC-
TOPTY ayKCHUHIB IS OpraHOTeHe3y KOpeHeBUX Oyi1p0ovok [56, 57]. OTxe,
B POCJIVMHI MOXJIMBI KiJIbKa IIISXiB PETYJIOBAHHS TOMEOCTa3y ayKCHHIB,
3JaTHUX CTPOrO KOHTPOJIIOBAaTH opraHoreHes [39, 44].

ABTopu mpaui [58] moBenu, 110 1IBUAKE OJOKYyBaHHS ayKCHMHOBOIO
TPAaHCTIOPTY B HYDKHIN YaCTWHI KOPEHS i HAKOIIMYEHHS ayKCHUHIB y CyIWH-
HUX i KOPTUKAJIbHUX KJIITMHAX BUILE Bil MiCIs iHOKYJISLI BiZOyBaIOThCS
BHaCJiIoK OakTepusalii puzobismMu abo o6podku Nod-gakTtopamu Ko-
peHiB Trifolium repens. ARanoriuanii e(eKT HOCITAaBCSI 3a BUKOPHCTAHHS
CUHTETUYHHUX iHTIOITOPIB TPAaHCIOPTY ayKCHHIB, a TaKOX (PIaBOHOIMIB, SIKi
BBaXXalOThCS MPUPOTHUMH IHTIOITOpaMU TPAHCIIOPTY ayKCHHIB in vivo [62].
BuMkHeHHS (1aBOHOIAHOTO LUISIXY (BUKIIOUEHHSIM TeHa, 110 Koaye (ep-
MEHT OiocuHTe3y (hbJIaBOHOINIB — XaJIKOHCUMHTeTa3zy) B M. truncatula 3a-
noGirayo GJIOKYBAHHIO MOJISIPHOTO TPAHCIIOPTY ayKCUHY pu300iamu [63].

Kpim Toro, (pyiaBoHOiAM 31aTHI peryaioBaTd HaKOMWYEHHS ayKCHUHIB
3MiHOIO 1X PO3LIEIJICHHS, LUISIXOM aKTMBAllil Ta iHAaKTUBALlil MEPOKCUIA3,
AKi MOXYTb OyTH 3aJlydeHi 10 OKMCHEHHsI ayKcuHiB [64]. [Toka3aHo, 1110
B Arabidopsis naBoHOIioM MOXYTh Oydhepu3yBaTH ayKCMHOBUI CUTHAJIIHT,
3MIHUBIIIM HAKOMHWYEHHSI aKTUBHUX (hOPM KHMCHIO, HEOOXigHE ISl pO3-
LIETUIEHHS1/OKUCHEHHSI ayKCUHiB [39, 65].

YHacninok iHTiOyBaHHS ITOJSIPHOTO TPAHCIIOPTY ayKCHHIB iX piBEHb
CIOYATKY 3POCTa€ B YCiX LIapaXx KOPTUKAJbHMX KJIITMH Haa MiCLEM iHO-
KYJIALil, ajle 3rofoM JIOKAUIbHO OOMEXYEThCS IEPIIMMHU TMOMIJICHUMUA
KJIITUHAaMXA BHYTPIIIHBOTO YM 30BHIIlITHBOTO KOPTEKCY 3aJIEXKHO Bil BUIY
pociuH [44, 58, 66, 67]. BcTaHOBJIEHO YiTKY KOPEISIil0 MixK HAKOITUYEH-
HSM ayKCHMHIB i TOYaTKOM TOAUTY KJIITUH 3 YTBOPEHHSIM ITPUMOPIiiB OyJIib-
00YOK. AKYMYJIIOBaHHSI ayKCHMHIB y LIMX KJIiTMHAX 3aIlyCKa€ €KCIPECilo
TeHiB, SKi PeTYJIOITh KIITUHHUA WK [55]. BUCOKMIA BMICT ayKCHHIB
HEOOXiIHMIA JUISl HAaKONMMYeHHd p34°9°2-moniOHuX OLNKiB U1 aKTUBALl
kiituHHOro 1MKiy 3 G,/G, a6o G, dasu no mirosy [68].

HemogaBHiMU JOCTIIKEHHSIMM BCTAHOBJIEHO KPUTUYHY POJIb CHUT-
HaJIbHUX IUISIXiB ayKCHUHIB Y 0000BO-pr300ialbHOMY CMMO0i03i. AYKCUH-
YyTJAWBI W CHUTHaJIbHI KoMmoHeHTH, Taki SK SAURI1 (small auxin up
RNA1), GH3.1 (Gretchen Hagen 3.1), ARF16a (auxin response factor 16a)
ta IAA9 (indole-3-acetic acid inducible 9), iHgyKyBasmch y caiiTax
iH(ek1il Ta MpUMopAisX 0yl1p00YOK yHacinok oopodku NFs um S. meliloti,
BKa3yl04M, 1110 LUISIX ayKCUHOBOTO CUTHAJIIHTY aKTUBYEThCS 32 pU300iajib-
Hoi iHdekii [69]. CucreMaTnyHUM aHami3oM ekcrpecii Bcix ARF y M.
truncatula noseneHo, mo aecatb ARF Oynu cympecoBani, Tomdi sIK 1e nme-
catb ARF Oynu excripecoBaHi B KOpPEeHSIX IMiJ 4ac paHHbOI a3y iHpeKii
S. meliloti. OTprMaHi pe3yabTaTH CBiAYaTh MPO (PYHKIIIOHAJIBHY POJIb LIMX
redHiB MtARF y cum6io3si [70]. MyroBanuit MtARF16a inrioye yrBopeH-
Hs iHpeKUiiHUX HUTOK Y M. truncatula [69]. I1pu nmpoMy cyrepekcrpecy-
BasibHi reHn GmTIRI/GmAFB3 ayKCMHOBOTO pelENTOpa B COI 3HAYHO
30UIBIIMIN OcepeaKHu iHGIKyBaHHS 3 MOJAIBIION MOXJIMBICTIO 3pOCTaH-
HSI KiJIBKOCTI KOpeHeBux 0ynb004oK [71]. OTXe, 1oBeAeHO, 110 IUISIX ayK-
CUHOBOTO CUTHAJIiHTy HEOOXiTHMI SIK JJIs YTBOPEHHS iH(EeKUiliHUX HM-
TOK, TaK i JIJI PO3BUTKY Oynmb004oK [38].
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OkpimMm, pocIMHHOI, 1I¢ ¥ cuHTe30BaHa MikpoopraHizmMamu IOK Mo-
K€ BiIirpaBaTW iCTOTHY pPOJIb IIPM BCTAHOBJIEHHI 0000BO-pH300iaJIbHOTO
cumb6io3y [46, 72]. Bectanosieno [73], 1o ¢piaBoHOIIM CTUMYJIIOIOTH ITPO-
nykyBaHHs 10K puzobGisimu. ¥ Rhizobium sp. NGR234 g inaykuisa ¢ua-
BOHOIIaMU 3aJIeXXUTh Bil TpaHckpumnuiiHux perysaropiB NodD1 i NodD?2
Ta HasgBHOCTI nodbox NBI5 nepen onepoHoM y4wEFG, HeoOXigHUX ISt
cuare3sy 10K [74]. 3B’s130k Mixk Nod-daktopamm K CUMOIOTHIHUMU
CUTHAJIBHUMU MOJIeKyJaMM i pu3obiasbHuM OiocuHTe3oMm [OK Bkasye Ha
BaXJIMBY POJIb OCTAaHHBO1 Y 0000BO-pr300iaibHOMY cMMOi03i. 3rigHO 3 pe-
3yabTatamMu gociimkeHHs CrnaeneHa [72], BUKIIOYeHHS (pIaBOHOII3aIEXK-
Horo 6iocunTte3y 1OK y Rhizobium sp. NGR234 icToTHO He BIUIMBajaoO Ha
Oynn0oukoyTBopeHHs y Vigna i Tephrosia, mpote B cum0i03i 3 pocivHaMu
Lablab ueii mtam 3natHuii ikcyBatn atMochepHuUii a3oT, TOAI SIK HMOro
MyTaHTH, 110 He CHHTe3yloTb 10K, BTpauaioTh 1110 BIACTUBICTb.

OTXe, ayKCMHU € BaXJIMBUMU KOMIIOHEHTAMM CUTHAJIBHMX IUISIXiB
MPOLIECiB HOMYJIALII, TICHO B3aEMOIIIOTh 3 iHIIMMHU ditoropmoHamu. Oma-
HaK JJI YiTKOTO PO3YMiHHSI MOJEKYJISIPHO-0iOXiMiYHMX MEXaHi3MiB il
ayKCHMHIB HeoOXigHe Tojajbllle BHUBYEHHS BCiX (ITOrOPMOHAIbHUX
B3aEMOJiN Y CUMOIOTMYHMX B3aEMOBiIIHOCUHAX.

Oxkpim LK Ta ayKCMHIB MO3UTHMBHO PETYJIIOIOTH MPOLECH HOMYJISIIIL
TakoX TridepeniHu i ctpurojakToHu |5, 38].

Ponpe I'K y mporieci 6y16004KOyTBOPEHHS JOCUTh ACTAaJIbHO BUBYEHA
Ha pociauHax Sesbania rostrata, L. japonicus, P. sativum [75—77]. Y S. ros-
trata BoHM OepyTb ydyacTb y (opMmyBaHHi iHGeKIiiiHOI KuIleHi Ta
iH(eKIiTHOI HUTKM, a TaKOX 3aJIy9alOThCs IO iHIYKYBaHHS IOy KOp-
TUKaIbHUX KIiTuH [75]. 3acTtocyBaHHs iHribiTopiB 6iocuHTedy 'K cnpu-
YUHIOE Cepio3Hi AedekTn mpu OyabpOOYKOYTBOpeHHi y . rostrata [75].
[Ipn upomy 3acrocyBanHs eksoreHuux I'K; i I'K, y L. japonicus npusBo-
IO IO YTBOPEHHS Ha KOPEHSX IICEBA00YIBOOYKOBUX CTPYKTYp, iHILIiHAO-
BaHUX MOJiJIOM KJIiITMH NEPULIMKITY, 1O CBiIYUTh MPO HEOOXiAHICTb Y4YacTi
ribepeniHiB y opraHoreHesi Oynb0ouok [44]. ¥V wmytaHtax P. sativum,
neiIUTHUX 32 MM TOPMOHOM, OJIOKYBaJOCh (DOPMYyBaHHS KOPEHEBMX
OyJIbOOYOK, a 3aCTOCYBaHHSI €K30T€HHHUX TiOepesiHiB BiZHOBIIOBAIO Liei
nipotiec [76]. BeranosneHo [77], uio MyTallii B reHi na-1, sikuii Bianosinae
3a GiocunTe3 'K, IpMU3BOAATH 10 3HAYHOTO 3MEHILECHHS KiJIBKOCTI OyJIb-
0o4dok y P. sativum, IprudaoMy 11i KOpeHEBi OyIE00UKY Oy OiJIOro KOJIhopy,
(byHK1IIOHATBHO HEAKTUBHMMM 1 MopdosoriuHo abepantHumu. Lli dheHo-
TUIIM MOXYThb TIOBHICTIO BiIHOBJIIOBAaTUChH Yy pasi 3actocyBanna I'K, [76,
77], mo BKasye Ha HeOOXigHiCcTh TiOepeniHiB 1T (GopMyBaHHS
cuMOioTHYHMX B3aeMoBinHocHH [38]. ITpore Bucoki koHueHTpauii I'K, 3a
MeXaMM MOro moporoBoro pisHs (Hampukian, 1073 M) MoxXyTh iHriGyBa-
TH YTBOPEHHS Oyab00YOK y MyTaHTIB na- 1. lle o3Hayvae, 1110 npolecu HO-
YT TOTpeOyIOTh ONTUMAaNIBHOTO i 30amaHcoBaHoro piBHs 'K [76].

Hwuska reHiB 6iocuHTe3dy 'K ekcrnpecyeTbes Mim 4ac BCTAaHOBJICHHS
cuMOioTnuHMX B3aemoBimHocHuH. Tak, renu GmGA200x, GA3oxla 3amy4da-
IOTBCS Ha paHHIA cTafdii OyJb00YKOYTBOPEHHS, B MONAIBIIOMY IX €KC-
npecist 3HXY€EThC [78], 1110 cBimunTh Mpo TMMYacoBy notpedy B I'K mipu
HOOyJIALiMHUX Mpouecax. Y S. rostrata reH-romosor GA20o0x, SrGA20ox1
AKTUBYETHCS IIPOTITOM 2 TOJ ITicast 3actocyBaHHs NFs abo mpu iHOKy-
nsuii  Azorhizobium caulinodans. 1unykuis SrGA20ox] € TKaHWHOCTE-
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11GpiyHOI0 3 HAKOMMYEHHSM HacamIlepe] HaBKOJO 30HU OakTepiaabHOL
iHBa3ii Ta mMovaTKoBOi iH(eKIii [75], mo TakoxX BKa3ye Ha ITPOCTOPOBY
notpedy 'K mpu BcTtaHoBAeHHI cumOio3y [38].

CTpurojakToHU — CUTHaJbHI PEYOBMHM, SIKi CIOYATKy OYyau ieH-
TU(DIKOBaHI SIK CUTHAJIM PO3Mi3HABaHHSI POCIMHM-Xa3siHa ISl apOycKy-
JIIPHO-MIiKOPU3HMX TpUOiB y CUMOIOTUYHUX B3aeMofisix [79], a HellogaB-
HO OyJIM BimHECEHi IO CITOJYK (PiTOrOpMOHAJIIBHOI IPUPOAM, OioJioriyHa
poJib SIKMX Toyisirae B iHriOyBaHHi posramykeHHs1 raroHa [80, 81]. Kpim
TOTO, CTPUTOJIAKTOHY BIIMBAIOTh TAKOX i Ha mpolecy HomyJsmii [23, 82,
83].

O6pobka M. truncatula i P. sativum CUHTETUYHUM aHAJIOTOM CTPUTO-
nakToHiB GR24 y HM3bKMX KOHIIEHTpALisIX iHAYKYE HEBEJINKEe 30iJbIIeH-
HSI KiJIbKOCTi KOpeHeBuX Oyan00uoK [82—84], 110 BKazye Ha MO3UTUBHY
PETYJISIiI0 CTPUTOJIAKTOHAMU OYJIbOOYKOYTBOPEHHSI B HM3II POCIMH.
IIpore y Bucokiii koHueHrtpaiii GR24 npurniuye Hopynsuiio [84]. Lle
CBiTUMTH, 110 BIUIMB CTPUTOJAKTOHIB, K i iHIIMX (DITOTOPMOHIB, HA HO-
YIS0 3aJIeXXUTh Bill ONTUMAJILHOTO Jiala3oHy iX KOoHLeHTpalii [38].

I'eHn GiOCHMHTE3y CTPUTOJAKTOHIB MOXKYTb 3allyCKaTUCH ITicjs1 00po6-
ku NFs S. meliloti [69]. BiocuHTe3 CTpUTOAKTOHIB 0€3MOCEPETHBO PeTy-
JIIOETHCS CIIIBHUMU TeHaMu KOMITOHEeHTiB Nod-¢aKTop-CUTHaliHTy, Ta-
kumu sk LYK3, DMI2, DMI3, NSP1, NSP2 [85, 86], i minTBepmXKye, 1110
nepenavya curHaidiB NF Moxe cnpusaTh MpOayKyBaHHIO CTPUTOJAKTOHIB
I pusobianbHoi iHdekii B KopeHeBux Oysibboukax [38].

BcTaHoBIeHO, 1110 HM3bKi KOHILIEHTpalii a3oty i ¢ocdopy B IPYHTI
CTUMYJIIOIOTh Oi0CMHTE3 CTPUIOJAKTOHIB y pociuH [87]. ¥ cBoio uepry,
CTPUTOJAKTOHM CHPHUSIOTh CHUHTE3Y AayKCHHIB, MOMYJIIOIOTHh CUTHAJbHI
LIUISIXM ayKCUHIB i MUTOKIiHIHIB [23, 87]. HasgBHIicTh a30oTy B pm3ocdepi €
OOHMM 3 OCHOBHMX UMHHMKIB, 11O BU3HAYalOTh KiJIbKiCTb OyJIbLOOUYOK, a
AyKCUMHM Ta UUTOKiIHIHA MO3UTHMBHO BIUIMBAOTh HA PO3BUTOK OYJIbOOUKO-
yrBopeHHs. Tomy Pyii i cmiBaBT. [23] mpunycTuiu, 1o 0iOCUHTE3 CTPU-
roJIaKTOHIB Ta MOT0 CUTHAJIbHI LIJISIXM TiCHO TIOB’sI3aHi 3 YMOBaMU MiHe-
PAITBHOTO YXWBJICHHS.

Ot1xxe, MOXHA CTBEpIKYyBaTH, IO CHUTHAJIbHI IUISIXM ILIMTOKIHIiHIB,
ayKCHMHIB, TiOepeniHiB, cTpuroiakToHiB i Nod-(akTopiB TiCHO MOB’sI3aHi
MDX cO0010, BilirpaloTh BUpilllaJbHy POJIb MiJ 4ac OpraHoreHe3y KOpeHe-
BUX OYyJIBOOYOK, i TOMY MOTPEOYIOTh MOAAIBIIOTO JETAJBbHOTO BUBYEHHS.

PocimHa-xa3sliH i MiKpOOpraHi3Mu OOMIHIOIOTBCS Pi3HOMAaHITHUMM
CUTHAJIaMU ISl PETYJIIOBaHHS MpPOIIEeciB iHiliaiii Oynp004oK, iX mude-
peHuialii Ta QyHKIiOHYBaHHS. 30Kpema, KiIbKiCThb OyJ1b004YOK, 110 PO3-
BUBAIOTLCS, JIMITYETHCS TIPpUHAKWMHI JBOoMa HissxaMu. OAuH i3 HUX — JI0-
KajibHa peryisiisl iHQiKyBaHHS Yy COPUMHSTIMUBIA A0 HHOTO KOPEHEBil
30Hi [37, 88]. pyruiit — HeTaTMBHUI 3BOPOTHUI 3B’SI30K, ayTOPETYJISIIis,
Mg Yac SKOI MEPUCTEMU YTBOPEHUX OYIbOOYOK IMOCUJIAIOTHh CUTHAT Yy
CTE0JI0 MPO HEOOXiMHICTh IHTIOYBaHHS ITOJATBIIOTO PO3BUTKY OYJIBOOYOK
Ha KopeHeBill cucteMi |5, 23]. Konwm 11e BimOyBa€ThCsl, KOHIICHTPAIIisSl TOP-
MOHIB Ta iHIIMX CUTHAJIBHUX KOMIIOHEHTIB Y TKAHMHAX KPUTHUYHI, a iX KO-
JIMBaHHS B TOW 4M iHIIMK OiK MOXYTb MepepBaTu HomyJsuio. OTxe,
B3a€EMO/IiS KJIACUYHUX | HEKJIACUYHUX POCIMHHUX TOPMOHIB — 1€ LIUTUIA
KOMILJIEKC PeaKlliif i MpOLECiB MO KiHI HEe BUBYEHUX, SKi MOTPEOYIOTh
MUAJIBHOI yBaru BYeHmx [37].
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HeraTtuBHa ropMoHajbHA peryisnia mpouecy Homyasmii. Ilim yac
(ixkcarii a30Ty KiJbKiCTh KOpEHEBUX OYIb00YOK Ma€E OYyTU CTPOTO pery-
JIbOBAHOIO, OCKUIBKM PO3BUTOK OYJIBOOYOK € €HEepro3aTpaTHUM MPOIECOM
IJIsT 0000BMX pOCIUH. Y 3B’SI3Ky 3 UM ITiATpUMaHHS 30aJIaHCOBAaHOI YM-
CEJIbHOCTI a30T(¢hiKCyBaTbHUX OYJIb0OUOK MA€ BUpilllaJbHE 3HAYEHHS IS
3a0e3MeYeHHsT ONTUMAJIbHOTO KMBJICHHSI M 3amoOiraHHsI €HepreTMYHUM
TMepeBUTpaTaM y pOoCIWHM-Xa3sdiHa. fK yxXe 3a3Hadajoch, IJIST KOHTPOJIIO
KUJTBKOCTi OyJIbOOYOK OO0OBi 3aJIy4alOTh CUCTEMH HETAaTMBHOTO 3BOPOTHO-
ro 3B’s3Ky, TaKi SIK CUCTEMHa ayTOperyJsiis OyJ1b0040K i JoKaabHa Top-
MOHIHTiOyBaJlbHA pEeTYJISLIS.

Jokaavna zopmonaavna pezyasuia nodyasauii. JlIokanbHiI iHTIOiITOpHI
CUCTEMU peryJisilii HOAYJIALII y 0000BUX POCIUH BKJIIOYAIOTh CUTHATIHT
Takux (piToropMoHiB, sIK abcum3ona kuciiota (ABK), xkacMoHOBa Kucio-
ta (KK), etunen, camnmrosa kucnora (CK) [5, 23, 38, 39, 88, 90—92].

Haii6inbir BUBYEHUM (DiTOTOPMOHOM HETAaTHMBHOI PETYJIALii € €THUJIEH.
IcHye Benmka KinbKicTh reHeTMUHMX i (i3ioNOriYHMX MiATBEPIKEHD, 1O
BM3HAYAIOTh MOT0O POJIb Yy Mpolieci Oyimb0oukoyTBopeHHs [23]. ETnneH pe-
TYJI0€ MPOLEC HOAYJIALIT Ha pi3HUX €Tamnax, 30KpeMa BiH BILUIMBAE HA YyT-
JuBicTh pocauH g0 Nod-gakropiB i TMM caMMM BHM3HA4Ya€ KiJIbKiCThb
KJITUH KOPEHEBOrO BOJIOCKA, fAKi 31aTHi iHAyKyBaTH BMBiLIbHeHHs Ca2t
[90]. Otxe, eTwneH aie Ha KOMIOHEHTWM CUTHaJIbHOI TpaHcayKiii Nod-
(akTopa panillle, HiX BUBUIBHSTLCS iOHM KaJIbIlif0, YAM MOSICHIOIOTH He-
TaTUBHY pETYJSIil0 eTWUJICHOM IiHOyKIii ekcrpecii reHa ENOD B
emaepmici [90, 93]. doseneno [90], o y M. truncatula etnsieH perymnioe
eKCIIpecilo paHHiX reHiB Homymsuii ENODII, RIPI i Tum caMuM MOXKe
BIUIMBAaTHU TaKOX Ha MPOLECH ITiCISBUBUILHEHHS 10HIB Kajbllito. Tak, 4e-
pe3 myTtatito B reHi FINZ2 (ethylene insensitive 2) (KJII0O4YOBUIi KOMIIOHEHT
3a0e3MeYeHHs] €TUICHOBOTO CUTHAIIHTY) CYMEpPHOMYJIIOIUN sk MyTaHT
M. truncatula ctae HEYyTJIMBUM A0 BIUIUBY €TUJIEHY, HACIIKOM YOTO € yT-
BopeHHs y 10 paziB OUIBIIOI KiJIBKOCTI OyJb00YOK, MOPIBHSIHO 3 POCAMHA-
MU JUKOro tumy [94].

HeraTtvBHa peryisdiis eTUaeHOM HOAYJLIl MiATBEpIKEHa pe3ysibTa-
TaMu AOCJIIXKEHHS BIUIMBY IIONEpPEAHMKA €TWIeHY 1-aMiHO-LIMKJIOIpO-
naH- 1-kapooxkcunoBoi kuciotu (ALLK) Ta iHriGiTopiB GioCMHTE3y eTue-
Hy, Takux SIK L-o-(2-aminoetokcuBiHin)-TninuH (ABI'), ionm cpibna i
KOOanbTy, Ha mpoliecy Homyxsamii [23, 55, 90]. O6pooka ALIK um eTmte-
HOM CUJIBHO TIPUTHiuy€e OyJib0oYKoyTBOpeHHs Ta Nod-(haKkTop-CurHaibHi
LIUISIXM, a CYIIPECisd CUTHAHTY E€TWJICHY YMd MOro OiOCHMHTE3y 3Ha4yHO
30UIbIIYE KiBKICTh Oyab0040K. Tak, HamuyTAWBUAN MO €TWJICHY MYTaHT
ropoxy Pssym16 (R50) pakTMYHO He yTBOpIOE OynpOo4oK [95, 96], mpo-
T€ 3aCTOCYBaHHS iHTiIOITOpIB €TWJECHY NPUBOIUTH OO 3OUIBIIEHHS iX
kinbkocTi. Ilicna 3actocyBaHHsi ABIT um ioHiB cpibia 30UIbIIYETHCS
KIJIBKICTh OyIIE0040K, chopMmoBaHux y P. sativum, M. sativa, L. japonicus,
Macroptilium atropurpureum [97—99]. 1li crioayku TakoX 4YacTKOBO abo
MOBHICTIO BiTHOBIIOBAJIM HOAYJISLIAHUN (PEHOTUI Yy MyTAHTIB TOPOXY, SIKi
YTBOPIOIOTh MaJIy KiJIBKiCTh OyJIBOOYOK BKIIIOUHO i3 symS [95], brz [100],
sym21 [101], sym16 [96].

Ockinbku 00poOKa eTmiieHoM edekTruBHO iHrioye Nod-dakTop-iHmy-
koBaHuii Bukug Ca2t ta excrpecito paHHix reHiB Honysauii ENOD depes
MOPYIIEHHS NUIAXiB nepeaadi curHainy NF, MoXHa pUITyCTATH, IO LIS~
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xu EIN2-omocepeakoBaHoro etujeH- i Nod-dakTrop-curHaiiHry,
MMOBipHO, TicHO ToB’s13aHi 3 gayHcTpiM CCaMK curnaninrom. 3’sicyBaH-
Hsd TMUTaHHS, $SK caMe eTWJIEHOBI CHUTHaJbHI IUISIXU PETYIIOITh
BUBUIbHEHHS KaJIbIIiIO T YaCc paHHBbOI HOMYJAIi, 3a0€3MeYnTh YiTKille
PO3YMiHHS €TUJIEHOIIOCEPEAKOBAHOIO JIOKAJBHOIO iHriOyBaHHS Oyab004-
KoyTBopeHHs [23, 90].

JloBeneHo, 10 B XOMi €BOJIOLIl OyJIb00YKOBI GakTepii HaObyIu 3maT-
HOCTi peryaoBatu piBeHb eTwieHy [53, 102]. Bcranosmeno, mo pu-
300iTOKCUH, SIKUM TPONYKYEThCsT Bradyrhizobium elkanii, cTpyKTypHO
noaiouuit 1o ABI' — iHribitopa ALIK-cuHTa3u, ogHOro 3 OCHOBHUX KOM-
TIOHEHTIB y OIOCHHTE3i eTWIeHy, i Hi€ SK iHTi0ITOp CUHTE3Y ETUJIEHY,
MiOBUIIYE HOOYsAUi0 Yy M. atropurpureum, MOXJINBO, JOIIOMaraloun 6ax-
TepisIM MPUTHIYYBAaTU iHTiIOYBAJIBHY [il0 €TUJIEHY Ha OyJIb0OYKOYTBOPEHHS
[103]. IlTam, skuit IpoAyKye pU300ITOKCHH, HA BiIMiHY Bim 1ITamy, He-
3[1aTHOTO O WMOro CHUHTE3y, 3HWXYBaB PiBeHb €TWJIEHY, IPOJYKOBAHOIO
iHOKYJILOBAHMMMU KOPEHSIMM, i 30iJbIIYBaB KiJbKiCTh YTBOPEHUX Ha KOpe-
HIx M. atropurpureum Oynp0odok [53, 103]. KpiM Toro, poip eTuiieHY B
HOOYJALI MOXe 3ajieXaTH Bil IITaMy pu300ili, OCKUIBKM BCTAHOBJICHO,
1[0 MPUTHIYEHHS CHMHTe3y Lboro ¢iroropmoHy B Trifolium subterraneum
NiIBUILYBAJA0 HOAYISAUIAHY aKTUBHICTh TiJIbLKM OKpPEMHUX IITaMiB
Rhizobium leguminosarum [104].

Binomo, mo ¢iToropMoH abCIM30Ba KMCJIOTA TAKOX € HEraTUBHUM
peryasTopoM ¢opMyBaHHSI KOpeHeBHX O0yib004YoK y 6000Bux [105]. ABK
iHribye Bci ¢a3u OyiIb00YKOYTBOpEHHsSI — iHilliallilo, PO3BUTOK i
dyHkiionyBaHHs Oynbpoouku [39, 106].

Ex3orenHe 3actocyBaHHSI ABK cribHO iHTiOye pO3BUTOK prU300iaib-
HOi iH(ekuii Ta mpouecu HOAyJALil y 6araTboX BUIIB POCIMH, 30KpeMa
TakuX, 5K G. max, Vigna radiata, T. repens, L. japonicus, M. truncatula 38,
92, 107, 108], a TakoX 3HMKYE BUIOUICHHS TPhOX i30(pIaBOHOITHUX CITO-
JyK (maig3eiHy, reHicTeiny, Kymectpoay) B coi [107], 1o moripiiye xemo-
aTpakiito 606oBuMu pu3o0iii [38].

O6pobka 6o06oBux pocauH ABK cynpecye inaykoBane NFs
BUBLJIbHEHHS i0HIB KaJIbllil0, a TAKOX €KCIIPEeCiio IT'eHiB, MOB’I3aHUX i3 HO-
nynsuiero, Takux 9k ENODII ta RIP [108]. 3a inrioyBannss ABK y ayxe
BMCOKMX KOHIIeHTpalisix BMicT Nod-(dakTopiB MigBMIILYETHCS, 11O A€
3Mory BinHoBUTH BuBiIbHeHHS Cat. MimosipHO, Nod-dakTop-curHaminr
PETYIIOEThCS CHiBBiMHOIMIEHHIMU KoHIueHTpaliit ABK i NFs, nmpuuomy
ABK iHrioye Nod-¢akTop-curHaiabHi LIISXM TIig 4Yac abo Tmepen
uBitbHeHHSAM Ca?*. Kpim toro, BctanosneHo [108], wo B Arabidopsis 3
aneaeM abil-1, sxuii Bignosigae 3a mpurHideHHsT curHaminry ABK, 6o-
KyBaHHS 1 CUTHAJbHOTO NLUISIXY 3YMOBIIOBAIO 3pocTaHHS Nod-¢hakrop-
iHIyKOBaHOI ekcrpecii reHiB. Pocniuau M. truncatula 3 rinepekcrpecieio
reHa abil-1, skuit Komye MyToBaHMI 0ioK Tpoteingocdarasu [38, 109],
pesucteHTHi 10 aii ABK i MatoTe rinepHoaymoounii penotun [108].

JoBeneHo, 110 abCIM30Ba KUCIOTa MPUTHIYYE iHOYKIIIO €KCHpecii
reHiB ENOD40i NIN, cnpuunneny nutokiHiHnamu [108]. Lle o3Havae, mio
ABK i IMTOKiIHIHM € aHTaroHiCTamu, SKi PETYJIIOITh MPOIECH iHillialtii
OynBp00Y0K y KopTeKci KopeHd [38, 53]. BcraHoBiaeHO, 1110 B MyTaHTa snf2
L. japonicus, sxuii Hece MyTallilo 3 BTparoto ¢yHkuii B reni LHKI, 1o
Koaye peuentop uuTokKiHiHy, ABK 0710Kye (opmyBaHHS CHOHTAaHHUX
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OyJIbOOUOK. AOCIIM30Ba KHCJIOTAa iHTIOYE PO3BUTOK OyIb00YKOBUX IIpHU-
MOP/IiiB, BIUIMBAaIOUYM HAa LIMTOKiHIHOBUI cUrHaIbHUI Kackan [54, 108]. Bu-
SIBJICHO, 110 Y CYIIEPHOAYJIIOI0YOT0 MyTaHTa coi nts382 3HMKEHE CITiBBiIHO-
mweHHs1 AbBK/3eatnHpr6o3ua mopiBHSIHO 3 AMKUM Turom [53, 110].

AOCILM30Ba KMCIOTA BIUIMBAE HE JIMILIE HA MPOLIECH YTBOPEHHS OYJib-
O0ouok, a i Ha ix ¢yukuionyBanHs [105, 111, 112]. 3acrocyBanHs ABK
3HAYHO IpUTHiuye a3zordikcaiiio y P. sativum [111] 3a mapajieTbHOTO 3HU-
>KEHHS KiJIBKOCTI JIETTeMOTIJIO0iHY B OyJb0OULi, 11O MTPU3BOAUTh 10 OOMe-
JKEHHSI JOCTYITHOTO KMCHIO, HEeOOXigHOro OakTepoigam [ KJIiTUHHOTO
nuxaHHs [113]. Bcranosnaeno [112], 1110 3HMXXKEHHSI BMIiCTy €HAOTEHHOI
ABK kopenioe 3 migBuilieHHSIM a30T(hiKCyBaJbHOI AKTUBHOCTI Ta 3HMXKEH-
HSIM TIPOAYKYBaHHS OKCHMIY a30TY B KOPEHEBMX OyIb0OUKaX, IKUI € CUJIb-
HUM iHribiTopom azordikcarii [114], a TaKOX KOMIIOHEHTOM CHUTHAJIbHO-
ro uursixy AbK [115].

Mwu BUSBWIM TiCHY B3a€EMOJiI0 aOCIIM30BOI KUCJIOTHA 3 ayKCUMHAMM
(mpsima 3asexHicTb, R? = 0,74), uurokiHiHamu (psMa 3aJexHicTh, R2 =
= (,80), ribepeninamu (obepHeHa 3a1eXHicTh, R?2 = 0,72) Ha MOYATKOBUX
eTanax (PyHKIIIOHYBaHHSI POCIMHHO-MIKpOOHMX B3a€EMOIIil, 11O CBiTYUTH
PO 3B’SI30K CUTHAJIHTY aOCIIM30BOI KMCJIOTHU i3 CUTHAJBHUMHU LIISIXaMU
iHmx diroropmonis [116], mpoTe yiTKoi 3aiexHocTi Mix BMictom 10K
ta ABK i1 edekTuBHICTIO pr3006iit He BctaHOBIeHO [116, 117].

HeratuBHUMU peryasiTopamMu IIpoliecy HOMYJISALII BBaXKalOTh TaKOX
>)kacMOHOBY Kucjory Ta ii moxigHi [54]. KK npurniuye Nod-dakrop-
innykoBane BuBuIbHeHHS Ca?™ i TMM caMuM iHTiOye OyJILOOUYKOYTBOpPEH-
H¢, BIJIMBAIOYM HA KUJIbKICTh KJIITWMH, 3JaTHUX iHAYKYBAaTM BMKM], iOHiB
kanbiio [91, 118]. 3a Hmxuux KoHueHTpauiii KK 3matHa perymoBatu
inTencuBHicTh Buknay Ca?t, nmpu upomy KoHueHTpauis camoro Nod-dak-
TOpa He BIUIMBA€ Ha iHTEHCHMBHICTh BMBIIBHEHHS iOHIB Kanbliiio [5, 91].
Otxe, KK Momymioe mpupomy Nod-¢hakrop-iHIyKOBaHOTO BUBITEHEHHS
Ca?", yoro cam Nod-(akTop 3po6UTH HECITPOMOXHUIA [5].

Y L. japonicus o6poOKa METWIKACMOHATOM CyTpecye OyJIbOOYKO-
YTBOPEHHSI, BKJIIOYa0un (hopMyBaHHS iH(MEKIiHHOT HUTKU Ta €KCIIPEeCiio
reHiB-HOMYJiHiB, Takux sk NIN, RIP ta ENODII, y pociuH AUKOTO TH-
Iy i HaBiTh y TinmepHoaymoovYoro myranta harl [38, 91, 116]. Kpim 11po-
ro, YMMaJio aBTOPiB BBaxXaloTh, 1110 KK Gepe ydyacTb B ayTOperyJsiii mpo-
necy Homyssuii [119, 120].

[IpoTe BCTAaHOBIEHO TAaKOX MO3UTUBHY POJIb )KACMOHOBOI KHUCJIOTU Y
npoueci Hoayasuii. JoBeaeHo, mo 2KK Moxe ciiyryBaTd CUTHAJIBHOIO MO-
JIEKYJIOI0 Ha paHHiX CTadisX BCTAHOBJIEHHS CUMOIOTUYHMX B3a€EMOBIIHO-
CHUH; 30Kpema, iHIyKyBaTH eKCIIpecilo nod-reHiB y puzobiii [121, 122],
CTUMYJIIOBATH TIpoaykito i cexkpenito NFs y B. japonicum [123]. Ilpeino-
KyJasiuist B. japonicum un R. leguminosarum i3 KK nocuiioe 0ynb004Kkoy-
TBOPEHHS y POCJIMH COI Ta MiABUIIYE aKTUBHICTh a30T(ikcallii y pocauH
kBacoui [121, 124]. HaBeneni nani minTBepakytorh, 1o KK Moxe BUCTy-
MaTu SK TO3WTWBHMM, TaK i HETaTUBHUM PETYJISITOPOM ITPOLIECIB HOMY-
Jinii Ta azoTdikcanii 3ajieskHO Bif Buay 000OBMX, THUMY ¥ KOHIEHTpallil
KK [38, 39].

bararo BueHMX BBaxka€ (PITOrOPMOHOM i3 HEraTMBHOIO PETYJISIIEIO
CAJTIAJIOBY KUCJIOTY, SIKa BilOMa CBOEIO 3MATHICTIO iHAYKYBaTU CUCTEMHY
HaOyTy CTiMKICTh POCAMH A0 Pi3HOMAHITHUX CTPECOBUX YMHHUKIB. JloBe-
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JICHO, 10 NpU BCTAHOBJIEHHI CUMOIOTMYHMX B3a€EMOMIN MiX 0000BUMM
pocavHamMu i puso0bismu CK iHrioye opMyBaHHSI Ta PO3BUTOK KOpPEHE-
BUX OYyJIbOOYOK, a 1€, Y CBOIO 4YEepry, IPU3BOAUTH MO 3HIDKCHHS iX
a30T(iKCyBaJbHOI aKTMBHOCTI [54].

Honynsamis ta iHpikyBaHHS pHU300isIMH 3yMOBIIOIOTH 3HAYHE 3HU-
keHHs eHporeHHoro piBHI CK y L. japonicus Ta M. truncatula yepe3 Ha-
JIeKCIIpecito bakTepiaibHOTO nah G TeHa, SIKUil KOOYE Tiapoaa3y CaliIniIo-
Boi kucnotu [23, 88]. LlikaBo, mo 3a Hu3bkux piBHIB CK y L. japonicus
3HWXKYBaJMCh CTyMNeHi iH(piKyBaHHS Ta YTBOPEHHs OyJbOOYOK, TOMi K y
M. truncatula edexr OyB mporunexnauit [38, 88]. Omke, CK moxe mo-
pi3HOMY BIUIMBAaTU Ha Pi3Hi BUIWA POCIWH, 110 YTBOPIOIOTH JETEPMiHOBAHI
1 HemeTepMiHOBaHI KOpeHeBi OyipOoukm [38, 88].

IIpn o6pobui M. sativa cymicHum 1ramom Rhizobium meliloti BMicT
CK y KopeHsIX 3HIKYBaBCs 400 3aJMILIABCS HA MTOYAaTKOBOMY piBHi. | Ha-
BIaku, iHOKyJsIUist M. sativa HecyMicHUM 1TamoM R. leguminosarum a6o
myTtaHntoM R. meliloti, nepextHuM 3a GiocuHTe3oM Nod-pakTopiB, npu-
3pogmiia go HakonmueHHsT CK y xopensx. Otxe, Nod-dakropu, cuHTe-
30BaHi CyMICHUMHM pPU300isIMM, 3aJIy4aloThCSd M0 IPOLIECIB iHTiOyBaHHS
CK-omocepeakoBaHOTo 3axucTy 060060Bux pocauH [125].

KpiMm Toro, BctaHOBJIEHO, 110 3acTocyBaHHs ek3oreHHoi CK cympe-
Cy€ HE TiUIbKM €KCIIPECil0 T'€HiB, MOB’SI3aHUX 3 YTBOPEHHSIM i PO3BUTKOM
OynBp00YOK, a I picT BiaacHe pu300iit [23, 88].

Otxe, Ha MACTaBi BUIECKA3aHOTO MOXHA MiMTH BHUCHOBKY, 1o CK,
3a0e3MeuyIour CTPECOCTIMKICTh POCIMHM ITio dYac iH(eKIlii pu3o0tismu,
Billirpae HeTaTMBHY pOJb y Mpolieci peryisiii Homynasadii. Lle Bkasye Ha
HEOOXiIHICTh HAasIBHOCTI CyMiCHMX pu300iit Ta (a00) curHany ix Nod-gak-
TOpa IS MOJIETIIEHOTO MMPOHUKHEHHS OaKTepiii y POCIMHY Ta YCITIIIHOTO
BCTaHOBJICHHSI CUMOIOTUYHMX B3a€EMOBIITHOCHH i3 6000BMMM. IIpoTe, He3Ba-
>Kalouy Ha 11, MOJIEKYJISIpHI MeXaHi3MM, 110 onocepeakoByoTh CK-iHayKo-
BaHMI 3aXMCHUM CUTHAIIHT Mil Yyac HOMYJLLil, 3HAYHOIO MipOI0 HEBIiTOMI.

ABtopu npadi [126] BusBuIn, 110 HITOrOpMOHHU TiGEPETiIHOBOI MPH-
pooy OepyTh y4acTb Y HETATWBHIW peryisllii paHHIX CTamill PO3BUTKY
OyJbOOYOK y pociauH L. japonicus. Y pas3i 3aCTOCYyBaHHSI €K30T€HHOIL
0ioJIOriYyHO aKTMBHOI TibepesoBOi KMCIOTU YTBOPEeHHS iH(MEKIiHHNUX HM-
TOK i Oy/150040K mpurHidyBanoch [126]. O6pobka myranTis snfl Ta snf2 I'K,
NpU3BOAWJIA IO 3HAYHOTO 3MEHIIEHHS KiJTbKOCTi CIIOHTAHHUX KOPEHEBUX
OynbOouoK. IluToKiHiH3aneXKHA iHAYKIiS reHa NIN TpurHidyBajgach BHeE-
certsM I'K;. Otpumani pesysbrati IaroTh MiacTaBy npumyctuty, mo 'K,
3AIyYa€ThCS Y LUTOKIHIHOBMI CMTHAJbHMM 1ILISIX IIPOLIECY HOMYJSLIT B
L. japonicus [126]. Lle o3Ha4ae, 1110 BIUIMB TiOepesTiHiB Ha mpolecH 0yIn004-
KOYTBOPEHHSI 11I¢ HeA0CTaTHbO BUBYEHUI, OCOOIMBO HA AUCKPETHUX CTaMIisIX
opraHoreHesy OyJb004YOK i MOTpeOy€e MOJAIBIIOrO AeTAIbBHOIO KOMILJIEKCHO-
TO IOCJKEeHHS Y B3aEMO/i 3 iHIMMHK (hitoropmoHamu [126].

Aymopezyasauia npouecy nodyaauii. I'inoTe3y mpo CUCTEMHY ayTopery-
JISLiI0 mpoiecy Homysswii 3anpornonyBaB Hyrman [127] y 1952 p. micas
CTIOCTEPEXEHHS 34 TUMYACOBUM 30UTBIIEHHSIM KiJILKOCTI HOBUX OyJb0O-
YOK Ha KOPEHSX YEePBOHOI KOHIOLUIMHU ITicAs BupajeHHs1 cTapux [127].
MoneKyJIsIpHi MEXaHi3MU ayTOPETYJISLIl MOYaJIM iHTEHCUBHO IOCIiIKyBa-
™M micast imeHTtudikauii cymepHomymolodux MyTaHTiB — harl (hyper
nodulation and aberrant root 1), sunn (super numeric nodules 1) ta nark
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(nodule autoregulation receptor kinase) BimmoBinHo y L. japonicus, M. trun-
catula Ta G. max [23, 128].

Ha crorogHi mig ayToperyisiui€lo npouecy HOOyslil pO3yMilOTh CH-
CTeMHMI TMPOIIEC TTepeadi CUTHAIIB Ha BEJIMKi BiICTAaHi MiXk KOPEHSIMHU Ta
MmaroHamMy y BiAIOBiAb Ha pU300iayibHY iHGEKIiI0 3amjsd PeryIioBaHHS
KiJIbKOCTi KopeHeBux Oynnbo4ok [129—131].

AyTOpETyJAlio OyJIb00YKOYTBOPEHHS MOXHA PO3IIIATH Ha KOMIIO-
HEHTH, sKi 3ajeXarh Bill KOpeHs i Bim maroHa. Ilepiii KOMIIOHEHTH BKIIO-
YalOTh YMHHUKM, TIOB’sI3aHi 3 MOYAaTKOBUMU IOMAIAMU KJIITUH, 11O 3YMOB-
JIIOIOTh iHAYKIIIO CUTHAJIB OyJIE00YKOYTBOPEHHS, SIKi TTOXOASTh Bill KOPEHSI.
Jpyri KOMITOHEHTH 3aJIEXKHI Bil KOPEHIB i JitOTh ITiCJIS CIIPUMHSTTS CUTHA-
qy iHriditopy 3 maroHa SDI (shoot-derived inhibitor), sxwuii TpaHcmop-
TYETBCS A0 KOPEHS IJIsT MIPUTHIYEHHSI TTONAJIBIINX TPOLEeCiB HOMyIIsii [2].

Y L. japonicus puzo0bianbHa iHDEKIIS iHIYKYE MPOAYKYBaHHSI TPbOX
nenTuaiB, Aki HanexaTh g0 pommHu CLE (clavata3/embryo surrounding
region), a came CLE-RSI1 (cle-root signal 1), -RS2 Ta -RS3 B kopeHsx
[131—133]. Taxi nenTuam SIK HEraTUBHI PETYISITOPY HOAYJISILIIT TaKOX imeH-
mndikoBani y M. truncatula — MtCLE12, MtCLEI13 [134, 135], G. max —
GmRIC1, GmRIC2 [2, 39] Ta'y Phaseolus vuigaris — PvRICI1, PvRIC2 [39].
3a3Bryail BOHM MiCTITh 12—13 3aJmMIIKiB aMiHOKMCIOT i po3MillleHi Ha
abo moosm3y C-kiHug ix npenponentuay. [lentuau Ail0oTb CUCTEMHO B aB-
TOPEryJisiii LIIISIXiB HOMYJISLI1, KOHTPOIIOIOUM KiJIbKiCTh Oyan00uoK [2].
VYci renu, §gKi KoaywooTh Ui NEOTUAU, iHAYKYIOTHCS B KOPEHSX YHACIiIOK
iHOKYJIAIii cyMiCHUMU BugaMu pu3obiit. HagMipHa excrpecis ux reHiB
iHriOye i HaBiTb MOXe MOBHICTIO 3a0JIOKYBAaTM OpraHoreHe3 OyJab004YoK
[39].

®akTop Tpanckpumnilii NIN 6epe yuacts B aktuBaliii reHiB CLE-RS1
ta CLE-RS2 micnsa puzo6ianbHoi iHdexii [131, 136]. [TpumyckaoTb, 1110
inmykoBaHi puzobismMu CLE menTuaum M mpenpomnenTuad TPaHCIOPTY-
IOThCSI TI0 KCWJIEMi [0 T1aroHa, e CIIpUIMalOThCs pelenTopaMu, SIKi Ma-
otb Ha3y [jHARI/MtSUNN/GmNARK, MOXJIMBO B KOMIUIEKCi 3
iHmmMu peuentopamu, Takumu ik CLAVATA2 i KLAVIER [131, 137,
138]. Bcranosneno, mo LjCLE-RS2 € mocrrpaHcasiitHuM apabiHO3MITEO-
BaHUM TJIKONENTUIOM, SIKAW MOXHA BUSIBUTU B KCWIEMi, BiH Oe3moce-
peaHbo 3B’s13yeThes 3 peuentopamu LjHART [138].

VY pesynbrati iHOYKYy€eTbCS TTPOAYyKyBaHHS BTOpUHHUX curHaiiB SDI 3
MOJANBIINM TPAHCIIOPTYBAHHAM iX 10 KOpPEHs ISl OJIOKYBaHHS PO3BUTKY
Oynp0ouoK. JloBemeHo, 110 pu3obianbHa iHQEKIiST iHIYKYE EKCIIPEeciio
LjIPT3 (isopentenyl transferase3) B maroni HARI-3anexxHum criocobom.
LjIPT3 xonye ¢depMeHT, 3ajydyeHni 10 OiocuHTe3y HMTOKiHiHIB [139]. 3a-
JIEXKHY Bif pu300iit iHnykuito /PT3 y maroHi HellogaBHO OyJO MiATBEpP-
mxeHo y M. truncatula [131, 140].

ITokazano, mo CLE-RS1/-RS2-HAR1 cursamiHr akTUBYE IIPOIY-
kyBanHs LK y maroHi, ki B mogajbIIoMy iHTiOyIOTh HOmyJIsio [139].
TML (too much love) — KOMIIOHEHT CHUCTEMHOI ayTOperyJsiii Oyiab-
OOYKOYTBOPEHHS, 11O MIi€ B KOPEHSX, HEOOXITHUMN MUIST LIMTOKiHiHOIIOCE-
pEeIKOBaHOI HETraTMBHOI peryisuii OyabO0oukoyTBopeHHs [135, 139,
141]. BcraHnoBneHo, 1o cymnpecisg Homyasuii, cnipuunHena LK, 3Haxo-
JUTHCS TTiJ KOHTPOJEM CUCTEMHOI ayTOperyJsiii OyJb00UKOYTBOPEHH!,
ocobonuBo HARI ta TML [139].
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Ille omHa cTpaTeriss KOHTPOIIO KiJIbKOCTI OYJIbOOYOK OXOILTIOE PeTy-
JIIOBAaHHS HOMYJISIIl Y BiAIOBiAb Ha [il0 HIiTpaTiB — HaWMOIIMPEHIIIOl
(opMMu a30TOBMiCHMX MOXWBHUX PEYOBMH Y IpyHTi. PociauHu MaioTb
MEXaHi3M KOHTPOJIIO KOXHOIO KPOKY OyJIbOOYKOYTBOPEHHS Y BilIIOBiIb
Ha HasBHiCTh HiTpaTiB. Kpim Toro, excrnpecis reHiB CLE-RS2, CLE-RS3
iHIYKY€ETbCS HE TUIBKM PU300iajbHOIO iH(eKIli€lo, a i1 3aCTOCYyBaHHSIM
HiTpariB [132, 133]. IlpunyckaioTb, 1110 Me€XaHi3M HIiTpaTiHIyKOBaHOTO
KOHTPOJIIO OYJIbOOYKOYTBOPEHHS MA€ CITLJIbHI €JIEMEHTH i3 CUCTEMHOIO ay-
TOperyJsiielo mpouecy Homyssmii [131, 132].

HewmonaBHo y L. japonicus ren NRSYMI (nitrate unresponsive sym-
biosis 1), sskuit konye TpaHckpumnuiiHuii pakrop NLP (nin-like protein),
OyB imeHTU(IKOBAaHMI SIK KJIIOUOBMI PETYJIATOp, 10 Oepe ydacTb y
HITpaTiHIYKOBAHOMY ILUIEHOTPOITHOMY KOHTPOJi 0000BO-pH300iaIbHOTO
cnmOiody [135]. NRSYM1 akymymioeTbesl B siIpi Y BiIMOBigb Ha BIUIUB
HiTpatiB i 6e3nocepenHbo peryntoe npoaykiiito CLE-RS2, mo nie sixk He-
TaTUBHUK PETYJSTOP KibKOCTI Oyiab0ouok. CuUTrHaAbHUMN  LIJISIX
NRSYM1—-CLE-RS2, gk BBaXaioTb, KOHTPOJIIOE KiIbKICTh OyJIHOOUYOK 3a
JIOTTOMOTOIO TTOHANBIIIOL TIepeIadi CUTHAJIB, MOMIOHMX IO CUTHAJIIB IIpU ay-
ToperyJisiii OynpooukoyrBopeHHs [135]. OTxe, nuisixvu mepedadi CUrHajy
CLE-trenrrun—HARI1 € crnimpHUMM MixX pr300iajbHOIO iH(EKIIEIo Ta pe-
akuielo Ha Hitpatu. ¥ nepiomy Bumnanky NIN aktuBye CLE-RS1/CLE-
RS2 [136], y npyromy — NRSYMI1 aktuBye CLE-RS2 [131, 135].

JloBenmeHoO, 10 MOPYIIEHHSI CUCTEMHOI ayTOpeTyJIsiii OyJIr004KOyTBO-
PEHHS MMPU3BOIUTH 0 30LIBIIEHHS KUTBKOCTI KOPEHEBUX OYJIBOOYOK i 3MEH-
LIIEHHST HAKOITMYEHHST POCIMHOIO HaI3eMHOI Mach Ta MacHu KOpeHiB [22].

Otxe, mpolec HOMyJLii 3a0e3MeYy€eThCs PeryJabOBaHUM 0OajlaHCOM
MiXX KOMIIOHEHTaMH, IO iHAYKYIOTh i pernpecyioTh (OpMyBaHHS KOpPEHE-
BuX Oyab0Ooudok. Ilpu 1iboMy (hiToropmoHajbHa B3a€EMOisl YNHUTDH BILIUB
MPOTATOM yChOro Ipoiiecy ¢opMyBaHHSI CMMOIOTUYHOI cuctemu. OmHaK
3MiHH Y (PiTOrOpMOHAIBHOMY OaylaHCi MalOTh CBOI OCOOJIMBOCTI B Pi3HUX
BUiB POCIWH, a HOMYJISLIS PETYIIOEThCS LIJISXOM K JIOKQAJIBHOTO, TaK i
MUCTAHILIITHOTO CUTHAJIIHTY, B HUX MOXYTb OyTM 3alisiHi OmHI ¥ Ti cami
TOPMOHH, SIKi BUSIBJISIIOTH TPU 1IbOMY Pi3Hi €(heKTH.

IIpotec HOmyJIALII CTPOrO KOHTPOJIOETHCS POCIMHOIO-Xa3siHOM,
1100 3ab6e3MmeynT BiATOBIAHI piBHI aszoTdikcallii 6e3 HagMipHUX BUTpAT
MPOAYyKTiB (poTocuHTe3y. KoopauHaliisi BIIMBY (iTOTOPMOHIB IIMPOKO I
TiCHO TOB’sI3aHa 3 KOHTPoJieM (hOpMyBaHHS KOpeHEBUX OyJbOOYOK, SIKUIA,
MMOBIpHO, CITUJILHO €BOJIIOLIIOHYBAB i3 CUMOIOTUYHUMM TTapTHEPaAMH, 11100
peryjaoBaTu AOCTYITHICTb a30Ty i 3MEHIIMTH BUTpPAaTHW acCUMiJTbOBAHOTO
ByLJIeIf0 10 MiHiMyMy. OCKIiIBKM POCIMHHM DPETYIIIOIOTH CBOI pecypcu y
BiIMOBiNb HAa 3MiHM HABKOJMIIHLOTO CEPEIOBUILA, MOXHA MPUITYCTUTH,
1110 0000Bi BUKOPUCTOBYIOTbh TOPMOHM, (DYHKIIIOHYBaHHSI SIKMX TIOB’sI3aHE
3i CTpEecOM i pOCTOM, IUISI peryIloBaHHS HOMyJsii [23].

KoopnuHallisi TOpMOHAJIBHUX CUTHAJIBHUX IILUISXiB MAa€ BaXJIUBE 3HA-
YEHHS [JISI OPraHOTeHe3y KOpeHEBUX Oyiabp0ovoK. I[IpoTe MexaHisMu mpo-
CTOPOBO-4YacoOBOro peryaoBaHHSI MiX Nod-(pakTOpHUM i TOpPMOHAJILHUM
CUTHAJIIHTOM IIiJl Yac CMMOIOTUYHMX B3AaEMOJIINl OCTATOYHO HE 3’SICOBaHi.
Xoua Bci 6000Bi 30aTHI YTBOPIOBaTH a30T(hiKCyBaibHi OyJIbOOUYKH 3 iXHIMU
CUMOIOTMYHMMU TIapTHEepamu, e(eKTUBHICTh (hiKcallil a30Ty Pi3HUMU BH-
namu 6000BUX MOXe BifpizHsaTucs Oinbl K y 10 pasiB [142]. PerymioBaH-
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HS KUTBKOCTI OyJIBOOYOK € ONHWUM i3 KPUTMYHUX YMHHUKIB, 11O 3YMOB-
JIIOE TaKy BEJIMKY Pi3HUIIO B e(EKTUBHOCTI (ikcalii azory. PosymiHHsa
MEXaHi3MiB pETyJIOBaHHS TIPOLIECIB HOMYJSil W BUKOPUCTAHHS IIUX
3HaHb IS ONTHMIi3allii pO3BUTKY OYJIBOOYOK Yepe3 0iOTEXHOJOTII0 3a0e3-
neyaTb 3HAYHUM TIPOrpecC Yy BUPIIIEHHI MpoOJeMH MiABUIIEHHS MPOIyK-
TUBHOCTI 0000BUX POCJIMH.
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OUTOTOPMOHAJIBHAA PETIVIIALNA BOBOBO-PU30OBUAJIBHOTIO CUMBHUO3A

C.A. Kouv, E.A. Ipuwyx

WHcTuTyT DU3MOJIOTMU pacTeHUil U reHeTMKM HauuoHaabHO# akageMUU HayK YKpauHBbI,
Kuesn

OGOOIIEHBI JTUTEPATYPHbIC JaHHBIE 00 OCHOBHBIX CUTHAJBHBIX MYTSIX PETYISLMHU Ipolecca
HoaynsiLuu. PaccMOTpeHO ydacTue KJIoueBBIX (PUTOFOPMOHOB B MpoLeccax KIyoeHbKO00-
pasoBanus. OmucaHa poib LMTOKMHUHOB, ayKCMHOB, TMOOEPEJIMHOB, CTPUTOJIAaKTOHOB B
TTOJIOXKUTEJIbHOM PETYISIIUM W POJIb STWIEHa, aOCIIM30BOM, KaCMOHOBOM, CATUIIUIOBOI
KHCJIOT B OTPHUUATEBHON PEerylssuuyu Hoayasuuu. OTpuiaTebHas peryisiius MPoLecCoB
KJIyOeHbKOOOpa30BaHMs TMpEACTaBieHa KaK CUCTEMHas ayTOPEryJsiuus W JOKajabHas Top-
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MOHAaJIbHAsT PETYJISIUs KOJIMYecTBa KiyoeHbKOB. [1puBeneHa nHdopmarmst 06 ydactTuu hpu-
TOrOPMOHOB LTUTOKMHWHOBOW MPUPOIBI B CUCTEMHOM ayTOPETryJsIIUU IIpoliecca HOIYIsI-
vy, KoopauHaiust ropMOHaJIbHBIX CUTHAJBHBIX MYTel MMeeT BaXXHOE 3HAYeHMe IJIsT Opra-
HOTeHe3a KOPHEBBIX KIYOCHBKOB M SIBIISIETCS KOMILIEKCOM peakIMid M IMPOIECCOB, IMPU
5TOM KOHIIEHTPAIIUM TOPMOHOB M APYIMX CUTHATBHBIX KOMIIOHEHTOB KPUTUYECKHE, UX KO-
nebGaHusT B Ty WJIM MHYIO CTOPOHY MOTYT MpepBaTh Homyasmnuio. [loHMMaHue MeXaHU3MOB
PEryJISIIIMK TIPOLIECCOB KIIYOEHBKOOOPa30BaHUsI 00eCIIeYnT 3HAYMTEIbHBIN MPOrpecc B pe-
IIEHWX TJIOOATBHBIX MPOOGJieM OUOTEXHOJOTMU M CeJIbCKOXO3SIMCTBEHHOIO MPOM3BOACTBA
MPY BBIpAIIMBAaHUKM GOGOBBIX PACTEHMIA.

Kntoueswie crosa: putoropmonsl, Nod-pakTopbl, 6000BO-prU300MaTbHbII CUMOKO3, HOLY-
AU, a30TPUKCALNSI, CUTHAJMHT, CUCTEMHAs ayTOPETy/ISLMs Mpoliecca HOMYISALINH.

PHYTOHORMONAL REGULATION OF LEGUME-RHIZOBIUM SYMBIOSIS

S.Ya. Kots, O.0. Gryshchuk

Institute of Plant Physiology and Genetics, National Academy of Sciences of Ukraine
31/17 Vasylkivska St., Kyiv, 03022, Ukraine
e-mail: kots@ifrg.kiev.ua; shuminkago@gmail.com

The review devoted to analysis of the literature data concerning main signaling pathways of
the nodulation process regulation. The mechanisms of the positive regulation of nodulation
mediated by cytokinins, auxins, gibberellins, strigolactones, and of the negative regulation
mediated by ethylene, abscisic acid, jasmonic acid, and salicylic acid are thoroughly sum-
marized and discussed. Negative regulation of nodulation processes consists in systemic
autoregulation and local hormonal regulation resulting in the change of nodules number. The
role of cytokinin family phytohormones in the systemic autoregulation of the nodulation
process is also described. Coordination of hormonal signaling pathways is essential process
for the root nodule organogenesis, and is a complex of reactions and processes. The con-
centrations of hormones and other signal components are critical and their decreasing or
increasing can lead to the interruption of nodulation. Understanding of the mechanisms of
the regulation of nodule formation processes will support the solving of global biotechno-
logical problems and improve agriculture production of legumes.

Key words: phytohormones, Nod factors, legume-rhizobium symbiosis, nodulation, nitrogen
fixation, signaling, autoregulation of nodulation.
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