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Dopmyeanns 606060-pu300ianbHO20 CUMOIO3Y NPOXOOUMD
cepito cKoopoOUHOBAHUX emania, OCHOGHUM i3 AKUX € Ouc-
manyiiuna 63aemoolis cumOionmie, AKa 30[UCHIOEMbCS 3a
PAXYHOK OOMIHY MOACKYAAPHUMU CUSHAAAMU MidC MAKDPO-
i mikpocumbionmamu. IcHyeanus uimxoi peeyasauyii npu
63aemM00il minc napmuepamu cumbiosy: puzobismu 3 ix
acouitioganumu monekyrapumu namepramu (MAMPs)
ma pocauHorw, SKa Gopmye 0éa munu iMyHHOI 8i0noeidi
(MTI/ETI) Ha ingikysanns, npuzeodums 00 akmueayii
CUMOIOMUYHUX NPOUeCie Yy POCAUHU-XA3SIHA Ma NpUueHiYeH-
HA QYHKUIOHYBaHHA 11020 3axucHux cucmem. Pozeumok
3AXUCHUX peaxyii pocaur 00006ux Ha iHeasito pu3o0itl
Mae 3Ha4Hy nodibHicmb i3 npoyecamu namozenesy, 00HAaK,
pesyavmamom cumbiomuunoi e3aemodii € He iHakmueauis
MIKPOOpeaHizmy, a peeyasyis 1020 PO3MHONCEHHs | Me-
maboniuHoi akmueHOCMI, W0 8 neputy uepey pecyaroemucs
Makpocumbionmom. dimka pe2yssiyiss 0OKOHMAKMHUX Midic-
MOACKYAAPHUX NOOil Mixc oboma napmHepamu cumoiosy
npu3zeo00ums 00 aKkmueayii OCHOBHUX WAAXI6 MPAHCOYKUIT
CUMOIOMUYHUX CUCHANIB MA YCNIWHO20 PO3BUMK) NPOCPAM
opearoeeresy 6y1b004KU — enilepmanrvHoi ma KOpmuKais-
Hol. Bio3nauerno eadcaugy ynacms aKkmuHux Qopm KUCHHO
y peeyasuii cumbiomuuHux npouecie, AKi 6i00yearomucs
HQ DAHHIX emanax 63aemoolii Makpo- i Mikpocumbionmie
(npe-inghikyeanus, iniKysauHs, hopmyeants iHpexyitinoi
HUMKLUL), @ MaKodxc NepcneKmusHicms nooaibuux 00caio-
JICHb YUX CUCHAAbHUX MOAEKYA 8 inmeepauii 3 IHuwumu
MPAanCcOyKyiUHUMU  wiasxamu npu @opmyeanui 606060-
puzobianrbHoeo cumbiosy. B 021g0i yzaeanvheno cyuacHi
HayKoei 8i0oMoCcmi w000 OCHOBHUX MOAEKYAAPHO-2eHe-
MUYHUX MexaHizmie, AKi jaedcamv 6 OCHO8I pecyasauii
cumobiomuunoi e3aemodii 60606ux pocauH i3 0y16004KO-
UMY OaKkmepiamMu, a MaKodxdc y4acmv AKMUGHUX ¢hopm
KUCHIO npu popmysanti 606060-pu300iaibHo2o cumobiosy.

Karouoei caosa: 606060-puzobianvhuil cumbio3, aKkmueHi
gopmu kucuio, HAADH-oxcudasa, mikpob-acouyiiiosani
monekyaapui namepru, Nod-gakmopu, peyenmop-noodioni
kinazu, pemopunu, paromuninu, MTI / ETI-imynni cucme-
MU POCAUHU, KAAbYIU/KarbMOOYAIH-3a0edIcHA KiHa3a, pak-
mopu mpauckpunuii GRAS-muny, enidepmanvha/Kopmu-
KaabHa npoepamu opeanoeeHesy 0yab004KuU.
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Cumb6io3 6060Bux pocnuH (Fabaceae) i3 Oynb-
O0oukoBuMU OakTepisimu (Rhizobiaceae) € oaHielO
3 HaWOUIbII e(MEeKTUBHMUX OiONOTIYHMX a30T(iK-
CYBAJIbBHUX CUCTEM, 1110 MA€E BAXKJIMBE €KOJIOTiUHE
Ta MpakTUYHE 3HAYEeHHS. A JeTajbHE PO3YMiHHS
MOJIEKYJISIPHUX | TEHETUYHUX MEXaHi3MiB peryJs-
ii 0000BO-pM300iaJbHOI B3a€EMOJii HeoOXimHe
JUISL LIJIECTIPSIMOBAHOTO KEPYBaHHSI LIMM MpOLie-
COM i MiIBMILEHHS peani3alil CMMOIOTUYHOTO IO-
TeHLiaJly 0000BMX 3a BIAMOBIIHUX YMOB BUPOIILY-
BaHHS.

I[Ipn BcTaHOBJIEGHHI CHUMOIOTMYHOI B3aEMOZIi
MiX TapTHepaMu cuMO0io3y BinOyBa€eThcsl OOMiH
crielu@piyHUMU CUTHAJIaMU Ta iHAYKYEThCS Kac-
KaJ MOJIEKYJSIPHUX TMOMiiA, 110 MNPU3BOIAATH [0
aKTUBallil OCHOBHUX CHUMOIOTUYHMX IIPOIIECIB Yy
POCIIMHM-Xa3siHa 1 BOAHOYAC A0 MPUTHIYEHHS
iloro 3axucHux cucteM (Berrabah et al, 2015).
BBaxkaioth, 1mo came 1eil erarm 0000BO-pH300i-
aJJbHOTO CUMOiIO3y € OHHUM i3 HaWBaXKJIUBIIIMX
JJIS1 YCIIIIHOTO iH(iIKyBaHHSI OaKTepisIMU Kope-
HEBOI CMCTEMU Ta YTBOPEHHSI OyJIbOOYOK, SIKMIA
3aJICKUTh B MEPIINY Yepry Bil MOro peryssiiii Ma-
kpocuMbGionTom (Glyanko, 2016).

IHBazist pu300iif y KIITUHM KOPEHEBUX BO-
JIOCKiB OOOOBMX POCIWH MOAIOHO 10 TIPOILECY
rnaToreHe3y BUKJIMKA€E iHTeHCU(iKallilo OKMCHIO-
BAJIbHUX TIPOLIECIB Y POCIMHHUX KJIITAHAX, IO CY-
MPOBOKYETHCSI MiABUILIEHHSIM TeHepallil aKTHB-
HUX popM kucHiO (ADK), gKi iHIYKYIOTb HU3KY
peakiiii y pocimHHOMY opradismi (Murray, 2011).
ADK MOXyTh BUKOHYBAaTH K CUTHAJIbHY, TaK i
TOKCUYHY (PYHKUII 3a [ii HA pOCIAUHU CTPECOBUX
(akTopiB (Mhamdi and Van Breusegem, 2018).
IcHye diTka perynsiisgs romeoctasy pPOCIWUHHOTO
OpraHiaMmy, 1110 BKJIoYae OararoakTopHy CHC-
temy TipoaykyBaHHS ADK Ta ix 3HENIKOMKEHHS
(Laxa et al, 2019). BupimaabHy poab y Tia-
TPUMaHHI OajaHCy LMX MPOLIECIB BilirpaloTh BOI-
Hoyac NBi CUCTEeMU POCIMHHOTO OpraHizMy —
AHTUOKCUIAHTHA JUIS yTrTi3amii Hammumky ADK
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Ta CUTHajJbHA, sKa 3abe3reuyye BKJIIOYEHHS 3a-
xucHux MmexaHismiB (Noctor et al, 2018).

A®DK € KIIOUYOBMMU KOMIIOHEHTaAMM IIJISXiB
TPaHCOYKIIil CUTHAIIB, sSIKi BMKJIMKAIOTh peaklil
Ha cTtpec (Czarnocka and Karpinski, 2018; Singh
et al, 2019), GepyTb yuyacTb y mpoluecax po3BU-
TKy pocnuH (Sierla et al, 2016; Hasanuzzaman
et al, 2020) Ta pOCAMHHO-MiIKpPOOHUX B3aEMOJIi-
sax (Nanda et al, 2010; Segal and Wilson, 2018).
HaykoBi mociigkeHHs 30Cepel)KeHHI Ha BUBYEH-
Hi Takmx acrekTiB pom A®K, gk muHamimi Ta
cneur@iuHOCTI X CUTHAIIHTY BCEpeArHi KIIITUH
Ta 3a il MexXamu, TPaHCAYKLii LIMX CUTHAaJliB B
iHTerpallii 3 iHIIMMU METa0OJiUHMMU 1UISIXaMU
(Mittler et al, 2011). He3Baxxatouu Ha MOLIUPEHE
Bu3HaHHS poii ADK, 9K peryaaropHux i cur-
HaJILHUX MOJIEKYJ Y POCIMHHUX KJIiTMHAX, 3aJIU-
LIAIOTHCS HE3PO3YMIIMMUM MUTAHHS, SIKUM CaMe
YUHOM 1li CUTHAJIM CIIPUMMAIOThCS, MepeaaroThes
Ta BUKJIMKAIOTh MEBHY peakilito. OcobauBuii Ha-
YKOBUIT iHTepec mojigrae y BuBUeHHI pori ADK
MPU BCTAaHOBJIEHHI CUMOIOTMYHUX POCIMHHO-
MiKpOOHUX B3aEMOZII.

MeTto1o IpencTaBiIeHOro OIJISIIY € y3araJbHEeHHS
CydyaCHMX HAyKOBHUX BiJOMOCTEI ILIOJ0 OCHOBHUX
MOJIEKYJIIPHO-TeHETUYHUX MEXaHi3MiB, SIKi JIeXaTh
B OCHOBI peryjdiii CcUMOIOTMYHOI B3a€EMOIil
0000BUX POCIUH i3 OYJIHOOUKOBUMM OaKTEPiIMMU,
a takox ydacti AD®K npu dopmyBaHHI 6060BO-
pu3006iaIbHOrO CUMOIO3Yy.

MoJieKyasIpHO-TeHeTUYHI ACTIEKTH pPeryJsuii cum-
OioTmuHOi B3aemomii 0000BMX pociMH i3 0yJIB00Y-
KoBUMH OakTtepisivu. Po3smizHaBaHHS MapTHEpiB
CcUMO0i03y PO3MOUYMHAIOTHCS i3 BUIIJIEHHS POCIIU-
HO10 y pusochepy pedyoBUH (heHOJIbHOI MPUPOAH,
(1aBOHOIIB, IKi CIIPUUMHSIIOTH XEMOTAKCUC PU-
300i#1 10 KopeHs (Suzaki et al, 2015). V Bianosiab
OakTepii MPOAYKYIOTh MiKpoO-acolliiioBaHi MoJe-
KyJsipHi matrepHu (MAMPs). JIo HUX BiTHOCSITbCS
OakTepiaJibHi MO3aKIITUHHI ToJicaxapyuau, TaKi K
eK3oriojicaxapuau, JinoroJjicaxapuad Ta Karcy-
JIbHI TIoJlicaxapuau, a TakKoxX JareiH-TTogi0Hi
Mojiekynu (flg22) ta edekTopHi MOJIEKYJIU TUITY
III (Lopez-Gomez et al, 2012). OmgHouyacHO Yy
OakTepiii 3a yd4acTiIO pEryjasiTopa TpPaHCKPMITIii
NodD akTuByeTbcsl eKcIpecisi TeHiB HOMYJSILii
(nod), 110 MPU3BOAUTH A0 CUHTE3Y PU300iaTbHUX
CUTHAJIbHUX MOJieKyJ, Ha3BaHuX Nod-dakTopaMmu
(NFs), ski € minoxitoosairocaxapugaMu Ta CKJjia-
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JAIOThC i3 3-6 3anuInKiB N-aleTHITTIOKO3aMiHy
i pamukany HeHacuyeHoi xupHoi kucnotu (C, —
C,,) (Limpens et al, 2015).

PozmizHaBanHs NFs orocepeakoByeTbCsS po-
JuHaMmu peuenrop-nogioHux kiHa3 RLK (Recep-
tor-Like Kinases) i NFR (Nod Factor Receptors),
SIKi po3TallloBaHi Ha IJIa3MaTUYHIi MeMOpaHi poc-
mHu-xassiHa (Wang et al, 2018). BoHu akTUBYIOTb
CUMOIOTUYHY Iepeaadyy CUTHaJIiB, 110 IPU3BOAUTH
J0 OakTepu3allii Ta yTBOpeHHs Oyn1b004oK. Cripuii-
HATTS pu3o0oiaibHuX NFs y 6000BUX KyIbTYp BifOy-
Ba€eThCs 3aBOAKM penernrropam MtLYK3/MtLYK4
i MtNFP y Medicago truncatula; LjNFR1/LjNFRS5 —
Lotus japonicus; PsSSYM2A ta PsSYM10 — Pisum
sativum; GmNFR1a/b i GmNFR5a/b — Glycine
max (Mbengue et al, 2010; Kawaharada et al, 2015).

NFR-peLientopy cKjiIanarTbCsl 3 KiJIbKOX J0-
MEHIB — iHTpaLeJIJISIPHOIO KiHAa3HOTO Ta TpaHC-
MeMOpaHHOTO, SIKi HEOOXiHI JUIST TpaHCIYKIIil CUT-
HaJliB i3 30BHILLIHBOIO CEpPeIOBUILA BCEPEIUHY
KJIITUHU, a TaKOX €KCTpaLeNIOISIPHOI YACTUHU —
LysM-nomeny, mo wmae N-auetwi-D-ritoko3a-
MiH 3B’s13yBasibHi Jid3uHOBI koMruiekcu (Kirienko
et al, 2018). BinzHaueHo, 1o y peuentopiB LjNFR1,
PsSYM2A, MtLYK3, MtLYK4 i GmNFRIla/b
MPUCYTHIN CEpUH/TPEOHIH-KiHA3HUI JOMEH, TOMi
gk y peuenrtopiB LjNFRS5, PsSYM10, MtNFP,
GmNFR5a/b ueit nomeH, Tak 3BaHa aKTUBALliii-
Ha TeTss, BiacyTHii (Stracke et al, 2002; Murray,
2011). ¥ akTuBauUiiiHill TeT/ai po3MillleHUi caiT
(hochopuoBaHHST OLTBIIOCTI €yKAPIOTUYHUX TTPO-
TeIHKiHa3, a 3a il BiICYTHOCTI IBa aKTUBHUX Ki-
HasHux nomeHu LysM RLK MoxyTbh 30upatucs y
TeTepOAMMEPHMI PELENTOop I yJacTi y TpaHc-
IyKIil curHaiB. BusiBaeHO i iHILI pelienTop mo-
nioni kimazm — NORK/PsSYM19/LjSYMRK/
MtDMI2/GmNORK, sxi MicTsiTh Oarati Ha Jieii-
uuH noBropu (LRR) Ta cepuH/TpeoHiH-KiHa3Hi
JOMEHHU, 1110 PO3TalllOBaHi Ha IUIa3MaTUYHIA MEeM-
OpaHi KJIITMH KOpeHs i MemOpaHax iH(peKIiiiHOoi
Hutku (Nakagawa et al, 2011). BoHu 3anyyeHi y
curHaiHr NFs ta BimirpaioTh BaXXJIMBY poOJib Ha
pi3HUX eTarax CUMOIOTMYHOI B3a€EMO/IIi.

AxtuBauisi NFP i RLK peuenTopiB € HeoOxin-
HOIO YMOBOIO [IJIl 3alyCKy T€HETUYHUX Mporpam
iHpikyBaHHs. Lle CynpoBOIXKYEThCSI BUBiLJIbHEH-
HaM siepHoro Ca?', 110 KOHTPOJIFOEThCS 3a yJdac-
TIO Kajbliil / KaJlbMOAYTiH-3aJI€XKHOI IMPOTEiH-
kiHazu CCaMK Ta nBox ¢akTopiB TpaHCKPUITLIL
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GRAS-tunmy — NSP1 ta NSP2 (Nodulation Sig-
naling Pathway) (Hirsch and Oldroyd, 2014).

PonuHa pocnnHHUX crienugiyHUX OiNKiB, 1110
mictutb GRAS-10MeH, Bifirpae ocodJUBY y4acTh
Y POCTi, PO3BUTKY, CUTHAJIIHTY Ta TOJIEPAHTHOCTI
POCIMHHUX KIiTUH 10 Aaii ctpeciB. GRAS-noMmeH
Ha3BaHMU Ha YECTb MEPLIMX TPbOX TPAHCKPUII-
uitHux ¢akropis: GIBBERELLIC ACID INSEN-
SITIVE (GAI), RE-PRESSOR OF GA1-3 (RGA)
i SCARECROW (SCR) y Arabidopsis thaliana
(Xue et al, 2015). Ipa i3 Hux, GAI i RGA, saBisi-
oTbest DELLA-Ginkamu, siki € HeraTUBHUMM pe-
ryJsiTopaMu rubepesioBoi BiamoBini y pocauH (Sa-
lanenka et al, 2017). OnHi€ro i3 BaXIMBUX (PYHK-
il uMx OUIKiB € ydacTb y peryisuii 6000Bo-
pu3obianbHOi B3aemonii (Jin et al, 2016; Fonou-
ni-Farde et al, 2017). GRAS-nomeH Binmosigae
3a Taki @yHkuii GRAS-06inkiB, sK mepeMmillieH-
HS 3 KJITAHY y KJIITHUHY i B3a€EMOMiSl 3 iHIIUMU
TPAHCKPUMNLIMHUMU (akTopaMu. Y OinoK-0iNKO-
BUX B3a€EMOMISIX HaWBaXKJIWBIIIY pOJb BilirparoTh
LHR-motuBu (Luteinizing Hormone Receptor)
GRAS-nomeny (Sidhu et al, 2020).

Ha mopenpHux pociamHax 0606oBux Medicago
truncatula ta Lotus japonicus BUSBJICHO IBa OinKu
GRAS-nomeny, NSP1 i NSP2, ki HeoOXxinHi ajs
curHaninry NFs ta mopdoreHesy oynboouku. ITo-
KazaHo, o NSP1 Ge3nocepeaHbO 3B’SI3yEThCS 3
OKpeMUMHU IIpoMoTopHUMU niisitHKamMu NF y mpu-
cytHocTi NSP2 (Kumar et al, 2018). A myraiis
onHoro HykJjeotuay B gomeHi LHR 1 NSP2, gka
HeoOximHa mjs1 B3aemogii 3 NSP1, crnpuumHsie
MPUTHIYEHHSI YTBOPEHHSI OynabOOuoK i ikcauii
azoty (Hirsch and Oldroyd, 2014; Sidhu et al,
2020). Lle migkpecaoe 3HaueHHI GRAS 6inko-
BOTO KOMILIEKCY JUISI CUMOIOTUYHOTO CUTHATIHTY
Ta HOAYJISILIl y 0000BUX.

Puzobianbhi NFs, okpiM BHIlle 3a3HAYEHUX POC-
JIMHHUX PELIENITOPiB MOXYTb CIIPUAMATUCS Y MEM-
OpaHHMX MIKPOAOMEHAX 3a y4YacTI0 PEMOPUHIB
(SYMREMI1) ta dnotuniniB (FLOT2/4) (Desbros-
ses and Stougaard, 2011). IIpumyckawoTb, 10 1Ii
Oinku MOXyTh (pyHKILiOHYBaTH, sIK Scaffold Pro-
teins Ta OpaTW y4yacThb y MNPOCTOPOBI perymsiii
CUTHAJIBbHUX KOMIUIEKCIB MiJ 4ac CUMOIOTMYHOI
B3aemogii (Garbetta and Bretscher, 2014). Bonu
MicTsATh 30epexkeHnil C-KiHleBUiA TOMEH i Bapia-
O6enbHy N-KiHIEBY AUISHKY, SIKa BU3HA4Ya€ 1IiCTh
pisHuX rpyn 6inka. O6unBi N- i C-KiHLeBi TisTH-
KM PEMOPHMHIB HajiexaTb A0 OMHi€T i Tiel X iso-
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TEHETUYHOI IPYIM Ta CXOXi MiX cCO00I0 B yChOMY
pociauHHOMY cBiTi. OgHak, N-KiHIIeBi JOMEHU pe-
MOPUHIB IpyIu 2 BiIpi3HSIIOThCS Y O000BUX KYJIb-
Typ Ta JEMOHCTPYIOTb BUCOKMI CTyMiHb IUBEpP-
TeHTHOCTI TOCHiZOBHOCTEM, 110 CBIZYUTH TPO iX
cneundiunicts (Bagam et al, 2017). HoBeneHo,
10 JeSIKi peMOPUHM, JIOKAJII3YIOUUCh V JIMIAHUX
pacdrax, 30aTHi CIpUiMaTH CUTHAJIbHI KOMILIEKCU
Bim OiNKiB LuToriasMu i miasmanemu (Ott, 2017).
I1pu BcTaHOBIEHI CUMOIOTMYHOI B3aEMO/iI 60-
OOBUX POCIUH i3 pU300iIMU CITOCTEPIracThCsl Ha-
KONMMYEeHHs padT-acoliiioBaHOro OiJKa peMopu-
Hy MtSYMREMI, gkuii 6epe yuyacTb y CIpUNHSIT-
Ti pr300iaTbHOTO CUTHAJIY Ha ITOYAaTKOBMX €Tamax
iH(piKyBaHHSI POCIMHM-Xa3sliHa, a TaKOX Y POCTi
iHpekuiitHoi Hutku (Lefebvre et al, 2010). byno
iIeHTU((}IKOBAaHO Ta OXapakKTepU30BaHO OPTOJIOT
MtSYMREMI1 y Lotus japonicus 1LjSYMREMI,
HaaMipHa eKCIpecisl IKOro NpU3BOIMIIA 0 30i1b-
LLIEHHST YTBOPEHHSI OyJIbOOUOK Ha KOPEHSX TpaHC-
reHHux pociquH. IlpencraBiaeHi maHi MigKpecro-
IOTh BaXJIMBY YYacTb IIMX MOJIEKYJISIDHMX OiIKiB
min yac cumo6ioTnuHoi B3aemonii (Tyth et al, 2012).
JoBeneHo BUpilIaJbHY POJib POCIUMHHUX (io-
TWIiHIB Ha II0OYaTKOBMX e€Tamax CHUMOIOTHUYHOL
B3aemogii. BusnaueHo cim reniB FLOTSs (Flotil-
lin-Like Genes) y reHomi Medicago truncatula,
aBa i3 skux, FLOT2 i FLOT4, akTUBHO peryito-
IOTBbCSI Ha paHHIX eTarax BCTAHOBJICHHS CUMOI-
03y Ta 3ajiexXaTh BiJ 3JaTHOCTi POCIMHU CIPUii-
mat pu3oOiasbHi NFs. 3a maHuMm MiKpocKoITii
3pobsieHo mpumnyleHHs, mwo FLOT2 i FLOT4 y
Medicago truncatula noxanizyroTbcsi y MeMOpaH-
HUX MiKpogoMeHax, a HagBHicTb FLOT4, gxwnii
JIOKAJTIi3Y€EThCS Ha 11 MeMOpaHax, OAHO3HAYHO He-
o0XigHaA UIST TOAOBXEHHS IH(MEKLiliHOI HUTKU
(Haney and Long, 2010).
st pr3006iaTbHUX i MaTOreHHUX OaKTepiil mpu-
TaMaHHI TOAiOHiI cTpaTerii KoJOHi3alil, TPOHUK-
HEHHSI Ta BCTAHOBJIEHHSI €(eKTUBHOIO iH(piKy-
BaHHS KJIiTUH pociuHMu-xassiiHa (Tonelli et al,
2020). ITpu uboMy BinOyBa€eThCsl UiTKa PErysiiis
Yy B3aEMO/Iil MixK OaKTepisIMU 3 iX acOLiiOBaHUMH
MoJieKyasipHuMu tiarepHamu (MAMPS) i pociu-
HOIO, SIKa PO3BMBAE JIBa TMIIM IMYHHOI BiImoBimi
Ha iH(pikyBaHHS — MAMP-triggered immunity
(MTT) i Effector-triggered immunity (ETI) (puc. 1).
IMpu dopmyBaHHI 6000BO-PU300IATBHOTO CUM-
6io3y MTI BuHMKaE, K 3aXMCHA peaxlilis pOCInH
Ha MPOAYKYBaHHS pu300isiMu iareiH-noaioHUX
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Puc. 1. ®opmyBaHHs iMyHiTeTy pociauH 3a iH(diKyBaHHs MikpoopraHidamamu (amantoBaHo 3a Cao et al, 2017).
MAMP-triggered immunity (MTI) y pocnuH 3amyckatoTh MiKpo0acolliiloBaHi MOJIEKYJISIPHI CTPYKTYPH «ITaTePHU»
(MAMPs), sKi cripuiimMaloTbesl 3a JIOMOMOTOIO posmi3HaBajibHuX petenTopiB (PRR) — penenrtop-nogioHuMu
kinazamu (RLK/RLP), mo posramoBaHi Ha riasmatuyHiii memOpani (PM) ximitunu. Lle mpusBomnuth 10
dopmyBanHst MTI iMmyHiTeTy y pOCIMH Ta PO3BUTKY CTPEC-3aXMCHOIO CTaHy, B Pe3y/IbTaTi YOT0 3HEIIKOMXKYIOThCS
MOTEHLIMHO HAMOLIbII IIKiAIMBI MiKkpoOu. PociauHu 31aTHI po3nizHaBaTu crieliigpiuyHi MiKpoOHi e(peKTOpHi OinKu,
sKi Buainsiotbes cucremamu cekpettii IIT/TV tumy (T3SS/T4SS) i HaOyBatu crieniugiyHOi 3aXMCHOI peakllii, BimoMoi
SK iMyHiTeT, BUKInKaHuii epekropom Effector-triggered immunity (ETI). ¥ dopmysanni ETI imyHiTeTy ocHOBHY
poub Bigirpatots nBoKoMrnoHeHTHI NB-LRR-peuentopHi cuctemu. 3aBnsiku MTI i ETI oOMeXyeThcst MpOHUKHEH-
HSI Ta PO3MOBCIOIKEHHST MiKPOOiB y KIITMHU POCIMHM-Xa3siHa

moJiekyn (flg22), siKi po3mi3HaThCs pelenTopamMu
FLS2 (FLagellin-Sensing) (Cao et al., 2017). ¥
BiITTOBib HA i MOJIEKYJIU Y KJIITUHAX POCIMHU-
Xa3siiHa iHOYKYETbCS  Kackan edekTiB, Ta-
KUX gk BUKMA ioHiB Ca’' i mpomykyBanHs AD®K
(Nanda et al, 2010), migBUILEHHS peryJsiilii TpaHC-
kpunuiitHoro ¢aktopy ERS (Ethylene Response
Sensor) (Cho and Yoo, 2015) ta PR-6inkiB (Patho-
genesis-Related Proteins) (Hoffmann-Sommergr-
uber, 2020). B cBorw uepry 6akTepii eBOJIOLIOHY-
BaJIv JUIs1 IPOTUIil UM edeKTaM, BUIUISTIOUN eK-
3oMmoJjicaxapuan Ta Jinonojicaxapyuauv, mnepiui 3
IKUX TalbMyIOTh yTBOopeHHS ADK, a apyri —
xenatytoth ionn Ca?*(Gourion et al, 2015).
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Y ¢opmyBanHi ETI ocHOBHY pousb BimirpaioTh
nBokommoHeHTHi cuctemu NB-LRR (Nucleotide
Binding — Leucine Rich Repeat), siki Bkiouato-
ThCs Y (DYHKILIOHYBAHHS SIK Ha MOYATKOBMX, TaK i
Ha Mi3HiX eTanax 0000BO-pHU300iaIbHOI B3aEMO/IIL
(Zamioudis and Pieterse, 2012). CriouyaTKy 1i cuc-
TeMu Oynu ifeHTU(]IKOBaHi y MaTOreHHUX OakTe-
piif, a 3roOM BUSIBJIEHO, IO CEKPETOBaHi HUMM
oinku-edexkropu (T3SS; T3E) Takox ¢yHKIiO-
HYIOTb MpU pu3o0diaibHOMY iH(piKyBaHHi. [Tpu 11bO-
My, OesKi pu300ii MOXYTb MPOAYKYBaTM KOMII-
Jekc edpexTopiB Nops MpoOTEiHiB, 110 CIIpHUIiMal0-
ThCSl POCIMHAMM, $SIK aBipyJeHTHi (haKTOpu Ta Mo-
cuooTh ix 3axucHi peakuii (Tonelli et al, 2020).
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PuszobianbHi eekTopHi OUIKM BUIUISIOTHCS
cucteMamu cekpeuii I1I/IV tuny (T3SS/T4SS)
Ta 3a0e3MevyloTh crneu@iuHy A cCopTy i 1Tamy
B3aEMOJIi0. 3aJleKHO BiJ TEHOTUIY POCIMHU-
Xa3stiHa, pu300iaiibHi epekTopu, BimoMi IK Nops
MPOTEIHU, MOXYTb COPUSATU a00 MEPEIIKOIKATH
YTBOPEHHIO OyJbOOYOK Ha KOpEeHsX. 30Kpema, y
Sinorhizobium fredii NGR234, NopM gie sik youk-
BiTuH-niraza E3 Ta cropusie OyJb00OYKOYTBOpPEH-
HIO, MOTEHIIIITHO 3MeHIITyIour reHepyBaHHS ADPK
y pOCJIMHU-Xa3sdiHa Mig 4yac iHdpikyBaHHsA. Tomi
gk NopL Moxe Oytu cyoctpatrom mist MAPK-
KiHa3M Ta iHTiOyBaTW iX CUTHAIU, L0 CTUMYJIIOE
nepeayacHe BiIMHMpaHHSI KOPEHEBHUX OYJIbOOUYOK
(Pongsilp and Nimnoi, 2020). ETI yacro acoui-
IOETBCST 3 PEaKLi€l0 3BepX-UYTJIMBOCTI, sSIKa 3yMu-
HsIE pu3o0iajibHe iH(iIKyBaHHSI.

Y BcTaHOBJIEHHI IMYHHOI BIiATOBiAI POCIUH
0co0IMBe Miclle 3aiiMalTh (PiTOrOPMOHU — caJli-
LIWJIOBA i )KaCMOHOBA KUCJOTU Ta €TUJIEH, TpaHC-
OYKIiAHI LUISIXM SIKUX TOB’SI3aHi i3 CUTHajaMu
IIMTOKIHIHIB Ta ayKCHHiB, a TaKOX i3 OiIKamMu
DELLA npo mo onuMcaHo y HAayKOBUX AOCIiA-
keHHsix (Salanenka et al, 2017; Liu et al, 2018;
Kots and Hryshchuk, 2019). Ilpu upomy mnepe-
XpecHa B3aEMOJiSI MiXX TPaHCIYKLIAHUMM IILISI-
XaMU €TUJICHY, >XaCMOHOBOI i CATIIIMIOBOI KUCIOT
MOJIYJIIOE BiANIOBiIb POCAMH Ha iH(piKyBaHHS Ta
MPU3BOAUTL N0 (HOPMYBaHHSI CUCTEMHO HaOYyTOi
CTilKOCTi, iHAyKoBaHOi1 pu3obakTepisimu (Rhizo-
bacteria-Induced Systemic Resistance) (Tonelli et
al, 2020). JletaabHe 0OGroBOpPeHHS 1LIOTO MUTaH-HSI
BUXOIUTh 32 PaMKM TEMaTUKM MPEJACTaBICHO-TO
omsiny. TakuM 4MHOM, BiTOYBa€ThCS B3a€EMO-IisI
3aXMCHMUX i CMMOIOTMYHMX CUTHAJbHUX IIUISIXIB.
Ilpn tbomy 3axucHi peaxilili iHAYKOBaHi pOCIU-
HOIO, LIBUAKO MPUTHIYYIOTHCS, 1110 JO3BOJISIE PU-
300iM YCITIIITHO TPOHUKATU Y KIITUHU POCIAHM-
Xa3siiHa Ta MPU3BOAUTH 10 (POPMYBaHHS OyJIbOOYOK
Ha KOPEHSIX.

YiTkuii po3BUTOK MTOKOHTAKTHUX MIKXMOJEKY-
JISPHUX MOl Mixk odoma mapTHepaMHu CUMOio3y,
nicyast cripuitHaTTS NF, mpusBoauTh 410 aKkTHUBalil
OCHOBHUX LUISIXiB TpaHcayKuii curHaniB: SYMRK,
CASTOR/POLLUX, NUPS85/NUP133 i NENA,
CCaMK i CYCLOPS.

SYMRK (Symbiosis Receptor-Like Kinase) —
(yHKIliOHATBHO 30epeKeHUIl LIEHTPATbHUI KOM-
MOHEHT CUMOIOTMYHOIO CUTHAJIIHTY, SIKWA BaKJIv-
BUM T TIepeOiry MOJEKYJISIpHUX TIPOLIECIB Yy €ITi-

ISSN 0564—3783. Llumonoeis i eenemuxa. 2021. T. 55. Ne 5

JIepMici Ta KOpPTEKCi KOpeHsI Ha MOYaTKOBUX €Ta-
Max BCTaHOBJEHHSI 000OBO-PU300iaIbHOTO CUM-
6io3y (Saha et al, 2017). Llg mporteiHKiHa3a JiO-
Kaji3oBaHa Ha KJIITUHHIA MeMOpaHi Ta MiCTUTh
MO3aKJITUHHUI €KTOAOMEH, SIKMii BMilllye Oarati
Ha JIEWIMH TTOBTOPM Ta MAaJEeKTUH-TIOAIOHY Ji-
nsgHKy (Kosuta et al, 2011). BcraHoBieHo, 110
LjSYMRK y Lotus japonicus B3aemonie 3 NFRS
yepe3 CBill eKTogoMeH Ta 3acBiguye poab SYMRK
B iHiIliIOBaHHI CUMOIOTUYHOTO CUTHAJIIHTY CITiJIb-
Ho 3 NFR (Li et al, 2018).

Cnopigneni 6inkn CASTOR ta POLLUX €
aHaJloraMy POIMHU SIAEPHUX IOHHUX KaHaliB
DMI1 (Does not Make Infections 1) y pociauH.
BoHu HeoOximHi 111 BCTAHOBJEHHSI CUMOiO3y
Mixk 6000BMMHU Ta pU300isIMU LIISIXOM TeHepalil
SIepHUX i TIepUHYKJIeapHUX BUKUAIB ioHiB Ca’*.
[Mokazano, mo CASTOR vy Lotus japonicus —
1Ie BUCOKOCeJIeKTMBHMI KaHan Ca?", akTuBarlist
SIKOTO TOTpedy€e LIMTO30JbHOTO/HYKJI€030JIbHOTO
Ca?* (Chen et al, 2009). CASTOR wmictuth aBa
TaHAEMHI JOMEHM Ta YOTHUPU CYOOAWHMIN, IO
32 CBOEID CTPYKTYpPOIO TOAIOHI 1O MPOBiIIHOCTI
Ca?*-perynmpoBanux K*' kanamis. POLLUX wmae
IIEHTUYHY OiASIHKY (DiabTpa CEIeKTUBHOCTI [0
CASTOR, 1o Bim3Ha4YyaeTbCcs NMPOHUKHICTIO IS
K*. BBaxarTb, 110 Li OiKM BimirpaloTh BaxKiIu-
BY POJb Y MOAYJSILil MEeMOpPAaHHOIO ITOTEHIIiATy
saaepHoi obonoHku (Kim et al, 2019).

JlocaimkeHHsT MyTalliii y TeHaX HYKJIEOIOopu-
HiB Lotus japonicus, NUP85, NUP133 ta NENA
(SEH1), nokazanu nosiBy Ae(peKTiB y cuMOioTHY-
HOMY CUTHQIIHTY POCIMH 1 MiKpOOpPTaHi3MiB
(Groth et al, 2010). 'omooriuHi 6iAKM y APixKIXKIB
1 XpeOETHUX € YaCTMHOIO KOHCEPBATUBHOIO CYO-
komriekcy NUP84/NUP107-160, skwmit Bimirpae
KJII0YOBY POJIb Y CKJIai KOMILIEKCY SIACPHUX TOP.
3aBIsIKM 1LIbOMY KOMILJIEKCY OIOCEPEaKOBYEThCS
MaKpOMOJIEKYJIIPHUI TpaHCIOPT MiX SIAPOM Ta
LIMTOIUIa3Mo10. BTpata Ta 3HMXKEHHS perysiii
yineHiB NUP84/NUP107-160 y Lotus japonicus
MPU3BOJAUTDL IO MOSIBU crielMdiuHUX DEHOTUITIB.
3okpeMa, myTtaiigs NUP85-2 nposiBisinack y Haja-
MipHiil 4yTIMBOCTI A0 TemIiepatypu y chopMoBa-
HOro CUMOIOTMYHOro (heHOTUIY, KU He CIpo-
MOKHUI YTBOpIOBaTU KOpeHeBi Oynboouku (Binder
and Parniske, 2014). IIpumyckaioTb, 110 BTpara
Ginbire Hixk omHoro wieHa NUP107-160 moxe
BIJIMBATU Ha Oa3aibHi (YHKIIT iHIIUX OIiNKiB
IIbOr0 KoMILIeKCy. PazoM i3 cMMOIOTUYHUM HYK-
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neonopuHoM NUPI133 y Lotus japonicus NUP85
MOXe OYTM YaCTMHOM CHelu@iYHOro IMiaKoMII-
JIEKCY SIICPHUX TOp, KU Ma€e BUpilIaJbHE 3HA-
YeHHS UISI KOJIOHi3allili pu300iii Ta yTBOPEHHS
Oyab0ouok (Braun et al, 2018).

AKTUBALliSl CUTHAIBHOIO WIJISIXY TPU3BOAUTH
0 BUHUKHEHHSI TEpiOAMYHUX KOJUBaHb DPiBHS
KaJblilo B SApi KJIITUH KOPEHS, 10 COPUSIE aK-
TUBALIil KaJblliii/KaJIbMOAYIiH-3aJIEXKHOT KiHa3u
(CCaMK), sika B CBOI0O uUepry CTUMYJIOE pOOOTY
KUIBKOX TPaHCKPMITLIMHUX (HaKTOpPiB, TaKUX SIK
IPD3/CYCLOPS, a takox NSP1, NSP2, ERNI1
i NIN, 10 perymomTh €KCHpPeCito TeHiB-Millle-
Heli (Hayashi et al, 2010).

Tpanckpunuiiitnnii pakrop CYCLOPS 06e3rio-
cepeHbO iHAYKYye ekcmpecito aBox reHiB ERNI1
(Required for Nodulationl) i NIN (Nodule In-
ception), AKi HeOOXiAHI ST TIpOLieCY HOMYJISILIi
(Yoro et al, 2014; Kawaharada et al, 2017). ERN1
(byHKIIIOHYE $SIK DPETYASITOp TPAHCKPMIILIi, SIKUI
Oepe yuyacTth y (hOopMyBaHHi iHOEKLUIMHUX HUTOK
I PO3BUTKY 3a4yaTKiB OYJIbOOYOK, a TaKOX MOXE
KOOpAMHYBATHU 11i ABa mpouecu (Miyata et al, 2013).
HocnigxeHHs (PyHKUIOHAIBHUX MPOMOTOPIB TO-
kazanu, o CYCLOPS y uiTko BcTaHOBJIEHi TTO-
CJTIIOBHOCTI 3B’SI3yEThCS i3 MOTMBOM Yy MPOMOTOPI
ERNI1 i 3a yyactio CCaMK mo3uTUBHO peryoe
tpaHckpunuito ERNI1, 1110 € BaxinBuMm eTarnom
KOHTPOJIIO OIOCEPeAKOBAaHOro (uepe3 iH(eKLiliHy
HUTKY) MPOHUKHEHHSI pU300iil y pOCAUHHI KJTi-
tuHu (Jin et al, 2018). B cBoto uepry ERN1 Gepe
yyacTh y peryisiii ekcrnpecii NIN Ta paszom i3
CYCLOPS yci ui TpaHCKpuIILiliHi (paKTOpU CKO-
OPAMHOBAHO CHPUSIIOTh pPeakllii KOpPeHEeBUX BO-
JIOCKiB (CKpyuyBaHHIO) Ha iH(iKyBaHHSI PU30-
OissMuU Ta pO3BUTKY iH(pekiiiitHOoT HuTkKu (Liu et
al, 2019).

®axrop Tpanckpurmii NIN (Nodule Incepti-
on) BigHOCcUTBCS A0 ponrHU NIN-noaioHuxX G6iiKiB
(NLP), mo BimirpaioTh BaxJIMBY poOJib Y MpoOLie-
cax Homyswii B ycix BuaiB 06006oBux (Vernié et
al, 2015). BiH BUCTymae B SIKOCTi LIEHTPaJIbHOIO
KOOpAMHATOpa MporpaM pPO3BUTKY CUMOIOTUYHMX
MPOILIECIB, 10 BiIOYyBalOThCS Y PI3HUX TUMAX TKa-
HUH KOpeHs (emigepMic i KOpTeKc), MOEAHAHHS
SIKMX HEoOXimHe /IS BCTAHOBJEHHSI 6000BO-PU30-
OiaapHOTO cMOio3y (Nishida et al, 2018).

CYCLOPS € cyoctpatom npsimoro ¢dochopu-
moBaHHs1 CCaMK (Liu and Bisseling, 2020). Bu-
apneHo, mo 70 % reniB perymolotbed NFs i
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3ajexath Big curHaiabHoro uwisxy CCaMK, ak-
TUBALLiSI SIKOTO 3aIlyCKa€ BCIO CUMOIOTUYHY MpO-
rpaMy, BKJIIOUYAIOYM OpPraHOreHe3 KOpPeHEBUX OYJib-
oouok (Singh et al, 2014). CCaMK-curHaniHr He-
OOXimTHUI JJ1s1 CTIPUMHATTS Ta TeHepallil CUTHaIiB
Ca’", gxi 6epyThb ydacTb y 3amycKy eIligepMab-
HO1 Ta KOPTUKAJIbHOI MPOrpaM pO3BUTKY OpPraHo-
reHe3y oynb0ouku (Hayashi et al, 2010). Emigep-
MaJibHa MporpaMa OXOILTIOE BCi eTamnu, 1110 BKJIIO-
YyaloTh OaKTepu3allilo: CKpyYyBaHHSI KOPEHEBUX BO-
JIOCKiB, (popMyBaHHSI Ta picT iH(EKLiHHOI HUTKH,
TOMi SIK HU3Ka TPOIIECiB, 110 BiAOYBAIOTHCS Yy KOP-
TUKAJIbHOMY LUISIXY BiAMOBigaloTh 3a (DOpMyBaHHSI
cTpykTypu 0yaboouku (Oldroyd, 2013).

EninepmanbHa mporpama po3BUTKY OYIbO0YKO-
YTBOPEHHSI BKJIIOYAE TMepenady CUTHaJliB uepe3
CCaMK-curnamiHr, 1110 3anyckae yOMKBITUH Ji-
rasy PUBI1 (HeratuBHuii peryasitop NFR1) i
(aktop TpaHckpunuii NIN (nodule inception)
(Liu and Bisseling, 2020).

®dakTop Tpanckpumniii NIN pasom i3 NSPI i
NSP2, a takox i3 VAPYRIN (VPY) reHom BIu-
BaloTh Ha (hopMyBaHHSI iH(peKkuUiitHoi HUTKM (Cer-
ri et al, 2012). VPY xoaye Oinku, 10 MiCTSITh
JoMeH Major Sperm Protein Tta GepyTh ydacTb Y
MeMOpaHHOMY TpaHCHOPTi Ta OioreHe3i, a TaKoX
MaloTh cepilo aHKipMHOBMX MOBTOpiB. [ys1 poc-
JIUH, y SIKMX € MyTalii 3a IMM TeHOM, XapakTep-
HUIl aHOMAJIbHUII PO3BUTOK iH(EKLIiTHOI HUTKU
Ta MEHILA KiJIbKiCTh YTBOpeHUX OyJibOouyok (Mur-
ray et al, 2011).

JIIsT pO3BUTKY €IiAepMaibHOI TIPOTpaMu BaXK-
JIMBUI eK3orojiicaxapuaauii  peuenrtop EPR3,
SIKMI KOHTPOJIIOE TIPOHUKHEHHSI OakTepiil B
ermigepMy, o0 PO3PI3HATA €K30IoJIicaxapyuau Cy-
MicHUX Ta HecyMicHux puzo0iii (Kawaharada et
al, 2015). Moro emigepmaibHa eKCIpecist iHIyKy-
eTbcd cnpuiHATTAM NF 1 mpu3BoguTh 10 CKpy-
yyBaHHSI KOpPEHeBOro Bojocka. Kpim Toro He-
0o0ximHa HasiBHICTb pemopuHiB (MtSYMREMI1
1151 SYMbiotic REMorinl) (Lefebvre et al, 2010)
ta (aoruninie (MtFLOT2 i MtFLOT4) (Haney
and Long, 2010), sIKi MOXYTb B3a€EMOIISITU i3
POCIMHHUMM pelenTopHuMu Oinkamu MtLYK3 i
MtNFP Tta BKII0YaTH iX 10 CBOIX MiKPOAOMEHIB Y
T1a3MaieMi.

Y po3BUTKY enigepMaabHOI ITpOrpaMyu OpraHo-
reHe3y OyJb0OUYKHM OEPYTh Y4acTb OiKM, SIKi BaxK-
JIUBi Uit oOyAoBU 1LMTOCcKeseTy, Taki ik ARPCI1
(Actin-Related Protein Componentl), NAP1 (NCK-
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Associated Proteinl), PIR1 (21F-Specific P53 Indu-
cible RNA). BBaxatoTb, 1110 BOHU BiJirpatoTh CIIe-
uuiuyHy posib y (popMyBaHHI Ta pocTi iH(eKii-
HOI HUTKHW, OCKIJIbKM Yy MYTaHTHUX pOCIMH Lotus
Jjaponicus mpucyTHi aOOpTUBHI iH(pEeKLiiiHI HUTKU B
eMizepMici Ta YTBOPIOIOTHCS HE KOJIOHI30BaHi OyJIb-
o6oukosi 3auatku (Hossain et al, 2012).
KopTtukanbHa mporpamMa opraHoreHesy OyJib-
0ouKkM nepeadayae COpUNHATTS pocarMHaAMU Oak-
TepiaabHOI cUTrHaJIbHOI MoJjiekyau NF, 1o € He-
00XimIHMM [IJIsS mo4YaTKy (popMyBaHHS Oyi1b004-
KOBUX IIPUMODPiiB y KopTekci kopeHs. IIpu 1bo-
MYy PO3BUTOK MOJEKYJSIPHUX TIPOLIECIB CYIIPOBOI-
XKYETbCS IHAYKIIIE€IO ABOX (paKTOPiB TPAaHCKPUIILIii
GRAS-tunmy NSP1 i NSP2, a takox ¢akTopiB
tpaHckpuniii ERN1, NIN, ERF ta VPY reny, ski
HeoOxinHi st audepeHiianii O6yaboouku (Bao
and Howell, 2017). Ilicist 3aBeplieHHS pO3BUT-
Ky MOJIEKYJISIDHMX TIPOLIECIB Y KOPTEKCi KOpeHs
CTPYKTypa OyJ1b0040K € 100pe OpraHi3oBaHOIo.
Jst po3BUTKY e(eKTUBHOI OyJILOOUKU, MOJe-
KYyJISIpDHI TIpoliecH, $IKi BigOyBarOTbCSl B eIlifep-
MaJIbHil i KOPTUKaJbHIN TUMax TKAHUH KOPEHS,
MOBUHHI OyTM HE TiJbKU KOPCTKO perjaMeHTO-
BaHMMM, ajie i TouHO opraHizoBaHumu (Guinel
et al, 2009a). IlpaBunbHa ekcmpecis T'€HiB, IO
0epyTh y4acTb B OCHOBHHUX IUISIXaX TPaHCIYKIIii
CUMOIOTUYHUX CUTHATIB, HEOOXigHA MJIs1 YCILLIHOL
HOAYJISILIL, a SKIIO OyIb-sIKMI i3 LIMX T€HiB MY-
Ty€e, TO TIpoliec HomyJsLil 3ynuHsieTscst (Guinel et
al, 2009b). V¥ Bumaaky BiICYTHOCTi YCIIIIIHOTO iH-
(ikyBaHHSI 6000BUX pU300isIMU MOXYTh YTBOPIOBA-
TUCSI TICEBAOOYIL00UKM, TOMY IIPUITYCKAIOTh MOX-
JIMBICTh (DYHKLIOHYBaHHSI OKPEMO LIMX ABOX IIPO-
rpaM pO3BUTKY OyJILOOYKOYTBOPEHHS. Y TaKuX
BUIAIKaX KOPTUKATbHA TPOrpaMa aKTUBYETHCS Ca-
MOCTIMHO I He3aJIeXKHO BiI emigepMaibHOI Ipo-
rpamu (Guinel, 2009a, 2009b). Tak, y BUnaaky my-
tattii reHy CCaMK/SNF1, 1110 xomye Kanbliiil/Kaib-
MOIYIiH-3aJIeXKHY KiHa3y, OyJIb0OYKM Ha KOPEHSIX
Lotus japonicus yrBoptoBasiuch crioHTaHHO (Groth
et al, 2010). Take >k crocTepira€TbCsl TOMi, KON
BinOyBaeTbcsl pocop MiMeTHUUHA KOHBEPCisl FeHy
CYCLOPS, mo BUKOPHUCTOBYETHCSI SIK (pocdo-
pumorounii cyocrpatr CCaMK (Singh et al, 2014).
CCaMK-curHajiHr 3aIyckae pelenTop LUTOo-
kiHiHy (CREI1). BukopucraHHsi MyTaHTIiB nuspl,
nsp2 Ta crel mopenbHOI pocauHu Medicago trun-
catula 103BOWIO PO3IIUMPYBATU BAXKIUBICTh LUX
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TeHiB IJ1s1 000X MpPOrpaM PO3BUTKY OPraHOreHE3y
Oyab0ouku. Bussunm docdoTtpaHchepasy rictu-
auny (MtHP1) — Ginok-peryasTop nepenadi cur-
HajiiB i Bimmosigi uutokiHiHiB (Plet et al, 2011).
Bin cneuucdiyHo B3aeMopie 3 LMTOKiIHIHOBUMU
KOMIIOHEHTaMHM, iHAYKOBAaHMMM IMiJ 4ac CUMOio-
3y: peuenropom MtCREI Ta peryasitopamu Bif-
nosigi MtRR1 ta MtRR4 (Laffont et al, 2020).

IToxazaHo, 1o puszobianbHi Nod-dakrtopu Ta
LUTOKIHIHM iHAYKYIOTh CHELU(IYHUIA ST CHUM-
6iosy ren CEP (symbiosis-specific gene), skwuii
MO3UTUBHO PETYIIE PU300iabHY iH(EKIiI0 Ta
CUCTEMHO BIUIMBAE Ha 30iJIbLIEHHS KiJIbKOCTI
Oyab0ouoK y Medicago truncatula 3a n1omoMororo
peuentopa MtCRA2 (Gamas et al, 2017). Exc-
npecis MtCEP7 ta MtCLE13 y xopensx Medi-
cago truncatula, iIHOKYJTbOBaHUX PU300isIMU, 3aJie-
KUTh BiJ peuenTtopa uutokiHiHy MtCREL i ¢ak-
Topy TpaHckpuniii MtNIN, sgkuii 3B’s13ye Ta
tpaHcakTuBye MtCEP7 ta MtCLEI3. A nas
ioro cuMmO6ioTMUHOI akTUBaLii HeooximHuil NIN-
caiit 3B’sa3yBaHHs1 NBS (NIN-binding site), sikuii
BUSIBJICHU Iy TTpOKCUMaibHOMY TpoMoTopi MtCEP7
(Laffont et al, 2020). Lli pe3ynbratu AEMOHCTPY-
I0Tb, 110 PEryJsITOPHUI MOIYyJdb LUMTO-KiHiH-
MtCREI-MtNIN KoopauHye eKCIpecito ABOX
AHTArOHICTUYHUX, ITOB’I3aHMX i3 CMMOIO30M IIeM-
TUIHUX TOPMOHIB i3 pi3HUX POAMH IS TOYHOIL
peryJisiii KiabKoCTi OyJI50040K.

bo0oBI KyabTypu YiTKO PEryaiol0Th KiJIbKiCTb
OyabOOUYOK, 11100 30ajaHCyBaTU €HEPreTUYHI 3aT-
patTu Ha MOIATpUMAaHHS CUMOIOTMYHOIO Ta a30T-
(hikcyBagbHOTO TIOTEHIIIAay pr3006iit (Schwember,
2019). Konosani nHa C-kiHui nentuau CEPs (En-
coded Peptides) Ta CLAVATA3-nonioni (CLE)
NEenTUAN, BiAIMOBIIHO, TTO3UTUBHO Ta HETaTMBHO
peryJoTh YTBOPEHHS OYJ1b00YOK 3a JI0IMOMOI0I0
HesalexXHuX curHaapbHux nwisixis (Hastwell, 2014),
aje SK 1Li peryasiTopu KOOPAMHYIOTbCS, 1le He
npociimkeHo. OcTaTouHO 11ie He 3’SICOBaHUI Me-
XaHi3M kUM came yuHoM NFs GepyTh yyacTb B
OIOCepPeIKOBAHOMY MPOHUKHEHHSI pU300iii, MO-
JIEJIIOI0UYM 3aXMCHI peakliil poC/IMH, a TaKoX IX
nojBiliHa (byHKIIiSI Y PEerysiiii po3BUTKY eriaep-
MaJIbHOI Ta KOPTUKAJbHOI IMporpaM OopraHoreHe3y
Oyab00uku. KpiMm Toro, 3ajJMinaeThcsi TaKOX He-
3pO3yMIJIOI0 POJIb, SIKY BiITpa€ KOXeH i3 TpaHC-
KpUMiiiHUX (paKTOPiB B aKTUBALil OCHOBHUX 11LJISI-
XiB TpaHCAYKIIil CUMOIOTUYHNIX CUTHAJIIB.
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Yuacte ADK npu dopmyBaHHi 6000B0-pu300i-
ajabHoro cumoiosy. AMDK BimirparoTh KJIIOUOBY POJIb
Yy CKJIagHilA CUTHAJBHIA CHUCTEMi >XMBHUX OpraHi3-
MiB. JIlMHaAMiYHMIA 1 IIBUAKWI XapakKTep CUTHa-
ninry A@®K y KiIiTMHAX € pe3yiabTaToM Iepediry
JIBOX MPOLIECIB — IX MPOAYKYBAaHHS Ta YTHWJIi3allil.
ITopymeHHs1 1IbOro OajgaHCy iHAYKYE 3MIHU PiB-
HiB ADK, gaxi reHepyroTh curHanu (Mhamdi and
Van Breusegem, 2018). TpaHcaykiiito curHasui
A®K po3risaaioTh, K CBOEPITHUN TWHAMIYHUI
Mpoliec, SKUA MeplIoNnoYaTKOBO BidOYyBa€TbCs
MiX pi3HMMM OpraHejaMu BCEpPEIMHi KIIITWH, a
MOTIM MOIIMPIOETHCS MiXK KIITUHAMK Ha Hajeki
BiacTani. IIpy bOMy Ha IIJISIXY 1IbOTO CUTHAJIIH-
Iy KOXXHa OKpema KJIiTMHA aKTUBYE BJIACHUI Me-
xaHi3Mm npoaykyBanHg ADK (Mittler et al, 2011).

Oco0UBICTIO LIUX MOJIEKYJI € Te, 10 pi3Hi iX
BUAM BOJOMIIOTH CHEUUGMIYHUMU MOJIEKYJISIPHU-
MU BJIACTUBOCTSIMU (puc. 2). 30KpeMa, MoJIeKyIa
CYMEPOKCUIHOrO aHioH-pagukaity (O ~) He 3mar-
Ha MacMBHO MEPEHOCUTUCH Yepe3 MeMOpaHy, Oll-
Hak, y pe3yJbTaTi peakliil IucMyTalii 3a y4acTio
cynepokcunaucmytasu (COJI) BoHa 3aaTHa JIETKO
NepPETBOPIOBAaTUCH Ha mepokcun BoxHio (H,0,),
KU MOXe OU(YHIyBaTU CKpPi3b MeMOpaHu Ma-
CUBHO abo yepe3 BoaHi KaHanu (Czarnocka and
Karpinski, 2018). O"~, i H,0, Takox MOXyTb OI10-
cepeKoBaHO OpaTH ydyacTb B YTBOPEHi MEPOKCH-
JiB JimigiB y KIITMHHUX MeMOpaHax (Noctor et
al, 2018). 3 orisigy Ha BIACTMBOCTI Ta PyXJIH-
BicTh ADK BcepennHi KIIITHH, X pO3NISAAIOThH SIK
YHiBepcaJabHI CUTHAJIbHI MOJEKYJIH.

Ha TenepiiHiii yac 1oBeIeHO, 1110 He3BaXKa4n
Ha cBiii Tokcmunmii moteHmian, ADK BimirparoTsh
KJIIOYOBY POJb Y CKJIAOHIM CHUTHAJIbHIN CHUCTEMi
POCIMHHUX KJIiTMH, 110 TMOKAa3aHO y YMCEJbHUX
nyomikauisx (Czarnocka and Karpinski, 2018;
Mhamdi and Van Breusegem, 2018; Noctor et al,
2018). IcHYIOTb MEPEKOHJMBI JOKa3W TOro, IO
A®K BifirpaloTb BaXJIMBY POJIb Y Mpoliecax CUT-
HaJiHIy TpPU BCTAaHOBJIEHHI 0000BO-PU300iasb-
Horo cumbiosy. 3okpema, O'~, i H,O,, BusBie-
Hi Ha paHHIX eTamax CHMMOIOTMYHOI B3aEMOMIIl y
iH(peKkUiiiHuX HUTKax mouepHu (Medicago trun-
catula) ta ropoxy (Pisum sativum L.) (Jamet et al.,
2007; Nanda et al, 2010; Tsyganov and Tsygano-
va, 2020).

3MeHLIeHHs TipoaykyBanHa O ~, i H O, y mar-
pukci iHpekuiitHux HUTOK Medicago truncatula
He MPU3BOAUTHL 10 (OPMYBAaHHSI LIMX CTPYKTYP
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(Damiani et al, 2016). Takox He BiZOyBaJIOCh
npoaykysanHs O~ y pociun Medicago fruncatu-
la 3a inokynsauii myrantoM nod DIABC Sinorhi-
zobium meliloti, IKUi HECTIPOMOXHUI BUPOOISITU
NFs (Jamet et al., 2007). I[Toka3aHo, 1110 y MyTaH-
Ta ropoxy (Pisum sativum L.) SGEFix-1 (sym40),
H,O, nokanisyerbcs y CTiHKax i MaTpUKCi iH(eK-
uitnux Hutok (Tsyganova et al, 2009). Crnioctepi-
ramv minBuineHHst piBHI ADK y iHeKmiitHnx
HUTKax kBaconai (Phaseolus vulgaris) BIpoOmOBX
JEeKiIbKoX ceKyHn Ticist oopooku NF (Cardenas
et al., 2008). BcraHoBieHo, 1110 Ha Mi3HIX eTamax
CUMOIOTMYHOI B3aEMO/Iil TEHEPYEThCS BUCOKA KOH-
neHrpauis APK y kopeHeBux Oyab0OYKax, IO
O0YMOBJICHO IMiIBUIIEHUM PiBHEM iHTEHCHUBHOCTI
JMXaHHSI Ta aBTOOKMCHEHHSI JierreMoriobiny (Ma-
tamoros et al, 2003). IIpencTaBieHi gaHi JOBOASTD,
mo ADK € HeoOXiTHMMU IS ONTUMAIBHOTO (hop-
MYBaHH$I 6000BO-pU300iaTbHOr0 CUM0i03y, 0CO0-
JIMBO Ha TMOYATKOBMX eTamax B3aEMOMii MakKpo-
1 MiKpocHMMOiOHTiB. BcTaHOBJIEHO, 11O ITiABUILIE-
Ha reHepauis ADK Ha moyaTKoBUX eTamax CHUM-
0iOTUYHOI B3a€EMO/iI MOXE BUKOHYBAaTU MOABIHY
pOJib: TaJIbMyBaTM 3axMCHi peakxilii pOCIMHHOTO
OopraHiamy Ipu MPOHUKHEHHi puU300iii Ta BOIHO-
yac aKTUBYBATM 3aXMCHi MEXaHi3MM 3a HECIpHU-
SITJMBUX YMOB 1151 cum06io3y (Marino et al, 2011).
HocnimkeHo, mo NFs MOXyTb CTUMYJIIOBaTHU OKKC-
HIOBaJIbHUIA BUOYX Ta OJIOKYBAaTW iHAYKIIiIO TE€HiB
HOmyJISILil Yy pociauH 0000BUX 3a HeCyMicHOL
B3aemMozii 3 pu3o6isimu (Ramu et al, 2002, Shaw
and Long, 2002).

byso BUsIBIEHO AeKiIbKa TeHiB, IO MOIYJIIO-
I0Tb 1l Mpouec, ceped SIKUX TeH, 110 KOAYE
memOpanauii  HAJI®H-okcnmasHuii  eH3MMHMI
komiuiekec (K® 1.6.99.6) (Marino et al, 2012).
HAJI®H-okcumasza € mpeacTaBHUKOM BEJIMKOI PO-
g NOX-01JIKiB, TOMOJIOTIYHMX A0 OKCHIA3U
(parouutiB i kogyeTbcsi reHamu Rboh (Respirato-
ry Burst Oxidase Homologues) (Kim et al, 2019).
NOX-6i10K siBJIsIE cO00I0 TpaHCMEMOPaHHUI pe-
JOKC-JIAaHIIIOT, SIKMI 3abe3redyye B3a€MOil0 10-
Hopa enekTpoHiB HAJI®PH i3 muToruiazMatnaHol
CTOPOHM MeMOpaHu 3 aKLENTOPOM E€JIEKTPOHIB —
KMCHEM Ha 11 30BHIILIIHIlA CTOPOHI, 1[0 CYIIPOBO-
mxyerbes yrBopeHHam O ~, (Khafi et al, 2020).
JloBeaeHo, 1110 1Ieil eH3UM Bilirpa€ BaxkjJIMBY POJib
y renepyBanHi ADK Ta B perymisiii 3aXuCHUX pe-
akuiii pocamHHux KJitiH (Yu et al, 2020), 30kpe-
Ma, U B mpoueci ¢popMyBaHHSI 000OBO-pHU300i-
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HOJIDH-okcunasza

A
0, >0,

Kucenn Cynepokcus
aHIOH-paguKal

~Nygo—

=>

Ilepokcun

CynepoKCHIIcMyTasa

peakuist deHTOHA
FCH/FCH

HO, > OH [Z> HO

lNapoxkcunbHMiA Bona

BOJIHIO pagukal

—_—

Karanasa, mepokcunasu

Puc. 2. IloetamHa cxema nieperBopeHHst ADK y xinituHi (amanroBaHo 3a Wang et al, 2018). AD@K Ta ix pagukamm
MPOAYKYIOTHCA AK NPOMIXKHI IPOAYKTH y PEAKLIAX BiIHOBIEHHS MOJIEKYIM KUCHIO (O,), AKuii B KiHLIi BiTHOBHOTO
uIsAXy nepersoproetbed 10 Boan (H,0). AHTMOKCHIAHTHI €H3MMU: CYNIEPOKCUANMCMYTA3a KaTajlizye AUCMYTaLlilo
cynepokcuay (O, 7), renepyroun nepokcun soaHio (H,0,); karanasa ta nepoxcuiaasu sHewkomkyiors H,0, no
sonu. H,O, Moxe pearyBaTu 3 pellOKC-aKTUBHMMM METaJlaMi (HAalpUKJIaf, 3aj1i30M), YTBOPIOIOUM TiAPOKCUIIbHUIA
panukan (OH ") 3aBnsiku peaxiiii @eHroHa/Xabepa-Baiica

anpHOro cumbOiody (Lohar et al, 2007). Tak, uepe3
roJMHy Ticisgs o6poOku KopeHiB Medicago trunca-
tula NF criocrepiraay 3MeHILEHHST TTPOAYKYBaH-
H ADK, 1110 CynpoBOIKYBaJIOCH TaJbMyBaHHIM
ekcnpecii reHiB MtRbohs, sxi konyors HAJLMH-
okcunasy (Lang and Long, 2015). Kpim Toro,
noripieHHs excrpecii reny MfRbohA y Oynb004-
i 3a JomoMorow MerodiB iHTepdepeHuii PHK
MPU3BOAMJIO 10 3MEHILEHHS 0i0JIoriyHo1 (ikcairii
azoty (Marino et al, 2011). IloxibHi pe3dyabTaTu
3apeecTpoBaHi 111 KBacodi (Phaseolus vulgaris),
SIKi TIOKa3aJv BUpilIagbHy ponb TeHy HAJIDH-
OKCMJIa3U JUIsl YCHILIHOI pu300iaJibHOI KOJIOHI3a-
wii Ta popmyBaHHs iH(pekuiitHoI HUTKM (Montiel
et al, 2012).

BukopucroByrouu audeHina HogoHi0 ajs iHTi-
oyBanHg HAJ®H-okcuaas, ineHTudikoBaHO re-
HU, sKi perymorTbea H O, yu iHmmmmu BugamMu
AO®K, 3okpema, O’ i TiIPOKCMILHUM paauvKa-
JIOM, TIiJl Yyac BCTaHOBJIEHHs cuM0Oiody Medicago
truncatula — Sinorhizobium meliloti (Lang and
Long, 2015). ¥ Medicago truncatula BusiBieHo 22
reHu (i3 447 mocnigKyBaHMX), 1110 I€MOHCTPYBaIn
CXOXiCTh TocligoBHOCTeN Y 19 reHiB Arabidopsis,
paHinre 3apeectpoBanux s peryisiii APK. /Isa
i3 pociimKyBaHUX reHiB, MtSpkl i MtSpk2 (Sym-
biotic Protein Kinases), nokami3yioTbes y sapi Ta
MOXYTb BUKOHYBaTU pOJb PETYJSITOPIiB TpaHC-
KpuMii, mogaioHo no Arabidopsis OXII reHa, KOT-
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puit Komye cepuH/TpeoHiH-KiHazy (Chou and
Shen, 2010). BoHu akTUBYIOTbCS Yy LIJIsXaX CUT-
HaJIbHOI TPaHCAYKIIl y BiAMOBiAb Ha Mil0 CTpe-
COpiB, y TOMy 4MCIi THX, 110 reHepylots H,O,
MPU BCTAHOBJICHI POCIMHHO-MiKPOOHUX B3aEMO-
niin (Inzieze et al, 2011). PanHs exkcnpecist reHa
MtSpk1 y Sinorhizobium meliloti crioBibHIOBaa
peryJsiiilo peakiiii 3aXUCTy POCJIMH, 110 CIpUs-
JIO BCTaHOBJIEHHIO CUMOIOTMYHOI B3aeMofii. A
ioro iHaKTMBallisl MPU3BOAMJIA 1O 3HAYHO MEH-
IO KiIBKOCTI OyJIbOOYOK, OmHAK 1i¢ He BIUIMBA-
JI0O Ha PO3BUTOK KOPEHIB Ta CBIMYWUTH TIPO POJH
reHa MtSpkly BCTaHOBJIEHHI CUMOIOTUYHOI B3ae-
momii (Andrio et al, 2013). Kpim Toro, iioro
IHAYKIIiSI CIIOCTEePIraeThCcsl Ha MOYAaTKOBUX eTarax
iH(pikyBaHHS Sinorhizobium meliloti, a Takox y
BianoBiab Ha 06pobky Ak NF, tak i H,O,. 30k-
pema, 3adikcoBaHo nojsiitHe HakonuyeHHs H O,
y 30Hi iH(ikyBaHHS, Ae Oyyio BuaiieHo MtSpkl
(Costa et al, 2010). HasgBHiCTb MOTMBY KaJlbMO-
nyiainy B N-KiHUeBill minstHui MtSpkl BKasye Ha
oro ydactb y IepexpecHMX UUIsgxax i3 mobpe
BimomuM mpouecoMm curHaminry Ca?*, 1o IpoTi-
Kae 1mig 4vac 0000BO-pubO3iaJbHOro CcHUMOiO3y
(Oldroyd et al, 2011).

TTokazaHo, o MtSpkl Moxe OyTH 3aTydyeHUM
Io mudepeHIiloBaHHS KIIITUH OyJbOOYOK 4epe3
KJIIO0UoBi (pakTopu TpaHcKpurniii — MtHAP2-1 i
MtININ (Combier et al, 2006). I1pu oMy reHH
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bHLH tuny (cnipajib-nmoBOpoT-cHipaab) MOXYThb
OpaTw yyacTb y iX peryJisdiii, a TakoxX y Iep-
BMHHUX peaKlisIX KJIITUH Ha Jil0 cTpecopa, OIo-
cepenkoBaHoro Bucokum pisHeM H,O, (Andrio
et al, 2013). Tpanckpunuiitai cdaktopu NSP1/
NSP 2, ERF ta MtNIN, npo ski 3razaHo Hamu
BUIIIE, 110 OepyTh y4acTh Y BCTAaHOBJIEHHiI CUMOi-
03y, TaKOXX MOXYTh CYTTEBO BIUIMBATU Ha PETyJIs-
wito piBHiB ADK, ogHaK TakMX JOCIIIKEHb TTOKU
110 HAATO MaJo.

BBaxaroTh, mo AD®K HaBpsm 4u perymmoioTh
OyIb-SIKMi1 KOHKpPEeTHUI TeH Oe3rocepentbo (Mit-
tler et al, 2011). ¥ upboMy KOHTEKCTi BU3HAYEHO
Kijbka MOXMBUX reHiB H,O -caiTi. Jleski 3 HUX
(18 reniB) 3amydeHi OO0 CUHTE3y ab0O CHUTHAJIIHTY
(iTOropMOHIiB MpPU BCTAaHOBJEHHI Ta (YHKIIiO-
HyBaHHi cum6io3y (Liu 2018). dpyra rpymna reHis
(19 reHiB) ue Ti, 110 KOAYIOThH MOJIiraJakTypoHa3u
(K® 3. 2. 1. 15), nexkrnnmiazu (EC 4. 2. 2. 10) i
memonazu (K® 3. 2. 1. 4). A TakoX IeKiabKa Te-
HiB, SIKi KOAYIOTh CyOTWJa3u (CEpMHOBI MpOTEi-
Ha3u), MiABUILEHHS PEryJsilii SKux 30epiraeTbcs
NPy BCTaHOBJIEHI 0000BO-pHM300iaIbHOIO CUMOI-
o3y (Schaller et al, 2012). Ix 3HaueHHs 6yio
3aMPOITOHOBAHO ITiJl Yac OOMiHY CHUTHaJlaMUd MixX
JIBOMa IapTHepaMu cuM0i03y a60 Mmoaugikaliii Kiti-
TUHHOI CTiHKH TIiJ Yac poCTy iH(MEeKUiliHOI HUTKMU.

BusiBneHo, 1110 po3BUTOK iH(EKILiHOT HUTKU
y 0000BMX NpHU iH(}IKYBaHHI pU300iSIMH CyIpO-
BOJIKYETbCSI AMHAMIYHUMU IepeOyaIoBaMu LIUTO-
CKeJIeTy, 110 OOYMOBJIEHO IOJLJIOM 1 POCTOM KIIi-
mH (Oldroyd et al, 2011). Ommucani Brpatu
¢GyHKIIOHABHUX MYTalliii y reHax, siKi KOIyIOTb
OiIKM Ta OepyTh ydacTh y IlepeOydoBax akKTUHY y
060600Bux pociauH (Miyahara et al, 2010). Bigmo-
BilHi MYTaHTHi POCJIMHM MalOTh Ae(EKTHU Yy TMO-
JIIPHOMY POCTi KOPEHEBMX BOJIOCKIB, a TaKOX Y
¢dopMyBaHHI Ta PO3BUTKY iH(EKIIAHOT HUTKH.
IIpn uvomy renm, ki koayioTb ABL-momiOHwMiz
oinok (ABIL; MtAbIL), v Medicago truncatula
perymoroTbes iHpiKyBaHHSIM Sinorhizobium meliloti
ta H,O,. Leii Gitok HeoOXimHMiA A1 aKTHUBaLlii
oinka 2/3 (ARP2/3), skuii Gepe ydacTb y 3a-
POIXKEHHI i posrajlykeHHi MikpodiiaMeHTiB ak-
TUHY, a peryusauis MtAbIL 3a momomororo H,O,
MOXe CIpUSITH pocTy iHdekuiitHoi HUTKM (Miya-
hara et al, 2010).

Yirkuit mepeposnonin H,O, y Marpukci iH-
¢GeKIiiTHMX HUTOK Ta KJIITUHHUX CTiHKAaX POCIIH-
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HU CBiIYUTH TMPO HOro MPOAYKYBaHHS caMe Yy
KJIITUHAX POCIMHU-Xa3siiHa, a He pu3006iit (Wis-
niewski et al, 2000). Iis1 Toro, 100 3po3yMiTu
MeXaHi3M pocTy iH(PeKLUiiiHOT HUTKM, HOCTiTHUKA
Bupilman 3Minuti BMmict H,O, B iH(eKuidHii
HUTLIi BUKOPUCTOBYIOUU 1UTaM Sinorhizobium me-
liloti i3 HapmekcIpecielo OmHi€el i3 (opM KaTajaazu
KatB, ska Bimirpae KJja04oBY poJib Ha BCiX eTarax
cuMOioTMYHOI B3aeMomii. B pe3yibTaTi MokazaHo,
o HaamipHe npoaykysBaHHs H,O,, y iHdexuiii-
HUX HUTKAX He iHAYKYE€ OKWCHIOBAJbHUI CTpec
IJIs1 OakTepiid, MpoTe Bidirpae BUpilllAJbHY POJb
JUISE OTITUMAaJIbBHOTO PO3BUTKY iH(PEKIIIAHOT HUTKU
(Jamet et al, 2007). JloBemeHO BaXKJIMBY y4acThb
H,O, y 6ioximii pocTy iH(pEKUIAHOT HUTKKU Yepes
3IIMBaHHS MIIKO3WJIbOBAHUX TIIKOMPOTEIHIB poC-
JINH, a caMe eKCTEeHCUHIB KOpeHEeBUX OYyJIb0OYOK,
SIKi JIOKaJIi30BaHi Yy II03aKIITUHHOMY MAaTpPUKCi
TKaHUH OO00OBMX Ta y TMOPOXHMHI iH(EKIiAHOT
Hutku (Groten et al, 2005). ITpu LibOMY 3HUXKEHHS
piBHa H,O, Moxe BIUIMBAaTM Ha LIBUAKICTb 3LLM-
BaHHSI LIMX EKCTeHCHHiB, KOMIIPOMETYIOUU TI0-
JISpHUM picT iH(QEKLiIITHOI HUTKKA Ta IPU3BOIUTD
0o ix po3mmpeHHsd. Taki JaHi y3romKyloThes i3
HOMIOHWMU JOCITIDKEHHSIMU, Y SIKMX ITOKa3aHa Mpu-
CYTHICTb i30(popM TEepoOKCcHAA3 Yy KOPEHEBUX BO-
JlocKkax 3a iH(pikyBaHHS pu300isiMU 000OBUX pOC-
nuH (Wisniewski et al, 2000).

bynb00ukoBi OakTepii BOJIOAIIOTH OLIbII BHU-
cokoto uyTuBicTio 10 ADK, y nopiBHSIHHI 3 iH-
MMM BUIaMU OakTepiid i, Oyayuu CUMOIOTMYHM-
MU MiKpoOOpraHizMaMM, MOXKYTb BUKOPMCTOBYBa-
TH 3aXMCHIi peakilii poCIMHM-Xa3sgiHa MPOTU TOK-
cuunux popm kucHio (Glyanko, 2016). Kpim Toro
y peryjsiii mpoueciB iH(piKyBaHHS Ta HOMYJISI-
il KopeHeBUX OyJbOOYOK 6000BUX y cuMOio3i 3
OyJIbOOUKOBUMU OaKTEPIIMU MOXYTh OpaT ydacTb
0iOJIOTIYHO aKTWMBHI CIOJYKM, TakKi sIK (iTorop-
MOHH, (eHOU, eH3uMU. JoCaimKeHo, 10 pu30-
OiampHMil aHTHOKcuaaHTHUN eH3uM COJl € He-
OOXiTHUI JUISI ONTUMAJILHOTO TIepediry IMpolieciB
iH(piKyBaHHSI 6000BUX POCIMH PU30DISIMU Ta yC-
MilLIHOTO OY/IHOOUKOYTBOPEHHSI, a TTOPYILIEHHSI eKC-
nepcii reHa sodA iHAYKye TIpUTHIYeHHS CUMOio-
TUYHUX BJIaCTUBOCTEN Sinorhizobium meliloti ipn
(opmyBaHHi cuM0bio3dy i3 mdwolepHow (Santos et
al, 2000). ITpu ubomy OiNBILIICTh TAKUX MYTaHT-
HUX OaKTepiil yTBOPIOIOTH APiOHI OyJIbOOUYKU, AU-
depeHmialig IKUX He IOXOIMTH JO CTamil a3o0T-
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dikcyBanbHUX OakTepoiniB. EdekTuBHIiCTH Oyib-
OOYKOYTBOPEHHSI Y MYTaHTIB Sinorhizobium meli-
loti, nepeMTHUX MO NUISIXy OIOCMHTE3y TJIyTaTi-
OHy, Oyia [ocigXeHa MOpU IHOKYJISALII POCIUH
Medicago sativa mramamu SmgshA i SmgshB. ITo-
Ka3aHo, 110 MyTaHT SmgshA, sIKUii HEe CHMHTE3Y€
[JIyTaTiOH, TaKOX HE YTBOPIOBAB OYJbOOUKM Ha
KopeHsx Medicago sativa, TIpoTe TPOSIBISINCH
IpyUTaMaHHI [JIsI TTOYATKOBUX €TalliB B3aeEMOJii
MpoLeCH CKPyYyBaHHS KOPEHEBUX BOJIOCKIB i
¢opmyBaHHs iHekuiiHux HUTOK (Harrison et
al, 2005). BusgsieHo, 110 B pe3yJibTaTi MOCHUJIEH-
Hs OKHMCHIOBAJIbHUX MpoleciB 6akrepoinu Rhizo-
bium leguminosarum bv. viceae CTalOThb HE3IaTHUMU
310JaTh e crpec i mpolec audepeHLiloBaHHS
ii1Ie HernpaBWJbHO, TPO 110 BKa3ye HasIBHICTb
aHOMaJIbHUX OaKTepoildiB y LMTOIIa3Mi iH}iko-
BaHMX KJIITMH OYJ1bOOUOK Ta iX paHHE CTapiHHS
(Wisniewski et al, 2000). BpaxaroTb, 1110 Npu
dopMyBaHHI cuMOioTMYHMX BigHOCMH ADK mo-
XKyTh OyTM 3ajlydeHi y peryssiuito iH}ikyBaHHS
KOPEHiB pU300isIMU SIK 32 paxyHOK IMPSMOro aHTH-
OaxkTepiaJIbHOIO BIJIUBY, TaK i IUISIXOM PETYJISIIIii
(GYHKIIOHAJBHOI aKTMBHOCTI 3aXMCHUX CHUCTEM
pocauHu-xassiHa (Vasileva et al, 2007).

Y pesynbTati IMpoBeAeHUX HAMU IOCITIIKECHb
MoKa3aHo, 10 (OopMyBaHHSI 3aXWCHUX peaKliit
Yy POCIMH COI B CUMOiO3i i3 pi3HMMM IITaMaMu
Bradyrhizobium japonicum 3a n1ii 3HeBOIHEHHS 110-
B’S13aHO i3 MiABUILEHHSIM aKTUBHOCTI KJIIOUOBUX
aHTHoKcuaaHTHUX eH3umiB CO/l, kaTajia3u Ta eH-
31MMIB acCKOpOaT-IIyTaTiOHOBOIO LUKILY, SIKi iHIy-
KyBaJIi peryJjsililo BMICTy MHEpPOKCUAY BOAHIO i
MNpoAyKTiB ginonepokcuaanii (Mamenko et al, 2018;
Kots et al, 2019). BcraHoBieHO, 110 aKTUBIi3alis
MpOoLECy MEPOKCUIHOTO OKWUCHEHHS JiMifiB €
YVHiBEpCAJIbHOIO peaklli€elo pi3HUX 3a e(heKTUB-
HIiCTIO CUMOIOTMYHMX CUCTEM Ha Jil0 MOCYXM, iH-
TEHCUBHICTb PO3BUTKY $IKOI 3aJIeKUTh Bim 1X
3MATHOCTI peai3yBaTy CBill amanTaliiiHIil TOTEH-
1iaj1 32 HECTIPUSTIMBUX YMOB BUpollyBaHHsI (Mor-
gun et al, 2020). 3a iHOKyJslLil HaCiHHSA coil
pi3HUMM 32 e€(PEKTUBHICTIO pU300isIMU Ta 00POO-
KU QYHTILMAHUMU TTpernapaTaMu CIIOCTepiraau 3mi-
HU €H3UMIB (eHosbHOro Merabomismy y cdop-
MOBaHUX CUMOIOTMUYHMX CHCTEMax, sIKi B Teplly
yepry OyJiM 0OYMOBJICHI BipyJIeHTHICTIO Ta aKTHUB-
HicTio wramy (Mamenko et al, 2019). 3a o06-
poOKM HaCiHHA coi (yHriuMIaMy CIJIBHO 3
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iHOKyJsTHTOM (1TaMm B. japonicum 6346) crocre-
pirajay IMigBUILEHHS PiBHS aKTUBHOCTI €H3MMIB i3
MEePOKCUAA3HOI0 AKTUBHICTIO, IO CIPUsIO 30epe-
JKEHHI0 e(DeKTUBHOCTI pOOOTH CUMOIOTUYHOTO aria-
pary (Pavlyshche et al, 2018).

OTke, ONpu B3aEMOJil Makpo- i MiKpoCUMOi-
OHTIB aKTHMBYETHCS KacKaj OiOXiMIUHMUX peaxiliid,
CTIPSIMOBAHUX Ha TOAOJAHHS 3aXUCHUX peakiliii
POCJIMHHOIO OpraHizMy 000OBUX Ha iHBa3il0 Oak-
Tepili Ta opMyBaHHS e(hEeKTUBHUX MeEXaHi3MiB
00MiHy MeTaboJsliTaMd MiX TapTHEPAMU CUMOIO3y,
10 IIPU3BOAUTL OO VCINIIHOTO iH(iKyBaHHS Ta
¢dopmyBanHs Oyab00uku. Ha temepimnHiii yac 1mo-
Ka3aHo BaxumBy y4yactb ADK y perynsuii 1po-
TiKaHHSI OCHOBHUX MOJIEKYJISIPHUX MPOLECiB, sIKi
BiOyBalOThCSl Ha pPaHHIX eTanax CHUMOIOTUYHOIL
B3aemomii. OgHak, TIpencTaBlieHi JaHi MOOTWHO-
Ki Ta mOTpeOyOTh MOAAIbIINX IPYHTOBHMX [O-
CTiKeHb. A iX aHaJli3 JOBOAUTH BaroMe 3HAUEHHSI
A®K, K peryaaropHUX i CUTHAIBHUX MOJIEKYI,
B OCHOBHUX WLJISIXaX TPaHCAYKIIT CUMOiOTUUHUX
CUTHAJIIB MiXK MakKpo- i MIKpOCMMOiOHTaMM, SIKi
CJIil BMBYATU B iHTerpailii 3 iHIIMMU MeTaboJivu-
HUMM LUIIXaMU: CUTHAJIAMU KaJlbllil0o, aKTUBHUX
(opM HiTporeHy, aHTMOKCUIAHTHUX CUCTeM, (hiTO-
ropMoHiB. lle 3HaAYHO PO3IMIMPUTH PO3YMIHHS
dynkuiit A®K y 3arajpHOMy MexaHi3mi (popmy-
BaHHSI 0000BO-pU300iaIbHOTO CUMOIO3y $K 3a
ONTUMAaJbHUX YMOB TaK 1 JOAATKOBOI il 30BHIllI-
HiX YMHHUKIB. I yCHillIHOrOo CUMOIOTMYHOIO
poliecy HeOOXinHUIN e€(peKTUBHUI 3aXUCT MPOTU
OKMCHIOBAJILHOTO CTPECy Ha pi3HUX eTamax (op-
MyBaHHSI 6000BO-pu300iaibHOTO cMOio3y. Tomy
BaxKJIMBUMM € KOMIUIEKCHI JOCJIIKEeHHS i3 Bpa-
XyBaHHSIM yYacTi IPOOKCHUIAHTHO-aHTUOKCHIAHT-
HUX CUCTEM Ipu (POPMYBaHHI 3aXMCHUX peaklliii
0000BMX POCJIMH Y BiMOBiAb Ha iIHOKYJSLIIO pU-
300isiMu pi3HOI epekTUBHOCTI. [TpoBeneHHST TaKUX
JOCJIIXKeHb CHiJIbHO i3 BUBHAYEHHSIM MapaMeTpiB
(opmyBaHHSI cUMOIOTUUHOTO arapary y 6000BuX
€ BRXJMBUMU IS MOWIYKY e(peKTUBHUX CUMOiO-
TUYHUX CHUCTeM, sIKi OyayTb 34aTHI 10 MaKCu-
MaJIbHOI peaizallii CMMOIOTMYHOrO TMOTeHLiaTy
Ta BOJIHOYAC BiAPI3HATUCS BHUCOKOIO TOJIEPAHT-
HICTIO 0 HECIPUSITIIMBUX YMOB BUPOLLYBaHHSI.
REGULATION OF LEGUME-RHIZOBIAL
SYMBIOSIS: MOLECULAR GENETIC

ASPECTS AND PARTICIPATION
OF REACTIVE OXYGEN SPECIES
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The formation of legume-rhizobial symbiosis goes
through a series of coordinated stages, the main of which
is the distant interaction of symbionts, which is carried
out through the exchange of molecular signals between
macro- and microsymbionts. Clear regulation in the
interaction between symbiosis partners: rhizobia with their
associated molecular patterns (MAMPs) and the plant,
which forms two types of immune response (MIT/EIT)
to infection, leads to the activation of symbiotic processes
in host plants and suppression of their functional systems.
The development of protective reactions of legume plants
to the invasion of rhizobia is very similar to the processes
of pathogenesis, however, the result of symbiotic
interaction is not the inactivation of the microorganism,
but rather the regulation of its reproduction and metabolic
activity, primarily regulated by macrosymbionts. Clear
regulation of pre-contact intermolecular events between
both partners of symbiosis leads to the activation of the
main pathways of symbiotic signals transduction and
the successful development of organogenesis programs
of the nodule — epidermal and cortical. The important
participation of the reactive oxygen species in the
regulation of symbiotic processes that occur on the early
stages of interaction of macro- and microsymbionts (pre-
infection, infection, formation of infectious threads), as
well as the prospects for further studies of these signaling
molecules in integration with other transduction pathways
of legume-rhizobial symbiosis formation were highlighted.
The review summarizes current scientific information on
the main molecular genetic mechanisms that underlie the
regulation of symbiotic interaction of legumes with nodule
bacteria, as well as the participation of reactive oxygen
species in the formation of legume-rhizobial symbiosis.
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