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BBEAEHHUE

AKTYyaJIbHOCTb PadoThI

Ha ceromssimiamii 1€Hh OMHUM M3 OCHOBHBIX KOMIIOHCHTOB HHTEHCHUBHOTO
3eMJIe[ieNiisl  SBIACTCA TNpUMEHeHHWe yaoOpeHuil. O¢P(GEeKTUBHOCTh CEIBCKOTO
XO035MCTBA 3aBHCHT OT MHUHEPAIBHBIX YIOOPEHU, KOTOPBIC WCIOIB3YIOTCS IS
MIPOM3BOJICTBA O0JIee MOJOBHUHBI BCeX MpoaykToB nutanus B mupe (Chojnacka et al.,
2023).

3HAaYUTENbHBIN POCT LIEH Ha MUHEpaJbHbIE yI0OpEHUs 3acTaBisieT pepMepoB U
MIPOU3BOAUTENIEN CEIBbCKOXO35IMCTBEHHOW MPOAYKIIUM IIEPECMATPUBATH MTOAXOM K UX
UCIIOJIb30BaHUIO U Bce Oouble obpamiarbes Kk ouonornueckum pemenusm (Mader et
al., 2002; Adesemoye et al., 2008). bonpmioit MHTEpEeC B Pa3BUTHH «3EJICHOTOY,
«ycToMuuBOrOo» (OT aHTJ. sustainable) CEITbCKOrO XO3SHCTBA MOKET IMPEICTABIIATH
UCIIOJIb30BaHUE TeHETHYEeCKuX pecypcoB MukpoopranuzMoB (Tikhonovich, Provorov,
2011; Busby et al., 2017). Yxe ceiliuac MHHOBAIIMOHHBIC CTapTallbl U YacCTHHIC
KOMIIaHUHM aKTHBHO MPOSBISIOT WHHUIIMATUBY W TPEAJIAraroT CBOW Pa3palbOTKH; 3a
MOCJIEIHUE TOJ(bI HECKOJIBKO OMOTEXHOJOTHYECKUX PEIICHUI B CEbCKOM XO3SHCTBE
poieMOHCTpHUpoBasU CcBOtO A dektruBHOCTE (Wen et al., 2021; Woodward et al.,
2025).

buonoruueckas azordukcarys o0ecreunBaeT 3HAYUTEIHHYIO YaCTh CBI3aHHOTO
azora B npuponae (Kebede, 2021). Tak, 60JbmMUHCTBO BUAOB BOOOBBIX CIIOCOOHBI
¢ukcupoBarh armochepHbId a30T, BCTymas B CHUMOMOTHYECKHE OTHOILIEHUS C
Pa3IMYHBIMH O, - UK Y- TIpOTeoO0aKTepUsiMU (BMECTE OOBEIUHIEMBIX TEPMUHOM
«puzobun»). B3aumoneicTtBue puzoOuilt u O0OOBBIX paCTeHHU MPUBOIUT K
(GbOpMHUPOBAHUIO HOBOTO JJISI PACTEHUI OpraHa — CHMOMOTHYECKOTO KIIyO€HBKa, B
KOTOPOM CO3/Ial0TCS ONTHUMAJIbHBIE YCIOBHS I (PYHKIIMOHUPOBAHUS HUTPOTCHA3BI
— ¢epMeHTa, BOCCTaHABIHMBAIOIETO MOJeKyIsipHbIi a30T (Oldroyd, 2013). bo6oBrie
pacTeHHsI MOTYT MOJYYUTh KOHKYPEHTHOE MTPEUMYIIIECTBO B YCIOBHSIX, KOT/a B IOYBE
MaJio a3oTa, onmaromaps B3aMMOBBITOTHOMY COCYIIIECTBOBAHUIO C
MUKPOCUMOMOHTaMU. OJTO OCOOEHHO aKTyaldbHO, €ciau JApyrue (akTopsl

OJIaronpusATCTBYIOT UX pocTy W pa3Butuio. Kpome Ttoro, boGomwie, duxcupys
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aTMOC(EpHBIN a30T, 3HAYUTEILHO CITOCOOCTBYIOT €CTECTBEHHOMY OOOTAIEHUIO STUM
3JIEMEHTOM MPHUPOJHBIX M CEIbCKOXO3SHUCTBEHHBIX 3KocucTeM (Schwember et al.,
2019).

[Ipu B3auMOEHCTBUM CHMOMOHTOB MPOUCXOAUT UHTETPAlLlds TEHOMOB MaKpO-
Y MUKPOOPraHU3MOB, YTO MOBBIIIAET aJANTAIMOHHBIN MOTEHIIMAI 000UX MapTHEPOB
(Tikhonovich et al., 2005). OTHoOIIEHUS MEXIAYy OpPraHU3MaMU OKa3bIBAIOTCS
JI0OCTaTOYHO CTAOMIIbHBI, IOCKOJIBKY B IIPOIIeCcCe KOABOJIOLNU NAapTHEPHI BhIpabOTaIH
MEXaHHU3MbI KOHTPOJISI U KOOpJMHAIMK B3auMoiericTBus (Provorov et al., 2012). dns
yCIIEIHOTO cUMOMo03a HEO0OXOAMMO, 4TOObI 00a opraHu3Ma ObUTM COBMECTHMBI Ha
BCEX dTanax CUMOMOTHYECKOro pa3BuTus. HecoBMecTUMOCTh MapTHEPOB MPUBOJIUT K
IpepbIBaHNUI0 MHGEKINKU WM 00pa3oBaHui0 HEA()(PEKTUBHBIX KIYOEHBKOB C HU3KUM
YpOBHEM a30T(UKCAIMH WIH €€ MOJIHBIM OTCyTcTBUEM. Heo0X0a1MM0O OTMETUTE, YTO Y
HEKOTOPBIX COPTOB JIFOLIEPHBI, COU, KJIeBepa U APYyrux boOOBBIX HECOBMECTUMOCTH HE
SIBIISIETCSl TIOJTHOM, B 3aBUCHUMOCTH OT HCIIOJNB3YyEeMOTO I WHOKYJSALWW IITaMMa
pu300Uil WM YCIOBUN OKpYXAaroIled Ccpeabl OTICNbHbIE KIYyOCHbKH MOTYT
dbopmupoBatbes (Walker et al., 2020).

CuMbuoTryeckass COBMECTUMOCTh — BaXHBbIH (DEHOMEH COBPEMEHHBIX
UCCIICIOBAHUM B3aMMOJICUCTBUSL PU300MI W pACTECHUN-X035€B, 3aBUCAIIMM OT HUX
renotuna (Takacs et al., 2018). HecMoTpst Ha mIMpOKOE UCIOIB30BaHNE TEPMUHA, €TO
TOYHOE OIpeAeieHne 70 CuxX Tmop He copmymupoBano. CumOHOTHYECKAS
COBMECTHUMOCTh  OTPAKAET KAUECMBEHHYI0 XapaKTEPUCTUKY B3aUMOJCUCTBUSA
MapTHEPOB, OMPEIETSAIONIYI0 ero Y(PPEKTUBHOCTh U CTAOUIBLHOCTD, UYTO JIEJIAET TOT
(heHOMEH KITIOUEBBIM OOBEKTOM HCCIICIOBAHUM.

deHOMEH CUMOUOTUYECKON COBMECTUMOCTH B CEJIbCKOM XO3SIMCTBE SIBIISICTCS
YacThbIO CJI0)KHOTO YpaBHEHUS, OXBATHIBAIOILIEIO T€HOTUIIBI OaKTepuil U pacTeHui, a
TaK)Ke ycioBHs okpyxaromei cpeasl (Busby ef al., 2017; Mendoza-Suarez et al.,
2021). B koHTekcTe JaHHOW pabOThI MOJ CUMOMOTHYECKOW COBMECTUMOCTBIO Oy/eT
HOJIpa3yMeBaThCsl CIOCOOHOCTh KOHKPETHBIX TE€HOTHIIOB PU300MIl U TEHOTHUIIOB
0000BBIX pacTeHHMI B3aMMOJICHCTBOBATH JPYr C IPYrOM Ha NPOTSHKEHHH BCETO

npoiiecca ¢GopmupoBanus cumObuo3za. CTOUT Yy4YUTHIBATH, YTO MHKPOOPTAHHU3MBI,
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KOTOpBIE MOKA3bIBAIOT MHOTOOOCIIAIONINE PE3yNbTaThl B JAOOPATOPHBIX YCIOBUSX,
MOTYT He 00Ja/laTh KJIIOUEBBIMU XapaKTEPUCTHKAMH JJi IIMPOKOTO BHEAPEHUS B
YCTOMYMBBIX W TMPOJAYKTUBHBIX CEIBCKOXO3IMCTBeHHBIX cuctemax (Parnell ef al.,
2016). ITo sTo#t mpu4MHE BUIUTCS 1IEIECOOOPA3HBIM MPOBOJIUTH JETATBHYIO OIICHKY
NOTEHIIMAIbHBIX MHKPOOPTraHU3MOB-KaHIUAATOB Ha MPEIMET UX CUMOMOTHYECKOU
COBMECTUMOCTH C XO3IUHOM.

Henasno Ha ceBepo-3anaze Mcnmannu u3 KiryOeHbKOB TOpoxa moceBHOro (Pisum
sativum L.), 3bpekTHBHO HUKCUPYIOIIUX a30T, OBLIN BBIJICJICHBI IITaMMbl Rhizobium
laguerreae (Martinez-Molina et al., 2016). OTMeueHO, YTO, yYUTHIBas IIUPOKOE
pacnpoctpaHeHue R. laguerreae B pa3HbIX CTpaHaX U UX BBICOKYIO 3(h(peKTUBHOCTD B
cuMOmno3e ¢ 0000BbIMU KynbTypamu, R. laguerreae MOXHO paccMaTpuBaTh Kak
NEPCIIeKTUBHOIO KaHAKAaTa st 6noynoopenus ropoxa Bo Bcem mupe (Flores-Félix et
al., 2020). OgHako, olleHKa CHUMOMOTHYECKON COBMECTUMOCTH 3THX IITAMMOB C
XO35IMHOM, KaK ¥ H3y4YeHHWE CTPYKTYpHO-(QYHKIMOHATBHOH HW3MEHYHMBOCTH
o0pa3yeMbIX KIIyOCHbKOB, HE TIPOBOIMIIHCH.

Heano panHoi  padoThl  SBISAJIOCH  M3YyYEHHE  CUMOMOTHYECKOMN
COBMECTHUMOCTH Ha NpUMeEpe IIeCTH WTaMMOB R. laguerreae, BBIICNEHHBIX U3
KJIyOeHbKOB ropoxa B Mcnanuu, u TpéX reHOTUIOB ropoxa MOCEBHOTO.

Jlyis nocTrKeHUs 11eTTl ObUTHA TTOCTABIICHBI CISAYIOIIHE 3a/1a4H:

1. IIpoBecTu MOJIHOTEHOMHOE CEKBEHUPOBaHKE, COOPKY T€HOMOB de novo u
OIIEHKY (PMIIOT€HETUYECKOTO TTOJIOKEHUS IIIECTH ITaMMOB R. laguerreae.

2. IIpoBecTu aHaIM3 TUCTOJIOTMYECKHUN U YIBTPACTPYKTYPHOUM OpraHu3auu
KJIyO€HBKOB, MHAYIIMPOBAHHBIX IIECThIO mMTaMMaMu R. laguerreae, Ha
pacTeHusix ropoxa mnoceBHOoro coptoB Frisson m Rondo, a Takxke
nabopatopnoit muauu SGE.

3. OueHuth napamMeTpsl pocta (boMaccy) U HaKOIUJICHUE a30Ta PaCTEHUSIMU
ropoxa noceBHoro copta Rondo npu HHOKYJISLMK MIECTHIO IITAaMMaMu R.
laguerreae.

4. TlpoBecT  TPaHCKPUNITOMHBI  aHajdW3  PACTUTEINBHBIX  KJIETOK

KITyOCHBKOB, WHAYIIMPOBAHHBIX HA PACTEHUSX TOpPOXa MOCEBHOTO COpPTa
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Rondo nanbonee u Hanmenee 3(pPpexkTUBHBIM mTaMMaMu R. laguerreae
U3 POAHATM3UPOBAHHBIX PAHEE.

5. IlpoBectn aHanM3 KOMIIOHEHTOB CHUMOMOTHYECKOW MOBEPXHOCTH
B3aMMOJICICTBUS B KIyO€HbKax ropoxa moceBHOro copTta Rondo,
MHAYLUPOBAaHHBIX MIECThIO ITAMMaMU R. laguerreae.

6. OueHUTh BIMSHHUE YCIOBUI HM3MEHSIOUIEMCS OKpY’Karoleil cpeabl Ha
npouecc KiIyOeHbKoOOpa3oBaHUS M TUCTOJIOTUYECKYIO CTPYKTYpPY
KJIyO€HBKOB, MHAYLIUPOBAHHBIX Ha PACTEHUSIX rOpoXa MOCEBHOTO COpTa
Rondo mectrio mrammamu R. laguerreae.

Hay4Hasi HOBU3HA

B xozne paGoTsl BriepBbie OblIM COOpaHbl MOJIHBIE TEHOMBI IIECTH IITAMMOB R.
laguerreae AMPS, BbIICNIEHHBIX U3 KIIyOCHBKOB TOpOXa B CEBEPO-3aMaJIHOM PETHOHE
Hcnanuu. AHanusupyemble MITaMMbl ObUIM IOMEIIEHBI B IIPE/Ie/Iax KOMILIEKCA BUOB
R. leguminosarum c mnpucBoenuem mrammy AMPS22 renoBuga N, mrammam
AMPS04, AMPS17 u AMPS23 — renosuzaa R, a mrammam AMPS05 u AMPS34 —
reroBuaa O.

JU1st KOHKpETHOM CUMOUOTHUYECKOM cUCTeMBL, R. laguerreae — ropox MOCEBHOM,
B XOJI¢ LMTOJIOTMYECKOTO aHajlu3a BIIEPBblE ObUIM ONHUCAHBl T'MCTOJIOIMYECKHE U
yJIBTPacCTPyKTYpPHbIE HapyILIEHUs] NMPOLECCOB MHPEKUUU U KIyOeHbKOOOpa3oBaHMUS.
BrisiBnensl coproBas crenu(@UYHOCTh M IITAMMOCTIEHU(DUIHOCTD, OIMpPEAEISIONIIe
HaOJIt0JaeMble aHOMAJIMM Pa3BUTUS CUMOMOTHMYECKHX KIyOEHBKOB ropoxXa COPTOB
Frisson u Rondo, a taxke nabopatopHoit nunuu SGE. [l u3ydeHHBIX LIECTH
mTamMMoB R. laguerreae AMPS Obu BriepBbie BBISBICH (DaKT aKTUBAIUW 3AIIUTHBIX
peakuuil B KIyO€HbKaxX KaK Ha CTPYKTYPHOM, TaK M TPAHCKPUIILIMOHHOM YPOBHSIX.
[Toxazano, uro mabopatopHas mauHug SGE neMoHcTpupyeT HauOOIBIIYIO
n30MpaTEabHOCTh 10 OTHOLICHHWIO K aHajdu3upyeMblM I1utammaMm R. laguerreae,
aKTUBUPYS 3aIUTHBIE PEaKLUHU IPOTUB HEAPPEKTUBHBIX MAPTHEPOB, a copT Rondo —
HAaUMEHBIIYIO, POPMUPYS PO30BBIE KITYOCHBKHU C YETHIPHMS U3 IIECTH IITAMMOB.

BrniepBbie Obl1 MpoOBENEH aHAIW3 JOKAJTU3ALUU MEKTUHOB, T'€MHULEUIIONO03BI,

apaOWHOTAJIAKTAaHOBBIX OEJIKOB, CyOepWMHA M KallIo3bl, a TaKkke OaKTepHaIbHBIX
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JUTIOTIONIUCAXapUI0B B CUMOMOTHYECKOM HHTepdeiice, chopMUPOBAHHOM TOPOXOM
MIOCEBHBIM U LIECThIO aHAIU3UPYEMBIMU IITaMMaMu R. laguerreae. J1ji1 KiIyOEHbKOB,
00pa3oBaHHBIX TOCJIe HMHOKyIsanuu mrtammamu AMPS04, AMPS17, AMPS23 u
AMPS34, mokazaHpl aHOMAJMM B JIOKAJIM3AIlMM KOMIIOHEHTOB CHMOHMOTHYECKOM
MOBEPXHOCTHU B3aUMO/ICUCTBUSL: apaOMHOTaIaKTaHOBBIX O€JIKOB,
apaOHWHOTAIAKTAaHIPOTEUH-IKCTEHCHHA MaTPUKCAa NHPEKIMOHHON HUTH U KaJLJIO3bI.

s mramma R. laguerreae AMPS23 BriepBble MOKa3aHO MO3UTUBHOE BIHUSHUE
NOBBIIIEHHOM  TeMIeEpaTypbl  Ha  pa3BUTUE  CUMOMOTHYECKHX  CTPYKTYp
(vH(pEKIMOHHBIX HUTEH, cuMOUocoM), a il mTamma R. laguerreae AMPS34 —
HEraTUBHOE BIIMSIHUE.

Teoperuyeckasi U MPAKTU4YECKASA 3HAYNMOCTh

HNuTeHcuBHOE 3emuienenue, 6azupyromnieecss Ha UCIOJIb30BAHUN MHUHEPAJIbHBIX
yA00OpEHUM, CTaJKUBAETCS C PSIOM CEpPhE3HBIX OrpaHuueHuii. B coBpeMeHHBIX
peanusx pa3BUTUS arpolpPOMBIIUIEHHOTO KOMIUIEKCA HaOMIoAaeTcs NepecMoTp
TPaJIWLMOHHBIX  MOJAXOAOB K  HHTCHCHU(PHUKAIUU  CEIbCKOXO3SHCTBEHHOTO
npousBojictBa (Busby et al., 2017). B »Tux ycnoBusx ocoOyio 3HAYMMOCTh
npuoOpeTaeT U3yueHue albTepHATUBHBIX MOJX0A0B K CHA0KEHUIO PACTEHUN a30TOM,
OJIHUM M3 KOTOpbIX sIBIsieTcs 0000BO-pu300ManbHbIi  cuMOu03. boboBo-
pU300uaNbHBIA  CUMOMO3 MPEACTaBISET CO0OW AMHAMUYHYIO CHUCTEMY, T/
TeHETUYECKHE M DKOJIOTHYEeCKHEe (PAKTOphl TECHO MepervieTatoTcs, (HopMUpYs
CJIOXHYIO ceTh B3aumojeictBuii (Mendoza-Suarez et al., 2021). CumOuoTuyeckas
COBMECTHMOCTh, XapaKTepHU3ylolllas JAeWCTBUE BCEX 3TUX (PAKTOPOB, BBICTYHAeT
KJIFOUEBBIM 3BEHOM, CBS3BIBAIOIIMM HMX C HEMOCPEICTBEHHBIM PE3YJIbTATOM —
3¢ pexTUBHBIM MM HEIPPEKTUBHBIM CUMOHUO30M.

[IpakTrueckas 3HAYMMOCTh MCCIICIOBAHUN CUMOMOTHYECKOW COBMECTUMOCTHU
3aKJII0YAETCS B BO3MOYKHOCTU HUCIOJIb30BAHUS MOJYUYEHHBIX JAHHBIX ISl CENEKIMU
3¢ (PEeKTUBHBIX ITAMMOB PU300UH, CO3/ITaHUS YCTOMYMBBIX CUMOMOTUYECKUX CUCTEM,
pa3paboTku OHOYyHOOpEHUH HOBOIO TOKOJICHHS, MOBBIIICHUS MPOAYKTUBHOCTH
0000BbIX KyJIbTYp. OCcO0yI0 aKTyaJIbHOCTh MPUOOpETaeT U3yUYeHUE HOBBIX IITAMMOB

puszobuii, Takux kak R. laguerreae, KOTOpBIE JE€MOHCTPHUPYIOT BBICOKYIO
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3p(PEeKTUBHOCT, B CcUMOHMO3e C OOOOBBIMH KyJIbTYpaMH M MOTYT CIY>XHUTb
MEePCIEKTUBHBIMU KaHIuaaTaMu 115 co3nanus uHOKynaToB (Flores-Félix et al., 2020).

Takum  oOpa3zoMm, wuccineoBaHUE  CUMOUMOTHYECKONM  COBMECTUMOCTH
MPEACTABISICT COO00M (PyHIAMEHTAIBHYI0 HAyYHYIO TpPOOJIeMy, pEIICHHE KOTOPOM
UMEeT BaXXHOE MPUKIAAHOE 3HAYEHUE I PA3BUTHUS COBPEMEHHOTO CEJIBCKOIrO
X035MCTBA W OOECnedYeHus MPOJOBOJIBCTBEHHON OE€30MacCHOCTH B KOHTEKCTE
YCTOMYUBOTO Pa3BUTHA.

MeTomoJ10rusi 1 METOABI HCCIETOBAHUS

B mporecce BhIMOMHEHUS HACTOSAIMIEH PaOOTHI JUIsl MOJMYYEHUS W aHAIHM3a
pe3yNbTaTOB ObUT MPUMEHEH MIMPOKUN CIIEKTP MHUKPOCKOTHMYECKUX, KIACCHYECKUX
MHUKPOOHOJIOTHYECKIX U MOJICKYJIIPHBIX METOIOB, a TaK)kKe OMOMH(OPMATHIECKOTO H
CTaTUCTHUYECKOTO  aHaimm3a. Pa3HooOpa3we  HMCHOJB30BaHHBIX  METOJIOB U
KOMILJIEMEHTAPHOE MOATBEPKIACHUE PE3YIbTATOB C UX MOMOUIBIO CBUAETENBCTBYET O
JIOCTOBEPHOCTH TIOJTyYCHHBIX JIAaHHBIX.

CreneHb 10CTOBEPHOCTH M anpodanusi pe3yjibTaToOB

Breicokas ~ JOCTOBEPHOCTh  TOJYYCHHBIX  peE3yJIbTaTOB  OOCCICUCHA
WCIIOJIb30BAaHUEM  AJICKBATHBIX  MOJIEICH, TMOBTOPHOCTSMH  DKCIEPUMEHTOB,
WCITOJIb30BAaHUEM COBPEMEHHOTO TPEIM3UOHHOTO O00OPYy/IOBaHMS, IPOBEICHUEM
CTaTUCTHUYECKOW 0O0pabOTKM IMONYYCHHBIX pPE3yJbTaTOB. MaTepuasbl JUCCepTallun
OBLITM TIPE/ICTABJICHBI Ha OTEUECTBEHHBIX M MEXIYHAPOMHBIX KOH(DEPEHIIUIX, B TOM
gucie: [II  mexnynapogHoit koHdepenuuu PLAMIC2022 «Pactenus wu
MUKpPOOpPTaHU3Mbl: OuoTexHosnorus Oymymero» (2022 r. Cankt-Ilerepoypr), II
Mexnynaponnoit koHpepeniun «CoxpaHeHHE W TPEYMHOXEHHUE TEeHETHYECKHX
pecypcoB mukpoopranu3zMoB» (2023 r. Cankrt-IlerepOypr), X cnesne OOmiecTBa
dbusunonoros pactenuit Poccuu (2023 r. Yda), Mexnynapognom kourpecce «VIII
che3ll BaBuioBckoro o0iiecTBa reHeTUKOB U cesekironepoBy (2024 r. Capatos), I11
Mexnynaponanoit koHpepeHunu «CoxpaHeHHE U MPEYMHOKEHHWE T'€HETHYECKUX
pecypcoB wmukpoopranuzMoB» (2024 r. Cankt-IlerepOypr), 5-om Poccuiickom

Mukpoobuonoruueckom Konrpecce (2025 r. Boarorpan).



CBs3b padoThl ¢ HAYYHBIMHU NPOTPAMMAMM M JIUYHBII BKJIA/I COUCKATEJIS

Paboty ¢punancoBo nomnepxkan Poccuiickuit HayuHsiid ¢ponp (rpant Ne 23-16-
00090). Bce uccnenoBanusi, MOCBSIIEHHBIC aHATIU3Y CTPYKTYpPbl KJIyOCHBKOB Iropoxa,
UMMYHOJIOKAJIM3alUu1 KOMIIOHEHTOB CUMOUOTHYECKOHN MOBEPXHOCTH B3aUMOICHCTBUS
B KIyO€HbKax, COOpKEe, aHHOTAllMM U aHajdu3y OaKTepuaJbHBIX T'€HOMOB OBLIU
IPOBEICHBl aBTOPOM JIMYHO. OKCIEPUMEHThl 10 aHalIM3y YJIbTPaCTPYKTYPHI
KJIyO€HBKOB ropoXa BBHITIOJHEHBI COBMECTHO ¢ A.B. L{pIraHoBoif, a SKCIIEpUMEHTHI IO
TPAaHCKPUIITOMHOMY aHaidu3y BbimodHeHbl coBMecTHO ¢ ILI.  Kycakunbim.
Matepuarnbl, BOLIEANINE B COBMECTHbIE MyOIHMKAIK, 00CYKIAINCh C COABTOPAMHU U
HAyYHBIM PYKOBOJHUTEIEM PabOTHI.

IIo Teme padoThl ONMYOJUKOBAHO 4 CTaThbU B PEIEH3UPYEMBIX JKYpPHAIAX U3
cnucka BAK, unaekcupyembie B MexayHaponHbix 6azax Web of Science w/mnu
Scopus:

1. Kirichek E.A., Flores-Félix J.D., Velazquez E., Tsyganova A.V., Tsyganov
V.E. Whole-genome sequence of six Rhizobium laguerreae strains // Microbiology
Resource Announcements. — 2024. — V. 13. — Art. e€00279-00224. doi:
10.1128/mra.00279-24.

2. Kirichek E.A., Tsyganova A.V., Tsyganov V.E. A fair-weather friend: the
impact of environmental factors on Rhizobium laguerreae nodulation efficiency //
Russian Journal of Plant Physiology. — 2024. — V. 71, Ne 6. — Art. 226. dot:
10.1134/S102144372460908X.

3. Kirichek E.A., Tsyganova A.V., Tsyganov V.E. Rhizobium laguerreae pan-
genome: insights into genetic diversity and symbiotic performance // Microbiology. —
2025. — V. 94, Suppl. 1. — P. S134-S138. doi: 10.1134/S002626172560452X.

4. Kirichek E.A., Tsyganova A.V., Flores-Félix J.D., Velazquez E., Tsyganov
V.E. Symbiotic compatibility between Rhizobium laguerreae and its host // Archives
of Microbiology. — 2026. — V. 208, Ne 2. — Art. 91. doi: 10.1007/s00203-025-
04595-7.

Taxxe no matepuanaM pabOThl TOATOTOBJIEHO 6 TE3UCOB KOHPEPEHLUH.
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O0béM M CTPYKTYpa IucCepTAllHOHHON PadoThI.

Hucceprauus u3noxeHa Ha 164 cTpaHMIaX M BKJIOYaeT 27 PUCYHKOB U 5
tabyuu. PaboTa cocTouT M3 BBEAEHHUs, 0030pa JIUTEPaTypbl, SKCIEPUMEHTAIBHOM
4acTH, BKIIOYAIOIIEH OMKrcaHne 00BEKTa U METOIOB UCCIIEI0BAaHUs, PE3YJIbTaTOB U UX
00CYXJI€HUS, 3aKJIIOUYEHHUs, BBIBOJOB, CIIMCKA COKpAIIECHUN, CIHUCKA LUTHPYEMOU
JIUTEepaTyphl U3 373 HAaMMEHOBAHU, B TOM YMCJIE 6 HA pyCCKOM U 367 Ha aHTJIMICKOM
A3BIKE, a TAKKE MPUIIOKEHHMSI, BKIIOYAOLIETrO 18 TONMOJHUTENbHBIX NIUTFOCTPALIAM.

ITos10:keHMs, BBIHOCHMBIE HA 3AILUTY

1. YcraHoBneH BkJaJ MakpOCUMOMOHTa B MIPOSIBICHHE CUMOUOTHYECKOMN
COBMECTHUMOCTH TOpOXa MOCEBHOTrO U Oaktepuil R. laguerreae: copt
Rondo nposiBisier HanOoabIui ypoBeHb COBMECTUMOCTH, COPT Frisson
— MPOMEXYTOUHBIN, a IMHUS SGE — HaumeHpmmi.

2. BeiABeH BKJIAJ ~ IE€HOTUIIA MHUKPOCUMOMOHTa B  IPOSIBICHUE
CUMOMOTHYECKOW COBMECTMMOCTH TOpOXa IOCEBHOro M Oakrtepuil R.
laguerreae: mramm AMPS05 MokeT paccMmaTpuBaThCsi Kak Hambojee
COBMECTUMBI  MHUKpocumOuOHT, mTamm  AMPS04 —  xak
HECOBMeCTUMBIH, a mTammel AMPS17, AMPS22, AMPS23 u AMPS34
— KakK MpOSBISIOIINE TMPOMEKYTOUHBIA YPOBEHb CHUMOMOTHYECKOU
COBMECTUMOCTH.

3. CreneHb pa3BUTHS CHUMOMOTUYECKUX KIyOEHBKOB MpPH WHOKYJISIUU
mTaMMamMu R. laguerreae 3aBUCUT OT YCJOBUU OKpY>KaloIEeW Cpeibl.
BrisiBneHa mo3uTHBHAS PETYIALNS PA3BUTHA CUMOMOTUYECKUX CTPYKTYP
(MHGEKIMOHHBIX HUTEH, CUMOMOCOM) TpU JCHCTBUHM Ha KIyOeHeK
NOBBIIIEHHOM TeMIIEpaTypbl NOCJE MHOKYJAMUU mrammoM AMPS23 u

HEraTUBHas — I0CJe HHOKYJsiuuy mrammom AMPS34.
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I'masa 1. OB30OP JIUTEPATYPbI: ®enomeH cMMOMOTHYECKOM
COBMECTUMOCTH B 0000BO-pU300MAJTBHOM CHMOMO3e

1.1. KiiroueBble 0CO0€HHOCTH PH300Mii — MUKPOCMMOUOHTOB B0o00BbBIX

CewmetictBo Fabaceae (boboBbIE) ABIAETCS TPETHUM IO YUCITY BUAOB CpEeau
MOKPBITOCEMEHHBIX pacTeHuil (Bruneau et al., 2013). Baxuneitmas skonoruyeckas
pOJIb ceMericTBa 00ycIoBIIeHa CIIOCOOHOCThIO K CUMOMOTUYECKOM a30T(UKCALIUH, YTO
oOecrieunBaeT a30THBHIM MUTAaHHEM KaK CaMH pPacTEHUs, TaK U arpodKOCHUCTEMBI B
neamoM  (Pucynoxk 1). CumOHOTHYECKHE  XapaKTEPUCTHKHU  OINPEACISIOTCS
CIOCOOHOCTBIO K (DOPMHpPOBAHMIO  B3aUMOBBITOJHBIX  OTHOUIEHHMH C  O-
npoteobakTepusiMu nopsiaka Hyphomicrobiales (Rhizobiales) (Skerman et al., 1980;
diCenzo et al, 2024) wu npencraBuTeNs MU [- WO Y-TIPOTEOOaKTEpUid
(paccMmatpuBaercs mepekiaccudukaius kiaacca Betaproteobacteria kak mopsaka B

npeaenax kinacca Gammaproteobacteria (Parks et al., 2018)).
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Pucynok 1 — Cum0O103 Mexay pu3o0usivi U PacTeHHEM-X03SIMHOM

Cxemarnyeckoe u300pakeHHE; TIOKa3aHa TPAHCKPUNIMA OaKTepHaIbHBIX TI'EHOB,
HEOOXOIUMBIX I CHUHTe3a cUTHaIBHBIX Nod-haktopoB (nodA, nodB, nodC), m OCHOBHBIC
Oouoxumuueckue mnporecchl, nporekaomue B Oakrepomnax (TCA — nukn TpukapOOHOBBIX
kuciot; OAA — okcanoarerat) (uut. o Li, Li, 2023).



1.1.1. OOmras xapakTepHucTUKa MpeICcTaBUTeNe ceMeicTBa Rhizobiaceae

BriepBbie MUKpPOOpPraHuW3MBbI, CIIOCOOHBIE BCTYNaTh B a30T(HUKCHPYIOMIHUNA
cuMOM03 ¢ 6000BBIMHM pacTeHHUSIMU, ObLTN BbIZeeHbI M. beiiepuakoM B XIX Beke u
Ha3BaHbl Bacillus radicicola. ]JlaHHblii W30MAT TO37AHEE OBLT TMEPEUMEHOBAH B
Rhizobium (Frank. 1889; mut. mo Young ef al., 2001). Ucxoansiit poa Rhizobium co
BpEMEHEM IMpeTeprnes psij HU3MEHEHUH, KOTOpble TPHUBEIM K MOSBICHUIO
MHOTOYHMCJICHHBIX HOBBIX TAKCOHOB.

bakrepun u3 cemeiictBa Rhizobiaceae mipeACTaBIAIOT cO00N (PEeHOTUTTHUECKHU
TeTePOreHHYIO rpymiy MUKPOOPTaHU3MOB. 910 rpaMOTpHUIIATENbHEIE,
IPEUMYIIECTBEHHO, a3pO0HBIE MOABMKHBIE AJIOUKOBHIHbIE OakTepuu (Spaink et al.,
1998). OcoO6eHHOCTh ATUX MHUKPOOPTaHU3MOB 3aKJIFOYAETCS B KPYITHBIX I€HOMaX,
pa3Mep KOTOphIX MokeT gocturath 10,5 MO (MaH. map ocHOBaHWiA). Y aKTHBHO
pacTymux OakTepuil reHoM OOBIYHO pa3fei€H Ha HECKOJIBKO PEIJIMKOHOB, YTO
103BoJIsIeT 3 (HEKTUBHO YNPABIATh FTeHETUUECKUM MaTepranioM (Spaink et al., 1998).
XapakTepHbIM IPUMEPOM MYIbTUTIAPTUTHON T€HOMHOM OpraHU3aIlUHU SIBISETCS TEHOM
no4YBeHHOU Oaktepuu Sinorhizobium meliloti, 3unocuMOroHTa BOOOBBIX POJIOB
Medicago, Melilotus n Trigonella, o6nanaiomnieii XpoMoCcoOMON pa3MepoM MPUMEPHO
3,4-4,2 M6 u nByms meraminasmuaamu: pSymA (0,9—1,7 M6) u pSymB (1,6-2 M0)
(Kearsley et al., 2024). Meramnna3Muisl HECyT KJIFOYEBbIE I'€HbI, HEOOXOIUMBIC IS
YCTaHOBJICHHSI CHMOMOTHYECKHX OTHOILIEHHH ¢ pacTenneM-xo3aunom (MacLean ef al.,
2007). pSymB noMuMoO TreHOB, OTBETCTBEHHBIX 32 OMOCHHTE3 3K30IO0JIHCaXapuioB,
HEOOXOUMBIX JJi1 MH(EKIIMOHHOTO MpPOIecca, U TEHOB, YYaCTBYIOIIUX B Pa3BUTHUU
OakTepuil BHYTPU KIETOK XO35IMHA, BKJIIOYAET KJIACTEepbl, OTBETCTBEHHBIE 3a
yriepoansiii Metabonu3m u ren TPHK aprunumna (DiCenzo ef al., 2013). Takum
obpazoMm, pSymB mpencrtaBiasier co0OWl THOPHIHBIN PEIUIUKOH (XpOMUIY),
obJyafaronmi xapakTepuCcTUKaM1 KakK I1a3MuIbl, Tak U XpomocoMsbl (Harrison ef al.,
2010). IIpumedatenbHO, YTO MHOTHE IITAMMBI JIOMOJHUTEIBHO BKJIIOYAIOT
BCIIOMOTATEIIbHBIE TUIA3MUIBI CPETHETO pa3Mmepa, Omaromaps uyemy reHom S. meliloti

MOXeT HacuuThIBaTh 10 9000 reHos.
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Jpyroii TUNHWYHBIN npeactaButens — Rhizobium leguminosarum sv. viciae,
SHIOCUMOMOHT ropoXa, BUKU, YMHBI U YEUEBHIIbI, 00JIaJJTaeT XPOMOCOMOM pazMepoM
5,057 M6 n mHabopom u3 mectu azmu: pRL12, pRL11, pRL10, pRL9, pRL8 u pRL7
(MacLean et al., 2007).

BaxxHoii 0COOEHHOCTBIO MHOTHX BHIOB ceMmelicTBa Rhizobiaceae, BKIrouas
yKa3aHHbBIX Rhizobium v Sinorhizobium, ABJsIETCS HAIUYKE B UX T€HOMaX KOMILIEKca
reHoB nifHDK, KoTopble KOAUPYIOT KIIOUEBYIO (EPMEHTATUBHYIO CHCTEMY —
HUTPOr€Ha3y, OTBETCTBEHHYIO 3a nauazorpoduto. Kpome TOro, B HX reHomax
OPUCYTCTBYIOT JIOTIOJHUTENbHBIE Mif-T€HbI, yYaCTBYIOIINE B CHHTE3€ KO(AKTOPOB U
perynsauuu OMOCUHTE3a HUTPOreHa3bl. BOIbIIMHCTBO CBOOOIHOXKUBYILIUX PU300OUI HE
CIIOCOOHBI (PUKCUPOBATh a30T, a MX ANif-T€Hbl AKTHUBUPYIOTCS TOJBKO B IpoIiecce
cumbuosza ¢ pacteHusiMu (Spaink et al., 1998). Opranu3zanusi K1acTepoB 3TUX T'€HOB
MOXKET CYIIECTBEHHO pa3/InyaThCs NaKe€ BHYTPU OJHOTO PoOJia PU300MH: Y OJHUX
BUJIOB 7if-T€HBl PACIONAraloTcs Ha IJIa3MHUIaX, y APYIMX — HHTETPUPOBAHBI B
XpoMocoMy. BHeXpoMocoMHOE pacroyio)KeHHe CHUMOMOTHYECKMX TE€HOB —
XapakTepHas dYepTa HE TOJIBKO MYTYaJUCTHYECKUX MHUKPOOPraHU3MOB, HO H

NaTOr€HOB, Y KOTOPBIX MOCIEAHUE YAaCTO OTBEYAIOT 3a BUPYJIEHTHOCTH (Adams ef al.,

2014).

1.1.2. Mexanu3m paboOThl HUTPOT€HA3BI

KitoueBbIM (pepMEHTOM, OTBETCTBEHHBIM 3a IPOLIECC AUA30TPOPUH, SIBISETCS
HUTPOreHa3a, KOTOPasi KaTaIu3UPYyeT MPEBPALIEHUE MOJIEKYJISIPHOIO a30Ta B aMMHUAK.
OTOT Mpolecc BKIKOYAET BOCCTAHOBIICHUE JIBYX MOJIEKYJI aMMHUaKa U3 MOJIEKYJIbI N,
41O TpeOyeT pas3pbiBa MPOUYHOW TPOMHOM CBSI3U, OJHOW W3 CaMbIX YCTOWYHBBIX B
npupose. st ocyiiecTBieHus 3T0i peakuiu He0OX0IMMO CI0XKHOE B3aUMO/ICHCTBHE
METAJUIONPOTEUHOB,  COMNPOBOXKIAIOIICECS  3HAYUTEIBHBIMU  DHEPreTUYECKUMU
3arparamMud. Ha kaxaplii HUKI npeoOpa3oBaHMsl TPATUTCA SHEPIusi, SKBUBAJICHTHAS
ruaponusy 16 monexyn AT® (agenosuntpudocdart). Kpome toro, peaxius tpedyer
HaJIM4Msl MOUIIHOTO BOCCTAHOBUTENS, B POJIM KOTOPOTO OOBIYHO BBICTYIAIOT

deppenokcun unu diaaBoaokcud (Sickerman et al., 2017; Einsle, Rees, 2020).
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B npuponme cymectByer Tpu (GOpMbI HUTPOTE€HA3bl: TJaBHasT U JIBE
allbTepHATUBHBIE, XOTs HanboJIee UCCIeIOBaHHOM ocTaeTcst MO0 eHOBasI (TJIaBHAs)
HUTpOTeHa3a, kogupyemas nif-renamu (Hu, Ribbe, 2016). Mexanu3m BOCCTaHOBJICHUS
a30Ta MOJMOJCHOBOM HHUTPOTE€HA30M OCHOBAaH Ha B3aUMOACHCTBMM JIBYX
MetamonporenHoB  (Pucynok 2). Penykraza nunutporenassl (NifH), Taroke
u3BecTHas kak Fe-0enmok, mpeacTaBiser co0o roMmoauMep ¢ MOJIEKYJIIpHON Maccoi
okoJ0 60 x/la. Kaxnas cyobeauuniia coaepkut cait cBa3biBaHust MEAT® u [Fes:S4]-
KJ1actep, o0ecreurBaronnil nepeaady dJIeKTPOHOB. DIIEKTPOHBI EPEAAIOTCS BTOPOMY
KOMIOHEHTY KoMiuiekca — aunutporeHase (NifDK), uzectnoit kak MoFe-0emnok.
MoFe-6emnok umeeT CTpYKTypy oxP.-TeTpamepa ¢ maccoit mpumepno 250 k/la u
BKJIIOUaeT JBa MetaimokodakTopa: [Feg:S7] (P-knacTep) Ha kaxa0i MOBEpXHOCTH O3-
cyorenuuuibl U [Mo:Fe;:So:Cl:romorutpar (M-knactep) BHYTPU KaxaoOW o-
cyobenunuiiel (Hu, Ribbe, 2016). P-knacTep oTBedaeT 3a TpaHCIOPT JIEKTPOHOB K M-

KJIacTepy, IJie HEMOCPEACTBEHHO MPOUCXOAUT (ukcaiusa azora (Sickerman et al.,

2017).

FeMo cofactor -
P-cluster
Ca?* / Fe?*

ferredoxin/
flavodoxin

dinitrogenase dinitrogenase
reductase (MoFe-protein)
(Fe-protein)

Pucynok 2 — KoMIOHeHTHI HUTPOTreHAa3bl U X B3aUMO/IeiiCTBHE
Penykraza muautporenassl (Fe-protein), muautporeHasHsiii komrnoneHT (MoFe-protein);
KpacHbIe CTPEJIKH 0003Ha4al0T KOPaKTOp akTUBHOTrO LeHTpa (uuT. o Einsle, 2023).

B ycmoBusix nmeduinuta wMonmbOaeHa  HEKOTOpPBIE  CBOOOTHOXKHBYIIHE
a30TPHUKCATOPBl HCIONB3YIOT HUTPOTEHA3y, COJEPKallyl0 BaHAJAWWA, C KJIaCTEPOM
[V:Fe;:So] — B Tpu pa3za menee aktuBHy!O (Einsle, Rees, 2020). Ecnu ke 0TCYyTCTBYIOT
KaKk MOJuOaeH, TaKk © BaHAAWK, TpoOIecC a30THUKCAIMHA OCYIIECTBISICTCS

JKEJIE30CoAepKAIECH HUTPOT€HA30M — B JBAALATh pa3 MEHEE AKTUBHOW, YEM
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moiuoaeHoBass (Crichton, 2019). Dta amanThBHAs CIOCOOHOCTH ITO3BOJISCT
IUa30TPOPHBIM  OaKTepUsM BbDKMBATh W (PYHKIIMOHUPOBATH B  Pa3IUYHbBIX

9KOJIOTHYCCKHUX HUIIaXx.

1.1.3. T'enbl pu300uii, BOBJICUCHHBIC B CUMONO3

bakTepuanbHble TEHOMBI COCTOSIT U3 ABYX YacTEH: OCHOBHOTO reHOMa, OOIIEro
JUIS BCEX UWIEHOB BHJAA, KOTOPBIM KOJUPYET >KU3HEHHO BakKHbIe (QYHKIUHU; U
BCIIOMOTAaTENIbHOTO (AKIECCOPHOI0), KOTOPBIM pasziuyaeTcsi MO COCTaBy Cpeau
IITaMMOB BHYTPHM BHUJAa M BKJIOYAET TPYMIBI T€HOB, KOHTPOJIUpYIOUIHEe (YHKIUH,
M0JIE3HbIE B ONPEIEICHHBIX YCIOBUIX OKPYXKAIOIIEH Cpe/ibl, TAKUE KaK YCTOWYUBOCTD
K aHTUOMOTHMKAaM, JOCTYyH K HOBBIM pecypcaM WM B3aWMOJCHCTBHE C
yKapuoTHUeCKUMHU Xo3sieBamu (Young et al., 2006).

Pu3obun  xapakTepu3yroTcsi YHUKQJIBHOM  AKOJOTMYECKOW  ajanTaruen,
BKJIIOYAIOIIEN BBDKMBAHUE B IIOYBECHHOW Cpelie, KOJIOHU3ALUI0 KOPHEU pacTECHUU U
BHYTPUKJICTOUYHYIO TEPCUCTEHIUIO B PACTUTENIBHBIX TKaHIX. DYyHKIUMOHHUPYS Kak
canpouThl, OHU CYIIECTBYIOT B COCTaBE CJIOXKHBIX MHUKPOOHBIX KOHCOPIIMYMOB,
JTEMOHCTPUPYST OJMUTOTPOQHBIM TUN MeTabonu3ma. B mporecce dhopmupoBanus
YHAOCUMOMOTUYECKUX B3aMMOOTHOIIEHUA ¢ OOOOBBIMHU PACTEHUSIMU PHU300HU
[IOIBEPTAKOTCS 3HAYUTEIIbHOM MOP(OTOTHYECKOM u (hbU3M0I0TUYECKOM
TpaHchopmarmu, AuddepeHIupysach Mo JSHCTBUEM pPACTUTENbHBIX (DaKTOPOB B
CIIELIMAIN3UPOBAaHHbBIC SHAO0CUMOUOTUYECKUE bopmbl  — OAKTEpPOU/IbI.
OBONIOIMOHHAS TUIACTUYHOCTh TE€HOMa pU300Mi, a Takke MOJIBUKHOCTb €ro
BCIIOMOTaTEeIbHOTO ~ KOMIIOHEHTa, BEpPOSTHO, ONpeAeNsieT TakoW  IIUPOKUMN
ajanTalMoHHbIM noTeHuman 3tux Oaktepuil (Poole et al., 2018). Tak, nanpumep,
6oee 90% renoB y R. johnstonii 3841 (panee R. leguminosarum sv. viciae)® MoryT
CUMTATHCS BCIOMOTATEIbHBIMU, TOCKOJIBKY OHU HE SIBJISIOTCS YHUBEPCAIbHBIMU JaXKe

cpeau 6im3kux BuAoB (Young ef al., 20006).

" 3mech u manee mramMM 3841 GymeT 0003HAYATHECA B COOTBETCTBHH C COBPEMEHHOM TaKCOHOMMYECKOM
KiIaccuuKaieir kak Rhizobium johnstonii, Naxe €Civ B OPUTHHAIBHOM pabOTe MCIIOJIb30BajOCh PaHee
ynotpebisieMmoe Ha3BaHue R. leguminosarum sv. viciae
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CpaBHHUTENBHBIN aHATU3 TEHOMOB CHUMOHMOTHYECKUX M CBOOOTHOKHUBYITUX
pu300uil TEMOHCTPUPYET CYIIECTBEHHOE YBETMUYECHHE pa3Mepa FreHoMa y CHMOHOHTOB:
B cpeaHeM 10 6,81 M6 npotus 4,47 MO y cBo6o1HO)UBYIIUX opm (Pini et al., 2011).
Kak yxxe ObuIO yKa3aHO BbIIIE, TEHOMHAsl OpraHU3als OBICTPOPACTYIIMX PU300Ui
XapaKTepU3yeTcsi MYJbTUIAPTUTHOCTHIO, BKJIIOYAIOUIEH OCHOBHOM XPOMOCOMHBIM
KOMIIOHEHT ¥ MHO>KECTBEHHbBIE IJIA3MHUJIHBIE KOMITIOHEHTHI (4acTh aKIECCOPHOIO
reHomMa). OJTa OCOOCHHOCTh TECHO CBS3aHa CO CIOCOOHOCTHIO K KIIETOYHOM
KOJIOHU3AIUH, PaCIIupPsisd META0O0JINUYEeCKUN U CUMOMOTHYECKHUM TTOTEHIIUANI OaKTepuit
(DiCenzo, Finan, 2017).

['enbl, HEOOXOJUMBIX BCEM pU300MSAM Uil HWHAYKIMH (OPMUPOBAHUS
KJIIyO€HBKOB U a30T(UKcAU, OOBEIUHAIOT OOIIUM TEPMHUHOM «CHUMOHOMY, XOTS
TOYHO OTIPEIETUTh €r0 COoCcTaB moka He yaanock (Black et al., 2012).

VY pu3zobuii cuMOMOTUYECKHE TeHbI KIacCuPpuIupyroTes Ha nod, noe, nol, nif u
fix B cootBercTBUU ¢ ux (pynkuusmu (Li, Li, 2023). I'ensl nod HEOOXOAUMBI IS
cuHTe3a (akTopoB KiyOeHbkooOpazoBanus (Nod-daktopoB) (Gottfert, 1993)
(mompobnee cm. myHkT 1.2.1.). CemelicTBa T€HOB noe W nol OTBEUAIOT 3a
MoauduKaiuio, cekpennto u perymsnuio Nod-haktopoB (Spaink et al., 1998). I'ens
nif, KOTOPbIE UMEIOT CTPYKTYPHYIO TOMOJIOTHIO ¢ TeHOM nif Klebsiella pneumoniae,
BBITIOJTHSIOT KOHCEPBATUBHYIO (DYHKITMIO KOHTPOJISI OMOCHHTE3a HUTPOTEHA3HI M/UITH
cuMbuoTrueckux perysitopoB (Arnold ef al., 1988). dukcarus a3oTa MOCPEACTBOM
HUTPOTEHA3bl TpeOyeT aHadPOOHON WM MUKPOAIPOOHOM CPe/bl, 1 CEMEHCTBO T€HOB
fix y4acTByeT B perysiliud U METa0OJIM3Me KHCJIOPOJa, TPAHCIOPTE 3JICKTPOHOB
(Fischer, 1994). Bce 3T reHbl 0OBIYHO PACOIOKEHBI HA CHMOMOTUYECKHX TIa3MHUIaX
B Mpejierax BbICOKO MOOWJIbHBIX cuMOMoTHueckux octpoBoB (Black e al., 2012)
(Pucynox 3). OgHako CyIIECTBYIOT HCKIIOUEHMs, Harpumep, Sinorhizobium fredii
NGR234, B kK0OTOpOM ONIEPOHBI nif U nod pacmoiokKeHbI Ha IJIa3MU/Ie, a TeHbI fix — Ha

xpomocome (Schmeisser et al., 2009).
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Pucynok 3 — Xpomocoma u mecthb miadmua mramma Rhizobium johnstonii

3841

Hﬂa3MI/I,Z[bI IIOKa3aHbl B OJJHOM OTHOCHTCJIIbHOM MaCI_HTaGG, a XpomMocomMa — B O,Z[HOI>’I

yeTBepTol »TOoro wmacmraba. Kombla oT camMoro BHEIIHET0O K CamMOMYy BHYTPEHHEMY
0003HAYaIOT TeHbI B MPSAMON M 00paTHOW OpPHEHTAIMU: BCE T€HBI, T€éHbl MEMOpPAaHHBIX OEITKOB
(sipko-3eJeHble), TeHbl KOHCEPBATUBHBIX M HEKOHCEPBATUBHBIX TUIIOTETUYECKH PEICKa3aHHbBIX
0enkoB (KOpUYHEBbIE — KOHCEPBATHUBHEIE, OJIETHO-3€NIeHbIe — HEKOHCEPBATUBHEIE), (haru u
TPAHCIO30HbI (PO30BbIE, MOKa3aHbl TOJbKO g pRL7); TOMbKO Ui XpOMOCOMBI MOKa3aHbl
TeHbI, OTBETCTBEHHBIC 3a TpaHcKpunuuto/pectpukiuio u JIHK remukassl (kpacHble), u
PEryNnaTopbl TpaHCKpUNLUU (CUHUE). BHyTpeHHHEe Konblla 0003HAualoT OTKJIOHEHUS B
conepxkanuu GC (uepnbie) u nepekoc GC coctaBa (OJTMBKOBBIN/MATMHOBBIN) (IIUT. 1O Y oung

et al., 2006).

Kpome Toro, Obum UACHTUDUUUPOBAHBI  MHOTOYHCICHHBIC

pacroyio’)KeHHbIE BHE MOOWJIBHBIX CHUMOHMOTHYECKHX SJIEMEHTOB, KOTOpBIC TaKXkKe
Y4acTBYIOT B CHUMOMOTHYECKHUX B3aUMOACUCTBUSAX. K HMX YHCITY OTHOCSTCS TEHBI
OnocuHTe3a nojimcaxapuaoB: sk3omnonucaxapuaon (DI1C) (eps), munononucaxapuaon

(JITIC) (Ips), xancynbHbIX MojucaxapuyoB (kps), MPeaNIOI0KUTEIIBHO YYaCTBYIOIINE
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B MOJIYJIAIIMH 3alIUTHBIX peaknuii pactenus (Wang et al., 2018); manepons! (Bittner
et al., 2007); TeHbl, y4acTBYIOIUE B MOJABIKHOCTH B xemoTakcuce (Wheatley et al.,
2020; Ji et al., 2023); Tpa"HcnopTepbl U Te€HbI OMOCHUHTE3a OCMOIIPOTeKTOpoB (Tian ef
al., 2012). Cmoco6HOCTh 6akTepuil METabOIM3UPOBATH KOMIIOHEHTHI, 0OHAPY>KEHHBIE
B KOPHEBBIX JKCCYJlaTax, TakKhe Kak romocepuH min MmumMo3uH (Soedarjo, Borthakur,
1998; Vanderlinde et al., 2014), onipeaeneHubIe caxapa, TaKue KaK dpUTPUT, paMHO3a,
MUO-UHO3UTON WM aMuHOKUCIOTH (Ledermann et al., 2021), cmocoOcTByIOT
ycrmemHoMy (QOpMHUpOBaHUIO KIyOCHBKOB. Bce 0003HaueHHBIE TEHETUYECKHE
JNETEPMUHAHTBI, BEPOSITHO, WIPAIOT KIIOUEBYIO pOJIb B afanTalliu pu3o0Wid K
yCIIOBUSM pu3ocdepbl, o0ecrneunBasi CHOCOOHOCTh K UCTIOIB30BAHUIO CTIEHU(DUUECKUX
PaCTUTENHHBIX META0OJUTOB M PE3UCTEHTHOCTh K OMOTHYECKUM M a0MOTHYECKUM
ctpeccoBbIM (haktopam (Doin de Moura et al., 2020).

VYka3aHHbIE BBIIIE TEHHl HE EAWHCTBCHHBIE, MHOTHE CEMEHCTBAa TCHOB
KOHTPOJMPYIOT OCIIEAYIONINE TTOCIIE TEPBOHAYATBHOTO CUTHAIBHOTO JTUAJIOTa MEKTY
PACTEHUEM-XO35IMHOM W PU300MSAMH CTaJud Pa3BUTHS KIyOEHbKA: KOJOHHU3AIIUIO
OakTepusIMHU KJIETOK pacTeHus U auddepeHupoBKy pu300uii B a30T(PUKCUpYIOIINE
OakTepouspl. OcoOyr0 poJib WUIParOT TEHBI cucTeM cekpernuu OenkoB (Nelson,
Sadowsky, 2015). Cucrembl cekpernuu, oOHapyxeHHble Yy Hyphomicrobiales,
BapbupytoTcs oT tuna I 1o Tuna VI, B nononHenue k Tat-KoMIIJIeKCy CUCTEMBbI twin-
arginine translocation (Black et al., 2012). IlpumeuarenbHO, 4YTO pa3IUYHBIC
a30TPUKCUPYIOLTHNE PU300MU COJEp)KAT Pa3IUYHbIC IMOJAMHOXXECTBA ATHX CHCTEM
(Fauvart, Michiels, 2008; Schmeisser et al., 2009).

['eHBpl OCHOBHOM YacTH T€HOMa C OCHOBHBIMU KJICTOYHBIMHU (DYHKITUSIMU TaKkKe
UTPAIOT CYIIECTBEHHYIO POJIb BO BpeMsi cuMOno3a. Hampumep, myTarusi ceHCOpHOU
TUCTUANHKWHA3BL chvG B R. leguminosarum OTpULIATEILHO BIUSET HA META0OIU3M
pu300Mii, CTaOUILHOCTDh BHEIIHEH MeMOpaHbl U CUMOUO3 C TOPOXOM, YEUEBUIICH U
Buko# (Vanderlinde, Yost, 2012). OtrcyrcTBue rena pssZ HapymaeT ouocunte3 JI1C
pu300Mii U MpUBOIUT K OyoKy mHpumpoBanus xo3suna (Lipa et al., 2019). Kpome
TOTO, TPOIYKT TE€Ha ropB, BAXHBIA PETYISITOpP TPAHCKPHUIIINH, YYaCTBYET BO

B3aUMOJICUCTBUSAX MEX Ty pu3oousmu u ropoxoM (Kosolapova et al., 2022).
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1.1.4. Topu3oHTanbHbIN IEPEHOC TEHOB B SBOJIIOIUYU U AN TAllUU K XO3IUHY

Pu3obun npeactaBisitoT co00il pazHOOOPA3HYIO MOMU(PHUIECTHYECKYIO TPYIILY
oaktepuii (Taulé et al., 2012). CoBpeMeHHBIC JaHHBIC, MOJIyYEHHBIE C MOMOIIBIO
CEKBEHUPOBaHMS TpaHCIO30HOB (Tn-Seq), CBUAETENLCTBYIOT O TOM, YTO aJanTalus
pu300uit K pu3ocdepe pacTeHU-X035€B MPOU30IILIa 3300 J0 UX CeHAIA3aIUU K
UHIYyKIMU oOpa3oBaHus kiayOeHpkoB (Salas et al, 2017). DBomrouvoHHas
TUBEpCU(PUKAIUS 3TUX MUKPOOPTaHU3MOB, BEPOSTHO, OCYIIECTBISIACH IIOCPEICTBOM
HE3aBUCUMBIX TOPU30HTAIBHBIX IEPEHOCOB FT€HETUYECKOr0 MaTepuaia u AyTTUKAIUMA
kioueBbIX TeHOB (Doin de Moura et al., 2020). baktepun, KOTOpbIe pa3aeisaiOT OHY
HKOJIOTUYECKYIO HUIILY, YaCTO OOMEHHBAIOTCS T'eHEeTHYeCKUM MaTtepuaioM (Smillie ef
al., 2011), mosToMy BIIOJHE BEPOSATHO, YTO KJIFOUEBBIE CUMOMOTHYECKHE (YHKIIUU
ObuUIM TIepeaHbl B TEYCHHE JIMTEIBHOIO 3BOJIOIMUOHHOTO nepuoja. CyliecTByer
MHEHHE, YTO OaKTEepUAIbHBIA AaKIECCOPHBIA TE€HOM SIBJISIOTCS «TE€HOMHBIM
CUMOMOHTOM» CO CBOE€ ABOJIIOIIMOHHON UCTOpUEN U OyAYIINM, KOTOPbIE OTINYAOTCS
OT UCTOpHUH U Oyayuiero ero xo3ses (Remigi et al., 2016).

PuzoOun  xapakTepu3yrTCS  OTKPBITBIMH  TAH-TEHOMaMH C  BBICOKOH
nuHaMugHOCThIO TeHOB (Liu et al,, 2023), uyto moxaTBepX)AacTCs HATUIHEM
MHOTOYHMCJICHHBIX MHCEPLUHUOHHBIX MOCIIe0BaTENbHOCTEN U TpaHcno3a3 (Zhao et al.,
2018). IN'opu3oHTAIBHBIN MEPEHOC y ATUX MHUKPOOPTAaHU3MOB SIBJISIETCS OCHOBHBIM
JpalBEPOM T€HOMHOU IUIACTUYHOCTU U MOCTABIIMKOM KIIFOUEBBIX T€HOB IS TOHKOU
HACTPOWKHM aJanTalid K pacTEHUSM-XO035€BaM, SBJISSACH BAXKHBIM MEXaHHU3MOM
pacnpoctpanenuss dddextuBHoro renoruna (Rosselli et al, 2021). Xors,
NOBBILIICHHAs] BOCHPUUMYUBOCTh Rhizobium K WHTETpallid HOBBIX Sym-TE€HOB,
OPUBOJUT TIOPOM K OOpa3oBaHHIO PEKOMOMHAHTOB C PpE3KO HW3MEHEHHBIMU
CUMOMOTHYECKMMH CBoMcTBamMu. K uuMcly TakuX peKOMOMHAHTOB MOKET OBITh
oTHeceH MmTaMM R. leguminosarum sv. viciae Norway, KOTOPBIH CHOCOOCH
UHQUIIUPOBATH «IYKEPOJTHOTO» XO3SIMHA — JISIIBEHEI], OJTHAKO HA OCHOBHOM XO35IMHE,
UHAYIupyeT He Puxcupyromue a3ot kayoenbku (Liang et al., 2018).

AnanTtanus pu3o0Mi K SKOJOTUYECKUM HUIIAM, CO3/]aBa€MbIM PACTEHHUEM-

XO0354UMHOM, B 3HAUUTEILHOM CTEICHU OnpeACIACTCA I'CHAMH, PACIIOJOKCHHBIMH Ha
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cuMOumoTruecknx MmiasmMuaax. Hampumep, mnasmuma pRL8 R. johnstonii 3841
oOorareHa reHaMu, SKCIPeCCUPYEMBbIMH TPEUMYIIECTBEHHO B YCIIOBHUSAX aCCOIMALINN
C pacTeHHSIMH TOpoXa, M KOAUpyeT (epMEeHTHl AN YTUIM3AIMd TOMOCEPHHA,
BbIIETIsieMOro KopHsiMHu B pusochepy (Vanderlinde et al., 2014). Onnako npucyTcTBue
OTNpeAENEHHBIX MJIa3MHUJ] B TCHOME PU300Mi MOXKET OKa3bIBaTh KAaK MOJIOKHUTEIHHOE,
TaK ¥ OTPUIATEIILHOE BIMSHUE HA CHMOMOTHYECKOE pa3BUTHE. Tak, yrpara KpyIHOM
WIa3MUAbBl  y TpeactaButeneil pona Mesorhizobium MoOXeT CcmocoOCTBOBATH
yIy4IIeHUuI0  a3oTuKcanmyi ¥ KOHKYPEHTOCIOCOOHOCTM B TpoIlecce
KkiyOeHpkooOpa3zoBanusi. B To ke BpeMs HalWylMe MHOXKECTBEHHBIX KPYIHBIX
BCIIOMOTATeNbHBIX IUIa3MuA y S. meliloti MOXeT NPUBOAUTH K HAPYIICHUIO
CUMOMOTHUYECKUX B3auMOJIeHCTBUH ¢ pacTeHueM-xo3auHoM (diCenzo et al., 2019). B
OMUCAaHHBIX CIIy4asX MOTeps WIA HWHAKTUBALUA COOTBETCTBYIONIMX T'€HOB IOJ
OUYUIIAIOIIAM JaBIIEHHEM OTOOpa MOXKET TPEJOCTAaBUTh PU300HMSAM aJanTHBHBIC
IPEUMYIIECTBA.

YcranoBieHo, yTo monyinsiuu Rhizobium w Sinorhizobium, oburtarmue B
pusocdepe wim KIyOeHbKax, TEMOHCTPUPYIOT 3HAUUTEIHFHO MEHBIIIEE TCHETUIECKOE
pa3zHooOpa3re CUMOMOTHYECKUX TIA3MHJI MO0 CPABHEHHUIO C UX XPOMOCOMAaMHU WIIH
BcrioMorartenbHbpIMU 11azMusiamu (Poole ef al., 2018). [Ipoucxoaut 310 3a CYET TOTO,
YTO TMEPEHOC CUMOMOTHYECKUX IUIa3MHUJl MPEJCTABISIET CO00M paboumii MeXaHU3M
«pa3MHOXKEHU» dP¢ekTuBHbIX mnomymsiiuil puzoouit (diCenzo et al, 2019).
dunmoreHeTUYECKUE CpPaBHEHHUS TMOCIEAOBATEILHOCTEH CHUMOMOTHYECKHX T'€HOB
MoKa3aju, 0JHAaKO, YTO TOPU3OHTANIBHBIN epeHoc ObLI 00Jiee paclpoCTpaHEeH BHYTPU
pomoB, yem Mexay pomamu (Andrews et al., 2018). BHyTpuBHIOBOI mepeHOC
CUMOMOTHYECKUX Tula3Mua y R. [leguminosarum CcHOCOOCTBYET TOBBIIICHUIO
KOHKYPEHTOCIIOCOOHOCTH Ha HAYaJbHBIX dTanax (pOpMUpPOBaHUS KIyOCHBKOB U, B
nocieayoiieM, b dextuBHocTH azotdukcanuu (Brewin, 1991).

Hemanyro ponbp Moxxer wurparb W reorpaduueckuil Qaktop, cosznaBas
reorpaduuecku crienupUIHbINA aKIIECCOPHBIM KOMIIOHEHT pU300Uii, Ompenesonmii
CKOpee TPUCIIOCOOTICHHOCTh K KOHKPETHBIM (paKTOpaM OKpYKaroIIel Cpenbl, a He K

pacteHuto-xo3suny (Andronov et al., 2025).
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1.1.5. Bunosoii komrieke Rhizobium leguminosarum

B 1984 rony B PykoBonctBe bepmxu mo cucTeMaTHdeckod OaKTepHOJIOrMU
(Bergey's Manual of Systematic Bacteriology) B npenenax R. leguminosarum ObLIO
MIPEIOKEHO BBIACISTh TpU OMOBapa: viciae, trifolii w phaseoli, nis pa3rpaHUYCHUS
Pa3IMYHBIX TUIOB crenuduaHocT K X03suHy (Jordan, 1984). C tex mop npou3ouwio
OMKMCAaHWE HOBBIX BUJOB B Mpefenax poja Rhizobium, a Takke HOBBIX POJOB AJIs
IPYTUX BHUAOB KIyOEHBKOBBIX OakTepuwii. MHOTrHME IITaMMbl, TEPBOHAYAIHHO
onucaHHble Kak R. leguminosarum, ObLIN TEpEMEILIEHBl B HOBBIE BUJIbI, U OYEBUHO,
4TO TpU OMOBapa, Tereph Ha3bIBaGMble CUMOMOBApaMH, HE OTPAHUYHBAIOTCS TOJIHKO
R. leguminosarum (Young et al., 2021). [locnennue naHHbIE CBHIETEIHCTBYIOT O
«JIBYMEPHOM)» PACTIPOCTPAHCHUH KIIIOUEBBIX CHUMOMOTHYECKUX TE€HOB Yy pHU300MIi:
KOJIOHM3AIMsl HOBOTO pOJa MPOWCXOAUT PEAKO W TpebyeT momudukanuii reHoMa
pPELUIIMEHTa, TOT/Ia KaK pacUIMpeHue BHYTPHU POJOB PU300MH MPOUCXOJUT YACTO U
JIONyCKaeT BO3HUKHOBEHHE HOBBIX cuMOroBapoB (Remigi et al., 2016).

R. leguminosarum sv. viciae cnoco0eH 3G (heKTHBHO KOJOHU3UPOBATH PACTCHHUS
4yeThIpéX ponoB — Pisum, Vicia, Lens u Lathyrus. 3TOT NIUPOKUNA CIEKTP XO3sIEB
YAaCTUYHO OOBSACHSETCS HAIWYUEM B TEHOME MHUKPOCUMOHMOHTA Pa3HOOOPa3HBIX
I1a3Mu/Jl, KOTOPbIE BAPbUPYIOT y Pa3inUuHbIX H30JATOB (Sanchez-Caiizares et al.,
2018). Opgnako CyHIECTBYIOT TMPEANOJIOKEHUS O HAJUYUU MPEANOUYTUTEIIbHBIX
TEeHOTHUIIOB R. leguminosarum sv. viciae Nisi KOHKPETHBIX X035€B CPEU MHOXKECTBA
TeHOTHUIIOB, MpecTaBIeHHbIX B mouBe (Jorrin, Imperial, 2015). DTu npeanonoxenus
OBLIIM TIOTBEPKICHBI C TIOMOIIBIO TTOJIMMEPA3HON IEMTHOMN PEeaKITuH 1 MOCIIETYIOIETo
aHanu3a moauMop(u3Ma JJIMH PECTPUKIIMOHHBIX (DPpAarMEHTOB CUMOUOTHYECKUX U
HECUMOMOTHYECKUX MOJICKYJIIPHBIX MapKepOB Yy M30JSATOB, TOJYYCHHBIX U3
KITyOeHBKOB pa3nuuHbIx pactenuii (Depret et al., 2004). bonee Toro, 6p11 00HApYXEH
IITaMM, CIIOCOOHBIM YCIEIIHO WHOKYJIUPOBaTh BUKY, HO He ropox (Dolgikh et al.,
2025).

['eHOMHBIN aHaNMM3 OKa3aj 3HAYUTENILHOE BIIMSHUE HAa TAKCOHOMHUIO PU300Mit
(Rajkumari et al., 2022). OcoOeHHOCTBIO R. leguminosarum SBISIETCS JUBEPTEHIIUS

CUMOMOTHYECKH CTCIMATM3UPOBAHHON YacTH reHoMa (oOpa3oBaHue CUMOHMOBAPOB C
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Pa3TUYHON XO3SMCKOW CHEru(UIHOCTHIO) U €r0 OCHOBHOW YaCTH, MPOUWCXOISIIIHE
OJTHOBPEMEHHO M B 3HAYUTENbHOU cTeneHu He3aBucumo (Kumar et al., 2015; Young
et al., 2021; Young et al., 2023). JlanHHass TaKCOHOMHYECKasi CTPYKTypa IMO3BOJISET
paccmatpuBaTh R. leguminosarum Kax BUAOBOW KomIuiekc, Rlc (anrn. Rhizobium
leguminosarum complex), BO3HUKIIMNA B pe3yibTaTe «IABYMEPHOW» SBOJIOLUU
MHOTOKOMITOHeHTHOTO reHoMa (IIpoBopoB, AHnpoHoB, 2024). B Hacrtosiee Bpems
Rlc BxitouaeT mo MeHsbIIe Mepe BoceMHaaaTh reHoBuoB (Young et al., 2021). Rlc
MPEACTABISIET COO0M OTAENIBHYIO IPYIINY, YETKO OTACJICHHYIO OT IPYTUX BUJIOB pojaa
Rhizobium. Ananmu3 mnocnenoBatenbHocTet rena 16S  pPHK  mokassiBaer
3HAUMTEIFHOE Pa3HOOOpa3ue BHYTPUM KOMIUIEKCA, HO HE IO3BOJIAECT pa3iuyvaTh
TCHOBUJIBI; aHAIM3 OTACIBHBIX I'€HOB TOXKE HE BCETJIA JaeT JOCTOBEPHYIO KapTHHY
¢unorenernyeckux oTHoUIeHUH. [1o 3TOM mpuuuHe OB MPe/I0KEH HOBBINM MOJIX0T K
ONpENEICHUI0 TpaHUIl BUJOB pU300MH HA OCHOBE TEHOMHBIX JAHHBIX
(reHOTaKCOHOMUS) — COBMEIICHHE (PMIIOTCHUH YHHUBEPCAIbHBIX KOPOBBIX T'C€HOB U
CpaBHEHUE 3HAYEHUW HYKJICOTUIHON MAEHTHYHOCTH (OT aHriI. Average Nucleotide
Identity, ANI) (L1 et al., 2024; Martinez-Romero et al., 2024). B pe3ynbTaTe, 1eCATh
reHoBu10B Rlc celiuac mpeacTaBisitoT OTAETbHBIE «HOBBIC» BUILL: R. brockwellii, R.
johnstonii, R. beringeri (Young et al., 2023), R. indicum (Rahi et al., 2020), R. acacia
(Hsouna et al., 2023), R. laguerreae (Saidi et al., 2014), R. changzhiense (Zhang et al.,
2021), R. sophorae, R. ruizarguesonis, n coOCTBeHHO R. leguminosarum sensu stricto
(Young et al., 2021).

Ocoboe BHMMaHUE HUCCleNOBaTeNiel MpUBJIEKaeT Tak HasbiBaemas F-kimama B
npenenax komruiekca Rle. F-xnmaga sBisieTcst rpynmoi u3 matu 0JIM3KOPOICTBEHHBIX
reHoBUJI0B (R. laguerreae B mmupokom cmbicie). bakrepun R. laguerreae Oblu
BbIJIeNIEHBI U3 KIyOeHbKoB Vicia faba L. B Ilepy, Mcnanuu u Tynuce (Saidi ef al.,
2014). 3nauenuss ANI mexny npencraButensiMu F-xnagel Beime 95%, a pa3nudus
MEXIy MPEACTAaBUTEIIIMU BHYTPU KJIaAbl MEHBIIE, YeM MEXAY KIaA0W U JAPYTHMH
T€HOBHJIAMH, YTO CBUJETEIBCTBYET O BBICOKAs CTEIEHbh T'€HETUYECKOTO POJICTBA H

Hajnuuu obuiero npenaka (Young ef al., 2021). OnucanHas yHUKanbHasi 0COOEHHOCTb
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KJIaJbl R. Zaguerr eae MOXKCT IPCACTABIATL HHTCPEC IIPpU HU3YUYCHUHW MCXAaHHU3MOB

BHUJ1000pa30BaHUs y pU300HUIA.

1.2. YcranoBjieHue 6000B0-puU300MaJIBLHOT0 CUMOHO032

1.2.1. Bausaue Nod-dakTopoB Ha crieniupuIHOCTh CUMOH03a

B3aumoneiicTBre KiITyOEHBKOBBIX OaKTEpUii C pacTeHUsIMU ceMeicTBa Fabaceae
IPUBOIUT K (POPMUPOBAHUIO YHUKAIBHOTO OpraHa — CUMOHMOTHYECKOTO KIIyOEHbKa,
KOTOPBIM TPEICTaBIAET CIEUUATU3UPOBAHHYIO AKOJIOTHYECKYIO HUIIY JUIsl TaHHbBIX
MuKpoopranu3MoB. KitoueBbim paktopoM GopmupoBanus 3pPpexkTuBHOr0 cumMOro3a
SBIIIETCS B3aUMHBII OOMEH MOJIEKYJISIPHBIMU CHUTHajJaMH MEXAY HapTHEpaMu
(Oldroyd, 2013; Suzaki, Kawaguchi, 2014; Zipfel, Oldroyd, 2017).

Ha Geanbix a30ToM moyBax 6000BbIE PACTEHUS BBIIEISIOT FPYIIY BTOPUUYHBIX
(GEeHUIPONaHOUAHBIX METa00NIUTOB — (DIABOHOMAOB WM U30()JIABOHOUIOB.
HecMoTpst Ha uMX Ha MIMPOKHUM CHEKTp, B Mpoiiecce (GOpMHUPOBAHUS KIyOECHHKOB
YYaCTBYIOT JIUIIb CHEIU(PUUECKHE TOArpYyNIbl 3TuX coenunenuit (Liu, Murray, 2016).
[locnenHue BBIMOTHSIOT (YHKUIMIO XEMOATTPAKTAHTOB IJIsi PU300MH, MpUYEM HX
s dexTuBHAS KOHIIEHTpaIus GOPMHUPYETCS B HETIOCPEACTBEHHOM OJIM30CTH OT 30HBI
Pa3BUTHUSI KOPHEBBIX BOJIOCKOB — OCHOBHOTO Mecta uHuuuposanus (Liu, Murray,
2016; Dong, Song, 2020).

Nuaykuust GopMupoBaHHsST CUMOMOTHYECKHX KIyOCHBKOB OCYIIECTBIISETCS
CreU(PUYECKUMHU  JTUTIOXUTOOJUIOCaXapuiaMi, HU3BECTHBIMU Kak Nod-(pakTopsl
(Spaink et al., 1998) (Pucynox 4). 3Tu coeTMHEHUsI CHHTE3UPYIOTCS U CEKPETUPYIOTCS
puzobusimu B otBeT Ha (uaBoHouasl (Fliegmann, Bono, 2015). Ctpykrypa Nod-
(baKkTOpOB XapaKTePU3yETCs HATHUNEM TPEX—TISATH OCTaTKOB N-aleTUITITIOKO3aMHUHA C
B-1-4 cBsA3siMH, K KOTOPBIM MPHUCOEAMHEHA >XUpPHAs KHUCIOTa U pa3HOOOpa3HbIe
paavKanbl B pa3IMYHBIX IMOJOXKEHUSAX YyrieBojHOro ckenera (Spaink et al., 1991).
buocunTes Nod-pakTopoB SABIAETCS  YHUKAJIbHBIM  CBOWCTBOM, IPHUCYIIUM

UCKJTIOYUTEIEHO PU300USIM.
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Pucynok 4 — Xumnueckasi cTpykrypa ocHoBHOro Nod-gakropa,

npoayuupyemoro Sinorhizobium meliloti
R — SO;, R! — amern; KUPHOKUCIOTHBIN paaukan — C16:2A2E,9Z (uut. 1o
Fliegmann, Bono, 2015).

Cunre3 Nod-(}akTopoB OCyIIEeCTBISETCS KOMIUIEKCOM OaKkTepUalbHBIX I'€HOB:
nodA (amun-tpancdepasa), nodB (xutoonmrocaxapuaiearetwiaza) u  nodC
(XuToonMrocaxapua-cuHTasza) ooecrneunBaroT dopmupoBanue octoBa Nod-dakTopa;
nodE, nodF u nodG OTBETCTBEHHBI 3a CHUHTE3 >KUPHOKHCJIOTHOIO KOMIIOHEHTA; a
MHOXXECTBO JIOTIOJTHUTEIBHBIX TE€HOB (nod, noe, nol — TEHBI «XO3IUCKOU
crnenu@UUHOCTHY) YYaCTBYIOT B MOJAU(PUKALIMHA XUTOOJUTOCAXAPUIHOTO CKEJIETa, €ro
TpaHcnopte u cekpeunu (Spaink et al., 1998).

Nod-dakrop, cuHTe3upoBaHHBIN HCKIoUnTeIbHO Oenkamu NodA, NodB wu
NodC, umesn NoJIHOLEHHYI0 OMOJIOTHYECKYI0 aKTUBHOCTh W BBI3BIBAJI JiedopMariuu
KOPHEBBIX BOJIOCKOB (Spaink ef al., 1991). Onnako Ha CeroAHAIIHUI JeHb HE U3BECTEH
HU OJIMH IITaMM pU300Mi, KOTOPBIN MPOU3BOAMI ObI TOJBKO «MUHMMAaIbHBIN) Nod-
daxtop (Spaink ef al., 1998).

Perynstopusiii 6ennok NodD (ren nodD xapakTepusyeTcsi KOHCTUTYTHBHOU
sKcnpeccruen) QYHKIMOHUPYET KaK CEHCOpP PACTUTEIbHBIX CUTHAJIOB U aKTHUBATOP
TPAHCKPUIILUU nod TEHOB, colepkammx nod-0okc (Schlaman et al, 1992).
OyHKIIMOHANBHAS ABOMCTBEHHOCTH NodD onpenensieTcs: CTpyKTypHOM CBSI3bIO MEXKITY
ceHCOpHbIM JomeHOM C-koHueBoro ydactka u JIHK-cBsizpiBaronum gomeHoM N-

KOHIIEBOTO ydacTka MoyieKyJibl. [Tomumo NodD, B HEKOTOPBIX MOJEIHHBIX PU30OUSIX
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OBLTM MIACHTU(DHUITUPOBAHBI JTOMOJHATENbHBIE (AKTOPBI, PETYIUPYIONTHUE aKTUBHOCTh
nod TEHOB, HampuMep, NBYXKOMIIOHEHTHas perynsTopHas cuctema NodV-NodW,
oenku NwsB u NolA y Bradyrhizobium diazoefficiens (Loh, Stacey, 2003), unu SyrM,
romonior NodD, y Sinorhizobium (Barnett, Long, 2015; Acosta-Jurado et al., 2020).
Pactenus cemeilictBa Fabaceae, BbiIensas — cnelu@UUECKUd  CHEKTP
(GIaBOHOMIHBIX  COCIMHCHHMH,  BBI3BIBAIOT  TOBBIICHWE  BHYTPHUKICTOYHOTO
comepkanuss Ca®" y coBmectuMmbix puszo0uit (Moscatiello et al., 2010). danee
(bIaBOHOMIIBI CBS3BIBAIOTCSA C OaKTePHANTBHBIMH PETYJIATOPAMH TPAaHCKPHUIIIIHH,
AKTUBUPYIOT UX U HWHIYLHUPYIOT SKCIPECCHI0 TEHOB KiIyOeHbKkooOpa3oBaHus. Nod-
(bakTOphl CIy)KaT CBOETO POja «BU3UTHOW KApTOUKOW» JJISI PACTEHHS, COOOIIast O
NPUCYTCTBHM TIOTCHIMAIBHO BBITOJIHOTO CHMOMOHTa psAaoM. PasHooOpasue
3aMECTUTEJICH, B COUETAHUU C JUIMHOM M CTEIEHBIO HACBIIMICHHOCTH N-alMIbHOM
IpyNIbl, I[MAPOKO  BappupyeT Mexay Nod-pakropamu, MNpOAYLHHPYEMBIMH
pa3sIMYHBIMM BUJAAMHM PU300WIH, W SIBISCTCS BaXXHBIM AacCIICKTOM B OOECICYCHUH

CHEIU(PUIHOCTH B3aUMOACHCTBUI MEXKIY pa3IUYHBIMU BUIamMu pu3o0uii u bo6oBbIx

(Wang et al., 2018).

1.2.2. KimroueBsbie 3Tanbl CUTHAJIBHOTO Kackaja HH(EKINH

Puzo6uansubie Nod-pakTopsl HEOOXOAMMBI M JIOCTATOYHBI JJII WHIYKIIMH
IPOrpamMMbl Pa3BUTHS CUMOMOTHYECKOIO KIIyOEHbKA JaXe B OTCYTCTBUE OAKTEPHIA
(Truchet et al., 1991). Nod-dakTopsl CBA3BIBAIOTCSA B IIJIa3MajieMMe KOPHEBBIX
BOJIOCKOB C PELENTOP-N0J00HBIMH KHHA3aMHU, HecyuMu LysM noMens! (Tpu JomMeHa
BHEKJIETOYHOTO MOTHBa JIM3WHA), (OPMHUPYIOIIME MEXIy COO0Oi TeTepoMepHbIe
komruiekchl (Geurts et al., 2005; Oldroyd et al., 2011; Mbengue et al., 2020) (PucyHox
5). Tak, y nsaBenia smoHckoro (Lotus japonicus L.) peuenTopHbIil KOMIIJIEKC COCTOUT
u3 NFR1 (NOD FACTOR RECEPTOR KINASE 1) u NFR5 (NOD FACTOR
RECEPTOR KINASE 5), a y mtouepnsl yceuennou (Medicago truncatula Gaertn.) —
LYK3 (LysM RECEPTOR KINASE 3) u NFP (NOD FACTOR PERCEPTION)
(Oldroyd, 2013; Roy et al., 2020). ¥ ropoxa 3a paclio3HaBaHHE OTBEUAIOT

penentopubie komruiekcbl SYM10/K1 u SYM10/SYM37/SYM2 (Kirienko et al.,
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2018). DOtm  pemenTopbl WMEIOT  pemiaioniee  3HaueHuWe JUIsl  BRIOOpA
napTHepa/onpeaenenus kpyra xosses (Radutoiu et al., 2007). Ipyrum perentopom,
ydacTByromuM B Boctpusitun Nod-daktopoB y L. japonicus, ssisercs SYMRK
(SYMBIOSIS RECEPTOR-LIKE KINASE), conep:xatuii 1eiiinH-0oraTbie MOBTOPHI
(y Medicago — DMI2 (DOES NOT MAKE INFECTIONS 2)) (Oldroyd, 2013; Pan et
al., 2018; Mbengue et al., 2020).
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PucyHoxk 5 — I'eHbl ¥ mpouecchbl, y4acTBYOIIME B CHUTHAJIBHOM KacKaje,

aktuBupyemom Nod-(pakTopoMm BO BpeMsi KI1yOeHbK000Opa30BaHUS

®dnaBoHOM B, OOpa3yrolIecs NMpH HU3KOM COAEp)KaHUM a3ora B mouse (1); 3amyck
BbIpaOOTKH OakTepuanbHbiX Nod-dakTopoB (2); BOCHpHATHE CHUTHAJIOB pEIENTOpaMy Ha
MIa3MaTHYeCKOH MeMOpaHe SIUACPMANBHBIX KIETOK KOpHS (3); 3amycKk OMOXMMHYECKUX U
busnomornueckux peaknuii (4-6); U3MEHEHHUS B JKCIpeccuu siaepHbIXx reHoB (7). Hazpanus
0enkoB ykasaHbl U1l M. truncatula, ecnu He yrouHsiercs uHoe (uuT. mo Roy et al., 2020).

LysM copepamue perienTopHbie OENKH pAclo3HAIOT TakKKe XWUTUH B

KJIETOYHBIX CTEHKax T'pUOOB W TMENTHUIOTIUKAH B OaKTepUATBHBIX 000JOUYKAX, YTO
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BEJIET K aKTHUBAI[MU ACCOLIMMPOBAHHBIX C MAaTON€HOM MOJIEKYJSPHBIX NATTEPHOB (OT
anry. Pathogen-Associated Molecular Pattern; PAMP) u 3anmycky IMMYHHBIX peakiui
(Oldroyd, 2013). [ns ycCHEMIHOTO pa3BUTUA CUMOMO3a PU300UU  JIOJIKHBI
MOJYJIMPOBaTh UMMYHHBIM OTBeT. Puszobmanpabie JIIIC mnomaBmstor PAMP, a
pU300uanbHbIA  (yareyiiH HE BBI3BIBAET MMMYHHOIO OTBETa, B OTIUYHE OT
OOJIBIIMHCTBA APyTUX OakTepuanbHbIX (uiaresnuHoB (Poole et al., 2018). 3amuTHbie
pEleNTOPHbIE KWHA3HBbIE KOMILUIEKCHl PACIO3HAIOT MHUKPOOHBIE MOJIEKYJIbl Ha
MOBEPXHOCTU  PACTUTENbHBIX KIETOK, CIIEOBAaTEIbHO, HMMMYHHasi CHUCTEMa
OTPAaHUYMBAET KOJUYECTBO IMITAMMOB PU300UH C KOTOPHIMU MOYKET aCCOIMUPOBATHCS
606oBoe pactenue (Toth, Stacey, 2015; Cao et al., 2017).

Huxe peunentopoB HaXOIWUTCS CUTHAJIBHBIA IyTh, KOTOPBIM paslaeisieT
HECKOJIbKO KOMIOHEHTOB C CHUTHAJIBHBIM IyTeM apOyCKYJISIPHOW MHUKOPH3BI, 3TO
«obumuit cumounoTrdeckuit myth» (Oldroyd et al., 2011; Oldroyd, 2013; Geurts ef al.,
2016). OOmwme CUMOMOTHUYECKUE  CUTHAJIbHBIE  KOMIIOHEHTHI  BKJIIOYAIOT
unaynupyemyo Nod-pakropom E3 yOukBUTHHIMTA3y, OCNKH paHHEH CUTHAIbHOU
tpancaykiuu SIP (SYMRK INTERACTING PROTEINS), a Takxke «penentop
Bxona» LYK3 u cumbuoTnyeckyto perentop-noaoonyw kunazy DMI2 y Medicago
(Mbengue et al., 2010; Vernié et al., 2016) (Pucynok 5). I'erepotpumepnnie G-0enku,
PETYyJIUPYIOIIKUE POCT U Pa3BUTUE, MOTYT UTPATh BaXXHYIO POJb B PEAKIMHU PACTEHUI
Ha BocnpusaTtre Nod-akTopa Ha paHHUX CTaIUAX pa3BuUTUsA cumOuo3a (Bovin et al.,
2022).

AKTHUBaIMS CUTHAJIBHOTO MYTH CUMOMO03a MPUBOJAUT K 00PA30BAHUIO AKTUBHBIX
dbopM KuCTOpOAa W TPHUTOKY KaNbIUs dYepe3 IIa3MAaTHUYECKyl0 MeMOpaHy, dYTO
HaOJII0/1aeTCsl TaKXKe MPU 3amycke 3amuTHbIX peakiuii (MBanoBa, [{piranos, 2014).
HAJI®H-okcumaza RBOH wu emie He BbBISIBICHHBIM BTOPUYHBIA MECCEHIKED
y4acTBYIOT B mepenaude curHaioB oT LysM penentopor (Zipfel, Oldroyd, 2017).
HexoTopeiii curnan (mpeanosioKUTeNIbHO MeBaJIoHAT, oOpasyromuiics mnpu pabdore
dbepmenTta 3-ruapokcu-3-metrinrnytapmi-KoA-peaykrasa) nepememniaercs B sapo. B
BOCIIPUSTUU CUTHAJIA B SIIPE YUACTBYIOT KaTUOHHBIE KanueBble kaHaiasl DMIT (DOES

NOT MAKE INFECTIONS 1) y M. truncatula wiu CASTOR u POLLUX y L.
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japonicus, pacrojOXEeHHbIE B SACpHON 00o0souke, KaibimeBble KaHambsl CNGC15
(CYCLIC NUCLEOTIDE GATED CHANNELS 15) u kansuueBas AT®aza MCAS,
a Ttaxxke  Hykieonopunsl  NUP85  (NUCLEOPORINSS) wu  NUP133
(NUCLEOPORIN133) (Zipfel, Oldroyd, 2017; Roy et al., 2020) (Pucynok 5). B
pe3ynbTaTe MPOUCXOJUT OTTOK MOHOB KaJlusl B SIACPHYIO 000JIOUKY, PENOIsipU3aliis
AIepHOM  MEeMOpaHbl, aKTHBAlUsl OCUWUISIMI HOHOB Kanblusg. V3MeHeHus
konnentpauu Ca?* B sape aKTUBHPYIOT — KaJbIHMH-KAIbMOIYIMH3aBUCUMYIO
nporennkuHazy CCaMK, koTtopas, sBISSCh paclpeAesuTeIeM CUTHAJIOB, 3aIlyCKaeT
TPAHCKPUIILMIO TE€HOB, YYacTBYIOIIUX B (OPMHUPOBAHMM W PA3BUTHHU KIyOEHBKa
(Oldroyd et al., 2011; Zipfel, Oldroyd, 2017).

CCaMK MoxeT CBSI3bIBaTh KaJIbLIMM HEMOCPEICTBEHHO Yepe3 JOMEH CIUpaib—
NeTNIS—CIUpPaib WIA KOCBEHHO Yepe3 JOMEH, CBS3BIBAIOIIMN KalbMOIYJIHWH. B
otrcyrcTBue Kaibiuss CCaMK ocraercst aBTouHruOnpoBaHHOM. CBA3bIBAHUE KAJIBLIMS
BeneT k aBToocdopunupoBannio CCaMK (Miller et al., 2013).

OcHoBubiMu cyOcTpatamu st CCaMK  sBisitoTcs  TpaHCKPHUIIIMOHHBIE
daktopel CYCLOPS y L. japonicus unu IPD3 (INTERACTING PROTEIN OF DMI3)
y Medicago (Messinese et al., 2007). ®ochopunrpoBanus 3THX (PaKTOpOB TO0CTATOUHO
1151 oOpaszoBaHus KiyoeHbka (Singh ef al., 2014), ognako uzBectHo, uto CYCLOPS
ABJISIETCSI KOMIIOHEHTOM Topa3fo 0ojee 0OMPHON peryasTOPHONW CUCTEMBI U CBSI3aH
c 6enkamu DELLA (Fonouni-Farde ef al., 2016). benku DELLA urpaiot orpomMHy:o
pOJIb B Pa3BUTHM PACTEHUM, UX ydacTHe B cUMOMO3€ 0OecreunBaeT KOHTPOJIb 3TOTO
mpolecca  pacTUTENbHBIMM ~ TOPMOHAMHM  TUOOepenuHaMu,  MOAJIEPKUBAs
pu3001aIbHY0 HH(EKINIO B AHIEPME, a TAKXKE PETYIUPYS KOJIUYECTBO U MIIOTHOCTD
3akJaaku ki1yoenskoB (Jin et al., 2016). Ilomumo storo, CY CLOPS MoxkeT BXOAUTH B
coctaB komruiekca ¢ conepxkammmu GRAS-gomen dakropamu Tpanckpunimu NSP1
(NODULATION SIGNALING PATHWAY 1) um NSP2 (NODULATION
SIGNALING PATHWAY 2), HeoOXOOUMbIMH ISl  OKCIOPECCUU  TEHOB,
gyBcTBUTENBHBIX K Nod-dakropam (Hirsch et al., 2009).

NuayuupoBaHHBIl  TPAaHCKPUIILMOHHBIM KackKaJ BEAET K OpraHOIeHE3y

KITyOCHBKOB /WA pU300MaIbHON MH(MEKIINH, KOTOpas BKIIOYAET JTOMOJHUTEIHHBIC
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daktopsl Tpanckpurnmu (Mbengue et al., 2020; Liu et al., 2021). TpaHCKpUTIITUOHHBIC
daktopser NIN (NODULE INCEPTION) u NF-Y A1 BoBl€4YeHBI B YCTAHOBIICHUE CBSI3U
MEXIYy CUMOMOTHYECKOM TIepeayeil CUTHAJIOB, MPOM3BOJCTBOM U JIOKAJIU3AIMEH

MaKCHUMyMa ayKCHHa, HCO6XOI[I/IMOFO A ACIICHUA KIICTOK M MTHHUITHM Al K.HY6CHBKOB

(Lin et al., 2020).

1.2.3. IH(eKunoHHbIN Npoliecc U OpraHOreHe3 KIyOeHbKa

BboGoBo-pu3obuanbHbIi CUMOHO03 XapakTepu3yeTcs JUTUTETBLHOMN
HBOJIIOLIMOHHOW MCTOPHUEN, B X0JI€ KOTOPOM IPOU30LUIO 3HAYUTEIBHOE YCIOKHEHUE
B3auMOZEHCTBUI Mexay cumoOuontamu. [Ipeamonaraercsi, yTo mepBOHaYalbHas
dbopma cumOm03a, 6oJee mpocTasi, Mpyu KOTOPOU PU300MU IPOHUKAIIM B KOPHHU uepes
MOBPEXACHUS SMUIECPMAIIBHOTO CJIOs, Habto1aeMasi y HEKOTOPBIX IMpeicTaBuTenen
ceMeiicTBa Fabaceae, Takux Kak apaxuc KyJIbTypHbIH (Arachis hypogaea L.) u BogHOE
0000Boe pacteHue Neptunia, >BOJIOIMOHUpPOBaAjIa B 0ojiee CHENUAIU3UPOBAHHYIO
dopmy B3ammonerictBust (Rivas et al., 2002; Ibanez et al., 2016). Ota dopma
XapaKTepU3yeTcsi PEryJMpyeMOl KOJOHHU3AIMed KOpHEH pacTeHusi pu3o0usIMu
MOCPEICTBOM MH(DEKITMOHHBIX HUTEH ¢ 00pa3zoBaHueM KiyoeHpkoB (Brewin, 1991).

[Ipouiecc OGakrepuanbHOW WHOEKIUU HHUIMUPYETCS aAre3uel puzoomil k
MOBEPXHOCTH KOPHEBBIX BOJOCKOB pacTeHus. Ha HagabHOM 3Tare aare3us siBisieTcs
cnaboii, obpatumoii u Hecnenuduueckoit (Gage, 2004). Cnaboe, 3aBucsmee ot Ca**
CBSI3BIBaHME, OTMIOCPEIOBAHHO aIr€3MOHHBIM OeskoM pu3zoouit RapAl (Mongiardini et
al., 2008). CunTe3 MOMOIHUTENBHBIX OenkoB mpukperieHus, RapA2 u RapC,
CBS3BIBAIOIIMX  OSK30IOJIMCAXapUIbl  KarCyJbl,  JOMOJHUTEIBHO  YCHJIMBAET
npukperieHre Kk kopHsim (Abdian et al., 2013; Frederix et al., 2014). 3aTem cienyer
3Tall MJIOTHOTO CBA3BIBAHMS, ONIOCPEIOBAHHBIN CHHTE30M OaKTEPHUSIMH IEILTIOIO03HbBIX
bubpumn (Rodriguez-Navarro et al., 2007). Cunte3 3tux GuOpUIIT HEOOXOAUM IS
oOpa3oBaHus OUOIIJIEHOK Ha KOHYMKAaX KOpHEBBIX BOJOCKOB (Gage, 2004; Fujishige et
al., 2008; Rinaudi, Giordano, 2010). Poct yncieHHocTH OakTepUaNIbHBIX KJIETOK B
COCTaBe OMOIIEHKH CIOCOOCTBYET YCHJIEHHIO CJIA0bIX CHTHAJIOB, YTO MPUBOIUT K

MOBBIMNICHUIO WH(OEKIIMOHHOTO TOTEHIUala OaKTepuil TpPH B3aMMOJICUCTBHH C
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pactenueM (Catoira ef al., 2001). JIekTuHBI pacTEHUSA-XO0351MHA TAKXKE UTPAIOT POJIb B
anre3uy pu300Mil, CBA3BIBAACH OJTHOBPEMEHHO C KJIETOYHOM CTEHKOW pacTeHUs U
YTJIEBOJIHBIMHM OCTaTKaMH Ha TIOBEPXHOCTH COBMEeCTUMBIX OakTepuii (Laus et al., 2006;
Williams et al., 2008).

ITox neiictBueM Nod-pakTopoB HPOUCXOAUT peOpraHu3als LUTOCKENIeTa
pactenust (Su et al., 2020), compoBoxparomiasics aehopManuel U XapaKTepHBIM
CKpPYYMBAaHUEM KOPHEBBIX BOJIOCKOB IO (POPME HAIIOMUHAIOLIEM «PYUKY 30HTHUKa» WIH
«mmocox mactyxa» (Brewin, 1991). B pesynabrare sToro mpoiecca (GpopMupyercs
UHQEKIUOHHBIH KapMaH — Kamepa. bakrepuu, 3axBaueHHbIE B 3TOT KapMaH,
IpOAODKAIOT Mpoliecc neneHus, Gpopmupys Mukpokosonuto (Sahlman, Fahraeus,
1963). Hauayio nHBa3UM CBA3aHO C JOKAJIU30BAaHHOM Jerpajialiueil KIeTOYHOW CTEHKH
KOPHEBOI'O BOJIOCKA MpPH Y4YacTHH OakTepuajbHBIX W PACTUTEIbHBIX (DEepMEHTOB,
pa3pylIaloNINX MOJIMCAXapuAbl KIETOYHOM CTEHKH, & TAaK)KE€ C CUHTE30M MHOXKECTBA
6enkoB, B ToMm yncie panHero HoayiauHa ENOD11 (Early NODulin) (Guan et al., 2013;
Fournier et al., 2015; Sogawa et al., 2019; Suzaki et al., 2019). [lanwpHeiimee
INPOHUKHOBEHUE pHU300Mii B KOpPHEBBbIE BOJIOCKM  OCYIIECTBIISIETCS — 4Yepes
CHELMATU3UPOBAHHYIO TPYOUaTyl0 CTPYKTYPY PACTUTEIBHOIO MPOUCXOKICHUS —
nH(peKMoHHY0 HUTH (Brewin, 1991).

NHpexunonHple HUTHU MPEJCTABISAIOT COOOW yHHKaJbHbIE WHBA3WBHbIE
pacTUTENbHBIE CTPYKTYPhI, CIIOCOOHBIE TepeceKkaTh TpaHullbl KieTok (Pucynok 6).
OHU OKpYyKEHBbl KIETOYHOM CTEHKOW M COJAEpKAT MATPUKC, COCTOSIIUNA U3
apaOWHOTAIAKTAaHIIPOTENHOB-IKCTeHCHHOB (AIl'B-D), nemttonas, MeKTUHOB, MPOJIMH-
OoratbiX OEJIKOB M KOMIIOHCHTOB OaKTepHabHOTO mpoucxoxaeHus (Brewin, 2004;
[{piranoBa, L{piranos, 2019; Tsyganova et al., 2021). B uHunManuy v nojasipHOM pocTe
UH(EKINOHHBIX HUTEH ydacTBYeT Kak akTuHOBBIN (Peleg-Grossman et al., 2007), Tak
u TyOynuHoBbIA nuTockenet (Perrine-Walker et al., 2014). benku memOpanHOro
TpaHCIOPTa  CHOCOOCTBYIOT  Pa3BUTHUI0  HMH(DEKIMOHHOM  HHUTH, IOCKOJBKY
rIa3MaTuyeckas MeMOpaHa pacTeHHsl MHBarMHUPYET U paciupsiercs BHYTpb (Roy et
al., 2020). PuzoOun BHYTpU WH(PEKIIMOHHOW HUTH pacIojararoTcsi B amoruiacte u

IIpoaAO0JIKAKOT OBITH OTACJIICHBI OT PACTUTCIIBHBIX KIJICTOK, TaK KaK CTCHKa
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UH(PEKIINOHHON HUTH SIBIISIETCS MMPOJIOJDKEHNUEM CTEHKHU KIeTKu-xo3siuHa (Gage, 2004;

Fournier et al., 2008).
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Pucynoxk 6 — KiieTounble peakuuu pacTeHHii, Jekamme B 0CHOBE PoCTa

NOJIAPHON MH(PEKUNOHHOH HUTH
[Tokazansl moOcnenOBaTeNbHBIC CTaguu: (opMupoBaHue WHOEKIIMOHHOW KaMephl,

MHUIMALUS MHOEKIMOHHON HUTH B KOPHEBBIX BOJIOCKAX U €€ MPOJBUIKECHUE Uepe3 KOpY KOPHSI
(ut. mo de Carvalho-Niebel ef al., 2024).

CurnanpHbplii TyTh, akTuBHpyembli Nod-akTopamu, TakkKe HHUIHUHAPYET
pEaKTHBALMIO KJIETOYHBIX JEJIIEHWA B TMEPULUKIE U HapyKHOH (B ciy4ae
JETEPMUHUPOBAHHBIX KIYO€HBKOB, CM. NMyHKT 1.2.4.) wiu BHyTpeHHeH (B ciyuae
HEJCTEPMUHUPOBAHHBIX KiIyOeHbKkoB) Kope KkopHs (Timmers et al, 1999).
TpauckpunimonHslii paxktop NIN siBIsieTCs TJIaBHBIM PEryJISTOPOM MHOKECTBA T€HOB
U IIPOLIECCOB, KOTOPBIE OKA3BIBAIOT IOJIOKUTEIBHOE BIIMSIHUE HA OpPraHOIEHE3
kiyoenpkoB (Liu ef al., 2019). HemaBHO ObUIO MOKa3aHO, YTO BAXKHYIO POJIb B
WHYKIIMH KJIETOYHBIX JACJICHUIN UrpatoT TpaHcKpumnonnbie paktopbl SHR (SHORT-
ROOQOT) u SCR (SCARECROW), nogaepxuBatomiye aeineHue u AupQpepeHunpoBKy
kietok (Dong et al.,, 2020). Tak, B pe3yiapTare AcICHUN KIETOK (HOpMUPYETCS
npumopaui kiyoenbka (Timmers ef al., 1999).

[Ipu noctmxennn MHPEKIUOHHONW HUTHIO MIPUMOPAUS KIIyOE€HbKA IPOUCXOAUT
BBICBOOOKIEHUE OAKTEPHUil B MECTaX UCTOHUYEHUS KIIETOYHOW CTEHKH, M3BECTHBIX KaK

uHpekunonHsle kammi. C  MOpQOJIOTHYECKOM TOYKM 3pEHUs STOT Mpolecc
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HarroMuHaeT H3HAomHTO3 (Brewin et al, 1990; Brewin, 1998), xors anamm3
BOBJICUEHHBIX MOJIEKYJISIPHBIX KOMIIOHEHTOB CBUJIETEIILCTBYET O €ro CXOJCTBE C
sk3ouuTo3oM (Ivanov et al., 2010). B npouecce nepexojia BHYTph KJIETKH XO3SIMHA
pu300UK yTpauMBarOT KarcCyjidy U3 MOBEPXHOCTHBIX MoiucaxapuaoB (Spaink et al.,
1998). baktepuu ocTaroTCs  OKPY)KEHHBIMM  IUIa3MaTUYECKOM  MeMOpaHOM
PACTUTENIBHOM KJIETKH (CMMOMOCOMHOM MeMOpaHOil), KOTopas peryiupyer oOMeH
MeTaboIuTaMu MeXIy MUKpocuMOuonTamu u ruToriazMoit (Coba de la Peda ef al.,
2018). CumbuocoMHasi MmeMOpaHa He CBsi3aHa C KJIETOYHOW CTEHKOW pacTeHUs, HO
TECHO KOHTAaKTUPYET C MOBEPXHOCTHIO OAKTEPUATBbHBIX KIIETOK.

baktepun nuddepenuupyrorcss B creunduyeckue (Qopmbl, HU3BECTHBIE Kak
OaKTepOouIbl, KOTOPHIE YBEIMUYUBAIOTCA B pa3Mepax U U3MEHSIOT CBOIO MOP(OIOTHIO
(Brewin, 1991; Maro6ti, Kondorosi, 2014). IlpeBpamenue B OakTepoubl
COMPOBOXKIAETCS OOJIBIIMMU HU3MEHEHUSMH B TPAHCKPUIITOME U MPOTEOME: T'€HbI
a30T(UKCcAIlMd UHIYIUPYIOTCS, a OONBIIMHCTBO T'€HOB, HEOOXOAUMBIX ISl POCTA,
BKJIIOYas T€, KOTOPBIE KOJUPYIOT prubocoMalbHble OETKU U YYaCTBYIOT B PEILIMKALIUU
JAHK u 6uocunTe3e amuHOKUCIOT — penpeccupyrorcs (Becker et al., 2004; Pessi et
al., 2007; Karunakaran et al., 2009) (Pucynox 7).

Pa3Butre 6akTEepOUI0B MOCIE MPOHUKHOBEHUS OAKTEPHl B KJIETKHU KITyOeHbKa
MpEJCTaBIICT COOOH MHOIOCTaAUNHBIA TIpoIlecc, Kaxkaas CTaausi KOTOPOTO
KOHTposMpyeTcs cnenuduueckumu renamu pactenus (Vasse et al., 1990; Tsyganov et
al., 2003). OHu UHAYHIUPYIOT HaOyXaHHe OaKTEepUATbHBIX KJIETOK, aMIUTU(UKAIIUIO
reHOMa ¥ TIOBBIIIAIOT MPOHUIIAEMOCTh KieTouHoi MeMOpansl (Mergaert ef al., 2006).
[Ipouiecc nuddepeHpoBK OaKTEpHii MPEACTABISIET COOON PETyIUPYEMBIit
MEXaHHW3M aJIalTaluil K CHMOMOCOMHOMN Cpelie, KOTopas MOXKET pacleHUBATHCS IS

OakTepuil kak ctpeccoBas (Spaink et al., 1998).
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Pucynok 7 — O0MeH nuTaTEJbHBIMH BelIECTBAMH U PeryJisiliusi pa3BUTHSA

0aKkTepoua0B
Aap, mepMea3za aMUHOKHCIOT; Bra, mepMea3a pa3BeTBICHHBIX aMUHOKHUCIOT; CtrA, peryusarop
orBera KierouHoro mukia; DCT, Tpancmoprep aumkapOokcunarta; FixJ, TpaHCKpUNIIMOHHBIN
perynstopubiii 6enok; FixK, 6emok perymsaumu azordukcammm; FixL, cencopusiii 6enok; FtsZ,
Oenok geneHus kierok; Mal, manat; Pyr, mupysat (uut. mo Poole ef al., 2018).

VY bo6oBeix, nmpuHaiexamux kiaae IRLC (cokp. anri. Inverted Repeat-
Lacking Clade) (Wojciechowski et al., 2000), nuddepennupoBka Oakrtepuii B
OaKTepouIbl HOCUT HEOOPATUMBIN XapakTep Ojaromapsi y4acTuio CeuUIHBIX IS
kiyoenbka muctenH-0orateix NCR-mentumoB (ot anri. Nodule Cysteine-Rich
Peptides) (Haag et al., 2013; Stonoha-Arther, Wang, 2018). [Ipeanonaraercs, uto
BbI3biBacMas NCR-mentugamu  TepMuHanbHas AuQQGEpeHIUpPOBKa OaKTEPOUI0B
CIY)KHT JUISI OTPAaHUYCHUS YPE3MEPHOTO Pa3MHOKCHHS pPH300MH B  KIIETKaX
makpocumouonTa (Kereszt et al., 2011; Chomicki ef al., 2020). Pazputne ki1ryOeHEKOB

MoxeT poucxoauTh u 6e3 nentuoB NCR (Ishihara et al., 2011).
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B TepmunanpHON auddepenunpoBke OakrtepounoB Oenok BacA wurpaer
BaXXHYIO POJIb, BEPOSATHO, YYaCTBYSI B U3BMEHEHUU COCTaBa CUMOMOCOMHON MeMOpaHbl
u oOecreynBasi CIIMSHAE CEKPETOPHBIX BE3UKYJ ¢ cumOnocomami (Kereszt et al., 2011;
Haag et al., 2013).

BricBoOokneHne pu3o0uMii B KJIETKH  KIYyOCHBKOB  COMPOBOXKIACTCS
3HAYMTENBHBIMU TepecTpoiikamu nutockeneta (Kitaeva et al., 2016; Kitaeva et al.,
2021; Kitaeva et al., 2022; Hlavackova et al., 2023). Toukas cerpb F-aktmHa u
DHIOTUTA3MATHYECKUX MHKPOTPYOOUYEK OKpY)KaeT pacTymue cuMOonocomsl (Zhang et
al., 2024). DHpomIa3sMaTUHYECKUEe MHUKPOTPYOOUKM OpPraHU3YIOT MPOCTPAHCTBEHHOE
pacmojoX)eHne CUMOMOCOM, B TO BPEMSI KaK MOPSIOK PACHOJI0KEHUS KOPTUKATbHBIX
OTIPEACIISAIOT TUM POCTa WH(DUIIMPOBAHHON KJICTKH: U30TPOMHBIA WIIM aHU30TPOITHBIN
(Kitaeva et al., 2016; Kitaeva et al., 2022). U3meHeHNs KOPTUKAITBHOTO IIUTOCKEIETA
HamnpaBlieHbl Ha yBENIMUYEHUE 00bEMa MH(DHUIIMPOBAHHBIX KIETOK ISl Pa3MEIICHUS
3HAYUTEIRHOTO KosimuecTBa cumbuocoM (Kitaeva ef al., 2022). O0béM Takol KIETKU
MOJKET TIpPEeBBIIIATh 00bEM TUIUIOMAHON MepucteMatuueckoid B 80 pas, a 4yHcIio

cumobuocoMm gocturath 50 Teicsu (Mar6ti, Kondorosi, 2014).

1.2.4. Tunel oHTOreHE3a KIyOeHbKA

Tkanu KIyOEHBKOB COCTOSAT M3 BHEIIHEH KOpBI, DHIOAEPMBI, COCYAHCTBIX
IIyYKOB M BHYTPEHHEH KOpBI, KOTOPBIE IMOKPBHIBAIOT LEHTPAIBbHYIO, B OCHOBHOM
uHpuIMpoBaHHY0 001acTh. B mpoliecce pa3BuUTHs CcMMOMO3a YKCIIO 3apayKEHHBIX
KJIETOK XO35iIMHA IMOCTOSHHO YBEJIWYMBAETCA. OTO NPOUCXOAUT ABYMS MYTIMH,
BCJIEICTBUE  4Yero  KiIyOeHbKM  JedsIT  Ha  JICTEPMUHHMpPOBaHHBIE U
HegeTepMuHupoBanubie (Pucynoxk §). B HepeTepMUHMpPOBAaHHBIX KITyOEHbKax
MepucTeMa (PyHKIHOHUPYET Ha MPOTSHKEHUH IJIUTEIHOTO BPEMEHH, U OaKTepuu B
pe3yJIbTaTe MPOJOJIKAIOIIET0Cs POCTa NHOEKIIMOHHBIX HUTEH KOJOHU3UPYIOT HOBBIE
KJIeTKH X03siuHa (Xiao et al., 2014). B pe3ynbrare HeAe TEpMUHUPOBAHHBIE KITyOSHbKH

PUOOPETAIOT XapaKTEPHYIO BBITIHYTYIO (hOpMY.
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Pucynok 8 — Pa3HOBMIHOCTH CHMOMOTHYECKUX KJIY0OeHHKOB
HenerepmunupoBaHHbIe KITyOSHBKH (CIIEBA) UMEIOT UJIMHIPUIECKYIO (HOpMY U CoepKaT
pa3IUYHbIC 30HBI;, IETCPMUHUPOBAHHBIC KITyOSHBKH (CTpaBa) UMEIOT cepruecKyto Gopmy, U Bce
WH(DUITMPOBAHHBIC KJIETKH HAaXOMATCS HAa OJMHAKOBOM cTaauu pa3Butus (IuT. mo Zhang et al.,
2024).

[TocTosiHHAsT aKTUBHOCTh MEPUCTEMBI, KOTOpasi Aa€T HAadajo HOBBIM KJIETKaM
KITyOeHBKa, BIIOCIEICTBUU KOJOHU3UPYEMBIM PH300USIMHU, TPUBOIUT K 00pa30BaHUIO
TKaHU KIyOeHbKa, KOTOopas akTUBHO (ukcupyer a3oT (Xiao et al., 2014). Taxkoii
poliecc NPUBOJIUT K I'paiueHTy cTaauil pazsutus (Vasse et al., 1990). 3a mepuctemoit
(3ona I) cnenyet 30Ha uHdpeknuu (3oua II), B koTopoit kneTku auddepeHuupyrorcs u
YBEJIIMYUBAIOTCS B pa3Mepax. B 3Toil 30He IpOUCXOAUT KOHTAKT C MH(PEKIIMOHHBIMU
HUTSIMH, 0Opa3yroTcs WHGEKIMOHHbIE Karuik, OaKTepuu BBICBOOOXKIAIOTCS U
HAYMHAIOT KOJIOHM3UPOBATh KJIETKU XO35IMHA, MPU OTOM HWHUIUUPYETCS UX
muddepentiupoBka B Oaktepounnl. llepexonnas, unu uHTep3oHa (3oHa II-III),
IpEeCTaBlICHa OJHUM—TPEMsI CJIOSAMU KJIETOK, 3alOJHEHHBIX aMWJIOIUIACTaMH, B
KJIETKaX HAaYWHAETCS aKTUBHBIN cUHTE3 Jierremorioouna (Singh, Varma, 2017). 3ona
azordukcaruu (3oHa III) sBnsercs camoil oOMIMPHOM, OHA 3alOJIHEHA KPYIHBIMU
I GepeHIMPOBAaHHBIMU  KJIIETKAMH,  COZEpXAIlUMU  OOJbIIOE  KOJIHYECTBO
cuMObrocoM. bakTepouibl TOW 30HBI 3HAYUTENBHO OTIMYAIOTCSA TIO0 pa3MepaM OT

OakTepuil, LUTOIJIa3Ma B HUX IMPOCBETJIIEHA, U OHM YacTO UMEIOT IJICOMOP(HYIO
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dbopmy. bakTepoussl OKpyKeHbI CHMOMOCOMHOW MEMOpaHOW WHIWBUIYAIbHO U, B
OTJINYUE OT JETEPMUHUPOBAHHBIX KIYOEHHKOB, HUKOTJIa HE coOpaHbl B rpymmbl. 1o
Mepe (YHKIIMOHUpOBaHUs KiIyOeHbka B 0Oa3anpHOM 00J1acTH (opMHUpPYyeTCs 30Ha
craperus (3oHa IV). B 3Toil 30HE MPOUCXOAWUT JeTeHEpars CUMOMOTHYECKUX
CTPYKTYp, OaKTepOUIbl TEPSIOT CBOIO I€TEPOTr€HHOCTh IUTOILIA3Mbl U MOCTENEHHO
musupyrotcs (Serova et al., 2017; El Msehli et al., 2019).

Medicago sativa L., M. truncatula, P. sativum, Bunsl ponioB Vicia n Trifolium —
3TH OOBEKTbl HMCTOPUYECKH HCIOJb30BAINCH B KauyeCTBE MOJENEH i HU3y4deHUs
dbopMHUpOBaHUS U PA3BUTHSI HEIETCPMUHUPOBAHHBIX KIYOEHBKOB. M. truncatula —
MozeabHOe 0000BOE pacTeHue, CIocoOCTBOBABIIEE PA3BUTHIO HCCIIEIOBAaHUM,
COCPEIOTOYEHHBIX HA TEHETHKE W KJIETOYHOM OMOJOTHMH CUMOMO3a, MOCKOIBbKY OHa
JUTIION THA, XOPOIIIO TpaHCc(hopMuUpyercs, UMeeT HeOOJIBIION TEHOM U MOXKET JIETKO
CKpeIIUBATHCA 711 HOPMUPOBAHMS T€HETUYECKHU OJTHOPOAHBIX TuHUM (Garmier et al.,
2017).

B  nmerepMuHHpOBaHHBIX KIyOCHbKAX MEPUCTEMATHYECKass AaKTUBHOCTh
BpEMEHHA ¥ HHIYITUPYETCS TOJIBKO B HAPYKHOM KOpE, a OaKTEPHH PaCIIPOCTPAHIIOTCS
MyTeM JICJICHUs YK€ WH(DUIIMPOBAHHBIX KJIETOK, B CIEACTBUE YETO KIIYOCHEK HMEET
MpaBUWIBbHYIO I1apooOpasHyto ¢popmy (Brewin, 1991). Takue kinyOeHbKH XapaKTEPHBI,
Hanpumep, mis Arachis hypogaea, Glycine max (L.) Merr., Vigna unguiculata (L.)
Walp.

1.3. Cum0OuoTHYECKA COBMECTUMOCTD

1.3.1. Onpenenenune TepMuHa

BnepBbie TepMHH «CUMOMOTHYECKAsi COBMECTUMOCTH» (OT aHri. symbiotic
compatibility) nosiBisiercst B padore X. Yunkuacona ¢ coapropamu (Wilkinson et al.,
1996). B »Toit pabote Ha npumepe 6000BO-pru300HaILHOTO cuMOK03a Amphicarpaea
bracteata (L.) Fernald ¢ Gakrepusimu pona Bradyrhizobium paccmaTrpuBaeTcsi pojib
TEHOTHIIA ¥ MECTOOOWTaHHWS HAa COBMECTUMOCTH B3aWMOJCHCTBUS TApTHEPOB B
KOHTEKCTE KodBoomu. OTpHIiasi TOUKY 3pEHHUS O TOM, YTO KOIBOJIIOIHSI TPOUCXOIHT

6I>ICTpI>IMI/I TEMIIaMH B I(a)KI[OI‘/JI JIOKaJbHOM MOIMyJIsIIHUHU, aBTOPLI IOAYCPKUBAIOT BKJIA
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KoHKpeTHbIX reHoTunoB (Wilkinson ef al., 1996). [lanpHeiiniee pa3BUTHE KOHIICTIITHH
CUMOMOTHYECKOW COBMECTHUMOCTH MPHUBEIO K IUPOKOMY HCIOIB30BAHUIO 3TOTO
TepMUHA B pabOTaxX, MOCBAILIECHHBIX W3YUYEHHUIO BIMSHHS T€HETUYECKHX (HaKTOPOB
OJTHOTO WJT 000MX OpraHu3MOB Ha 3PHEKTUBHOCTH CHMOMO3a.

CumOuoTuyeckass COBMECTUMOCTh, KaK Kaue€CTBEHHOE CBOICTBO CHCTEMBI,
OTPa)KaeT CHOCOOHOCTh KOHKPETHBIX T'€HOTHIIOB MaKpO- M MHUKPOCHMOMOHTA
B3aMMOJICUCTBOBATH IPYT ¢ ApyroM. CHMOUOTHYECKAst COBMECTUMOCTD MTPEICTABIISICT
c000M KOMIUIEKCHBI (DEHOMEH, OMPEACISIIONINN XapaKTep B3aMMOJACHCTBUS MEXIY
napTHepamu. J[aHHOE CBOWCTBO CUMOMOTHYECKUH CHCTEMBI 3aBUCUT OT: TCHETHUECKUX
ocobenHocteit oboux maptaépoB (Fagorzi et al, 2021; Watanabe et al., 2025);
CIIOCOOHOCTH K MoJIeKyJsipHOMY pacrnio3HaBanuio (Oldroyd, 2013; Zipfel, Oldroyd,
2017); Bo3moxkHOCTH (hOopMHUpOBaHUs cuMOHoTHYecKoTo nHTepderica (Tsyganova et
al.,2021); apdbexTuBHOCTH ycTaHOBJIEHHOTO B3auMoelcTBus (Basile, Lepek, 2021).

CoBMeCTUMOCTh CUMOMOTHUYECKOTO B3aMMOJICUCTBHS ONPEIEISIETCS Ha CaMbIX
pa3HBIX YPOBHSX, TaK COBMECTHMOCTb MOXKET OBITh  BHUIO/COPTO- WM
mrammocnenupuunoi. B ciyuae 6000BO-pu300ManbHOrO CUMOMO3a, OJHUM U3
NEPBBIX OMHMCAHHBIX NPUMEPOB ObLIa HECHOCOOHOCTH (HOPMUPOBATH KIyOEHBKU
OPUPOAHBIM BapUAHTOM ropoxa symZ2 obnanarommm mrammcrnenuduunocteio (Lie,
1984). BonbIIMHCTBO AUKOPACTYIIMX JUHUNA ropoxa u3 AdraHucraHa yCTOWYUBBI K
KITyOCHHKOOOPA30BAHUIO EBPOMEUCKUMU U  CEBEPOAMEPUKAHCKUMH  IIITAMMAMHU
Rhizobium xaxk pa3 B CIEACTBUE HAJIUYHUS PEUECCUBHOIO T'€HETUYECKOIro JIOKyca
PsSym24, B oTiinumMe OT €BPONENCKUX COPTOB TOpoXa, HECymuX amieib PsSym2f
(Sulima et al, 2019). Ognako mrammbl R. leguminosarum sv. viciae W3 TIOYB
bnuxuero  Boctoka, koTopeie  mpoayuupytoT — O-aleTUIMpOBaHHBIE — HA
BOCcTaHaBNuBaromeM KoHIle Nod-akTopsl, Takue Kak, HampuMep, TYPEIKHA IITaMM
R. leguminosarum TOM uHaynupyeT K1yOeHbKH Ha paCTCHUSAX JTUHUM ‘AdraHuctan’
(Firmin et al., 1993).

Bunbet BOOOBBIX CHIBHO pa3nMyalOTCsl 1O CBOEH CHEMUPUYHOCTH K
pU300uaTBHBIM CUMOHMOHTAM. ['enotun pacTeHus onpeensii

KOHKYPEHTOCIOCOOHOCTh U 3(h()EeKTUBHOCTh a3oTpukcanuu y R. leguminosarum
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(Kazitinien¢ et al., 2025). I'enotun pu3o0uil TakKe BIUAET HAa COBMECTHUMOCTH
napTHepoB B cumOuo3e (Zhao et al., 2018). CnenupuuHOCTb K XO3SMHY AJIs1 pU300uii
nposiBisieTcs: Ha ypoBHe TpuObl Fabeae, Ha ypoBHE poioB U MeCTHBIX BUJIOB (Andrews,
Andrews, 2017). CumOuotrnueckue (EHOTHNBI, TaKMe KaK POCT PACTEHUN WIH
KOJIMYECTBO KIyOCHBKOB, PAa3IMYalOTCsl B 3aBUCUMOCTHM OT KOMOMHAIMN IITaMM
pr300Mii — TEHOTHN pacTeHUs (B3aMMOEHCTBUE TE€HOTUIT-HA-TEHOTHUIT (T€H-HA-TEH)).
[ToxazaHo, TPaHCKPUIIIIMOHHBIN OTBET PU300MH HA KOPHEBBIE SKCCYAATHI 3aBUCHUT OT
reHoTUnoB oboux naptHepoB (Fagorzi et al., 2021).

S. fredii NGR234 — mtamMmMm pu3o0uii ¢ caMbIM IIMPOKUM KPYTOM XO3sI€B U3
Korma-muoo onucaHHbiXx (Saldana et al, 2003). B omimume oT OOJBIIMHCTBA
n3BeCTHBIX MTaMMOB S. fredii, NGR234 He criocobeH MHAYIMPOBaTh KIyOCHBKU Ha
coe G. max. Uccnenosanusi, npoBenaeHubie B Mcnanum, IIBeitiiapum u Kurae,
noka3zanu, uto NGR234 unaynupoBan azoThukcupyrolme KIyoeHbKH MO KpalHei
Mepe ¢ 6 pa3nuuHbIMU oOpasiamu aukou cou (Glycine soja Siebold & Zucc.) u3z Kutas
BHE 3aBUCHUMOCTHU OT YCJOBHM KynbTuBHpoBaHUs. [Ipennomnaraercs, uro oopasusl G.
Soja MOTYT HMMETh pa3jiu4Hble TE€HETUYECKUE JIOKYChl Rj(rj), 4TO ompenenser
COBMECTUMOCTH BO B3aumoenctsui ¢ S. fredii (Indrasumunar et al., 2010; Temprano-
Veraet al., 2018).

[Tocnennum, HO He MeHee BaXXHBIM (PaKTOPOM, BIMSIIOIUIUM Ha COBMECTUMOCTb,
cyxuT okpyxatomas cpena (Mendoza-Sudrez et al., 2021). CBolicTBa MOYBHI:
Temriepatypa, pH, BIaXHOCTb, HOCTYMHOCTb MHUTATENIbHBIX BELIECTB M COCTaB
HAaTUBHOW pU300MAIbHON W OO0IIeld MOYBEHHOW MHUKPOOMOTHI BIUSIOT HA
3¢ (deKTUBHOCT, CHUMOMO3a M KOHKYpEHIUIO KiyOeHbkooOpa3oBanus (Mendoza-
Suarez et al., 2021; Watanabe et al., 2025).

ITonumanue  MeXaHM3MOB, JIEKAIMX B  OCHOBE  CHMOMOTHYECKOH
COBMECTUMOCTH, BaXHO JIJIsl CEJIEKIUU d(PPEKTUBHBIX IITAMMOB pU300Uid U CO3IaHUS

IMPOAYKTUBHBIX CHUMOHMOTHYSCKHUX CHUCTEM.
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1.3.2. «bakTepun-MOIIEHHUKW» U CAHKLIUH CO CTOPOHBI PACTEHUI

[Ipouecc kiIyOeHbKOOOpPa30BaHUS KOHTPOJIHUPYETCS B TIEPBYIO OuYepelb
pactenueM (Sachs et al., 2018). bo6oBbIe U3BJIEKAIOT BHITOY U3 CUMOKO03a, HO 3TOT
9HEPro3aTpaTHBIN Mpoliecc HeoOxoauMo peryupoBath (Sachs et al., 2018). Pactenus
BbIpAa0OTaI MEXaHU3MBI, JOMYCKAIONINEe WX MPEeIOTBPAIAIONINe MPOHUKHOBCHHE
COBMECTHMBIX M HECOBMECTUMBIX OaKTepHUil COOTBETCTBEHHO, OJTHAKO 0 00pa30BaHuUs
KIyOeHpkOB BOoOOBBIE MMEIOT Malo BO3MOMKHOCTEHW JUIsl OLEHKU pPHU300MaTbHBIX
CMMOMOHTOB Ha MpeaMeT uX noreHnuana azotduxcanuu (Basile, Lepek, 2021).

HekoTtopsie pu300uM pa3BuUiIM CIHOCOOHOCTH MPOayLHpoBaTh cMecu Nod-
(bakTOpOB, KOTOPHIE MO3BOJISIOT UM KOJIOHU3UPOBATh pazanuHbie boOOBbIE, B KOTOPBIX
OHM (PUKCHUPYIOT a30T IJIOXO MM cOBCceM He GukcupyroT (Sachs et al., 2018). Takum
00pa3oM TOSIBISIOTCA «OaKTEPUU-MOUICHHUKIY («4UTEPh», OT aHri. cheater). [Tox
«uuTepamMu» B KOHTEKCTE  0O00OBO-pHM300MaNbHOrO  CUMOMO3a  OOBIYHO
MOJIpa3yMeBAIOTCSl IITaMMBbl PU300MI, KOTOpBIE TMOJYYarOT BHITOAY, HO HE
oOecrnevynBaroT aJIeKBaTHOM a30TPHUKCAIIUN B OOMEH.

[Tocne Toro, Kak pa3BUTHE KIyOSHHKOB HAa4alloCh, bOOOBBIE TEMOHCTPUPYIOT
CIIOCOOHOCTH BBIOOPOYHO «HaKa3bIBaThy» HEI(D(PEKTHUBHBIE PU30OUU. DKCIEPUMEHTHI
MOKa3aju, 4TO KIyOCHBKH C a30T(PUKCUPYIOIMMMHU PU300MSIMU OOBIYHO PpacTyT (U
pu300MM BHYTPM HHX OBICTPO pa3sMHOXAIOTCs), TOrJa KakK KIyOE€HbKH ¢
HeA(p(EKTUBHBIMU WM MeHee 3((EKTUBHBIMU PU300USIMH, KaK MPaBUIIO, OCTAIOTCSA
MaJIeHbKUMH (PU300UM BHYTPU HUX UMEIOT CHIKEHHYIO IPUCIIOCO0JIeHHOCTh) (Sachs
etal.,2010; Oono et al.,2011; Regus et al., 2017). 3Ta ciocOOHOCTH paCTEHUI-X035EB
HaleIMBaThcd Ha Hed(p(deKkTuBHbIE M Manod((PeKTHUBHBIE PU300MU U CHIKATh HX
IPUCIIOCOOICHHOCTh TIO0 CPaBHEHUIO C TIOJIC3HBIMH TEHOTHIIAMH HAa3bIBACTCS
«cankiusammy» (Kiers et al., 2003).

Y pacTeHuil ecTh psi MEXaHU3MOB, TI0 CPEACTBAM KOTOPHIX OHU HAKJIAJbIBAIOT
CaHKIMM Ha «Oakrepuil-MomeHHUKOB» (Pucynok 9). K HuM oTHOcATCs:
KOMIapTMEHTaIU3aIMs, IPEANOUYTUTEIBHOE pacipe/ie]ICHIE PECYPCOB, PETYJIISALHUS 1O
cpeAcTBaM  (PUTOTOPMOHOB, H30UpaTeIbHOE CTapeHue KIyOCHBKOB, aKTHUBAIIMS

s3amuTHbIX peaknuit (Porter et al., 2024). UunynupoBaHHOE CTapeHUE KIyOESHHKOB
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3ayCKaeTCsl, €CIM OHW WCIBITHIBAIOT JIEWCTBHE CTPECCOBBIX (hakTOopoB (Serova,
Tsyganov, 2014) u Habmomaercs B HedPhEeKTUBHBIX KITyOeHbKaxX (Serova et al., 2018).
OparM U3 MEepBBIX MOP(OJOTHUECKHX M3MEHEHHN CIY)KUT pa3pyllicHHe MeMOpaHbI
CUMOMOCOMBI, KOTOPOE BHICBOOOXKTACT OAKTEPOUIBI B IUTOTIA3MY KIIETOK PACTCHHUS
U TI0JIBEpraeT pu300Uu BO3IEHCTBUIO BpaxaeOHOUW cpeipl KiIeTKku-xo3simHa (Van de
Velde et al., 2006). AkTuBUpYyIOIIKECs 3alIUTHBIE PEAKIIMK OOBIYHO HAIIpaBJICHBI Ha

anMUMUHALKIO HedhhekTuBHBIX cuMOMOHTOB (Bourcy ef al., 2013).

Pre-infection control Sanctions and other mechanisms
and partner choice of post-infection control

%

Pucynoxk 9 — bo0oBbie 00HAPYKHBAKOT U pearupyloT HA PU300MHU PA3THIHOM

CTCIICHH IMOJIE3HOCTH MOCPEACTBOM ABYX OCHOBHBIX MECXaHHU3MOB
Crnesa: mpennH(EKIIMOHHBIN KOHTPOJIb M BBIOOD MapTHEPa; paCTEHUS OTOMPAIOT MOJIE3HbBIE
pu300uu (KpacHbIE KJIETKU; KpacHbIe KIIyOCHbKH MMOKA3bIBAIOT KJIETKHU C ITOJIE3HBIMU PH300HUSIMH)
¥ UCKJTFOYAIOT MEHEE IOJIC3HbIC (CHHHUE KIIETKU; CHHUE KITYOCHBKH ITOKA3bIBAIOT KJIETKH C MEHEEe

NOJIe3HBIMU pu300MsiMK). CripaBa: CaHKIMH U IpYTHe MOCTUH(EKIIMOHHBIE MEXaHU3MBI (ITUT. 10
Porter et al., 2024).

Acconmarusi boOOBBIX M pU300MH MMEET MHOTO 4YepT aHTarOHUCTUYECKOM
«TOHKHU BOOPYKECHHIN», IPU KOTOPOU X0351€Ba pa3BUBAIOT Pa3HOOOPA3HbIE MEXaHU3MbI
KOHTpOJIS, a PU300MM — MEXaHM3Mbl ero o6xoja. Puzobum JgeMOHCTPUPYIOT
HBOJIIOIMOHHOE TPEUMYIIECTBO TIEPEN XO3sieBaMU, MMes OOJBIIYI0 YHCICHHOCTH
nomyysiuu U Oolsiee BBICOKHME ckopocTu pasmHoxkeHus (Porter, Simms, 2014). B
KOHTEKCTE 3BOJIIOLMHA U MPUCITIOCOOJIEHHOCTH, HaTMUMe «OaKTepUuii-MOIIEHHUKOBY» U
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CaHKIIMH pACTCHHWH SBJISCTCS BaXXHBIM AacCIEKTOM, (OPMHUPYIONIMM JIHHAMHKY
mytyanusma (Gano-Cohen et al., 2019). Cankumuu MOTyT CIOCOOCTBOBATH OTOOPY
pu300Uii, KOTOpbhIe SABISIOTCS OoJjiee d(PPEeKTUBHBIMU (PUKCATOpaMH a30Ta, TaKUM
oOpa3oM, BIHWsAsS Ha WX OHBOJIOIMOHHBIC TPACKTOPHUU W TPHUBOJS K TMOSBICHUIO

HanOoIee CUMOMOTUYECKH COBMECTHUMBIX IMapTHEPOB.

1.4. 3akir04enue K 0030py JuTEPaATypPhI

TpanuuuoHHass MoJenb WHTEHCHMBHOIO 3eMilefieNidsd, Oa3upyromascs Ha
IUPOKOM TPUMEHEHUH MHHEPAIbHBIX YIOOpEHU, CTAJIKUBACTCA C PSAIOM
CYIIECTBCHHBIX OTpaHWUYCHH. B  ycloBusSX pa3BUTHA  arpoNpOMBIIIICHHOTO
KOMIUIEKca HaOmofaeTcss TEHIASHIMS K TEePEOLEHKE KIIACCUYECKUX METO0B
WHTEHCU(DUKAIIUU CEIbCKOXO03sICTBeHHOUW nestenbHocTH (Busby ef al., 2017). Dto
00yCIIOBIMBAET HEOOXOIMMOCTh MOMCKA albTEPHATUBHBIX CTpATETUi OO0ECIeUCHHS
pacTeHuil a30TOM, Cpe/iid KOTOPBIX 0000BO-PU300MaTBLHBIN CUMOKO03 3aHUMAET 0C000e
MECTO.

boOoBo-pu3zobuanbHbiii  CUMOMO3  TPEACTaBIAET  COOOM  CIOXHYIO
MHOTOYPOBHEBYIO CHCTEMY B3aMMOJCHUCTBUM, TA€ KaXIbli KOMIIOHEHT WIpPaeT
BXHYIO pOJib. | eHOTHIMYECKass COBMECTUMOCTD ITAPTHEPOB OMPEIEIACT yCIeX Kak
HAYaJFHOTO JTama B3aMMOJCHCTBHS, BKIIOYas CHOCOOHOCTh K pPacIO3HABAHMIO,
KoJoHM3auu u GopmupoBannio kiyoeHbpkoB (Ivanova et al., 2015; Serova et al.,
2018), Tak W MOCIEAYIONIMX A3TaloB, CBA3aHHBIX HEMOCPEICTBEHHO C (UKcalMel
aTMoc¢epHOro a30Ta 1 0OMEHOM BEIIeCTBAMH MEX Ty mapTHepamu (Sagan ef al., 1993;
Suganuma et al., 1993; Hakoyama et al., 2012). IIpu 3ToM paznudnbie Bubl boOOBBIX
MPOSIBIISIIOT Pa3HYIO CTETICHb CICHU(PUIHOCTH K CBOMM CHMOWOHTAaM, YTO BJIMSICT Ha
ycrnenrHocTh cuMmouno3a (Andrews, Andrews, 2017).

Dkosornueckre (aKTOpbl TaKKe BBICTYMAIOT 3HAYUMBIM KOMIIOHEHTOM,
onpeneysisi  3PGHEKTUBHOCTh  B3aUMOJCHCTBHS MapTHEPOB. AOHOTHYECKHE U
onotnyeckne (PaKTOpPhl OKA3bIBAIOT CYIIECTBEHHOE BIMSHHE Ha (DOPMUPOBAHHE U
byHKIIMOHUpOBaHUE 0000BO-pU300HAILHOTO CUMOMO3a. B 4acTHOCTH, BBICOKHE

kounenTpauu NaCl HeratuBHO BnusitoT Ha (popmupoBanue kiryoenbkoB (Nitawaki et
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al., 2021; Nitawaki et al., 2024), HeOraronpusTHbIE TEMIEpPATypHBIE YCIOBUS
3aMeJISIOT Tpoliece Kojonmsaruu (Zahran, 1999), cHmkamT a30THUKCHPYIONIYIO
aKTUBHOCTh CHUMOMO3a, NPOBOLUPYIOT CTApEHUE CHUMOMOTHYECKOTO KIyOeHBbKa
(Kitaeva et al., 2023; Serova et al, 2023), moBBIIIEHHAs KHCJIOTHOCTh WIIH
[IEJIOYHOCTh TOYBBI OKA3bIBAIOT OTPHUIATEIBHOE BO3JEHCTBUE Ha (HOPMUPOBAHHE
cumbuoza (Munns, 1986; Zahran, 1999). Kpome »sT1oro, pusochepHbie
MUKPOOPTraHu3Mbl (OPMHUPYIOT MHUKPOOHOE COOOIIECTBO B IPHUKOPHEBOM 30HE,
KOTOpOE CIIOCOOHO peryiaupoBaTh popmupoBanue cumounosa (Poole et al., 2018).

Bo60Bo-pr3006HabHbII CHMOMO3 TIpeICTaBIsIeT cO00M TUHAMUUHYIO CUCTEMY,
IJIc TEHETUYECKUE M DKOJOTUYECKHE (PaKTOphl TECHO TepervieTaroTcs, (GopmMupys
CIOXHYIO ceThb B3aumojeictBuii (Mendoza-Suarez et al., 2021). CumOuoTuyeckas
COBMECTUMOCTh, XapaKTEPHU3yIoIasi NEeWCTBHE BCEX JTHX (PAKTOPOB, BBHICTYIIAET
KJIFOUEBBIM 3BEHOM, CBS3BIBAIOIIMM HMX C HEMOCPEICTBEHHBIM PE3YyJIbTATOM —
3¢ pexTuBHBIM MM HEIPPEKTUBHBIM CUMOKO30M.

[TpakTHdeckas 3HAYUMOCTh MCCJICAOBAHUN CHUMOMOTHYECKOH COBMECTHMOCTH
3aKJTF0YACTCS B BO3MOYKHOCTH HCITOJIB30BAHUS TIOJYYCHHBIX JAHHBIX ISl CEJICKITHH
3¢ (PEKTUBHBIX MITAMMOB PU300UH, CO3/IaHNS YCTOMIMBBIX CUMOMOTUYECKHIX CUCTEM,
pa3paboTku OMOYyMOOpEeHUN HOBOTO TIMOKOJICHHS, IIOBBIIIEHUS TPOJTYKTUBHOCTHU
0000BbIX KyIbTYp. OCcO0yI0 aKTyaJIbHOCTh PHOOpETaeT U3yueHHE HOBBIX IITAMMOB
puszobmuii, Takux kak R. laguerreae, KOTOpbBIE JEMOHCTPUPYIOT BBICOKYIO
3¢ pexTuBHOCT B cUMOHMO3€ C OOOOBBIMU KyJIbTYpaMU H MOTYT CIIY>XKHUTb
NEePCIEKTUBHBIMU KaHuaaTaMu 11l coznanus nHoKynaToB (Flores-Félix et al., 2020).

N3yyenne cUMOMOTHYECKONM COBMECTHUMOCTU SBJISIETCS (PyHIaMEHTAIbHON
HAYYHOM 3aJa4yed, PEUICHUE KOTOPOM HMMEET BAXKHOE MNPUKIALHOE 3HAYCHUE IS
COBEPIIICHCTBOBAHMUS  arpOTEXHOJOTUA U  OOECIEYeHHs  MPOJIOBOJIHCTBEHHOM

0€301acHOCTH B paMKaxX KOHIIETIMHY YCTOMYMBOTO Pa3BUTHSL.
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I'naa 2. MATEPUAJIBI U METO/bI

2.1. PacTuresbHBIN MaTepuaJ U 0aKTepHaJIbHbIEe IITAMMbI

B nacTosiem uccieqoBaHuy ObUIH KUCIIOJIB30BAHBI CEMEHA TOpOoXa MOCEBHOTO
(Pisum sativum L.) xomMmepueckux coptoB Frisson, Rondo u naGopatopHoii n1uHUM
SGE (Kosterin, Rozov, 1993).

[lIrammbr  Rhizobium ruizarguesonis RCAM1026 (Afonin et al., 2017),
Rhizobium johnstonii 3841 (Young et al, 2023) (momyuenst u3 CereBoi
OHOpecypCHOM KOJUIEKIIMM B OOJACTH TE€HETHMYECKUX TEXHOJIOTMH JJIsl CEJIbCKOTO
XO035I1CTBA Bceepoccuiickoro HAy4YHO-UCCJIEN0BATEIBCKOTO MHCTUTYTA
cesnbekoxo3siicTBeHHOM  MukpoOuonorun (BHUUCXM), r. Cankr-IletepOypr,
Poccus), u Rhizobium laguerreae AMPS04, AMPS05, AMPS17, AMPS22, AMPS23,
AMPS34 (Flores-Félix et al., 2020) (mosydeHbl W3 KOJUICKIIMM YHUBEPCUTETA
Canamanku, r. Canamanka, VcnaHus) UCHOJIb30BAIMCH JJisI MHOKYJISIIUK. [IITammbl
Rhizobium laguerreae AMPS Obliu BbIZI€NICHBI U3 KIIYyOSHBKOB ropoxa B AJbjea-jie-
Can-Murens (npoBuHius Banesgonua) B Mcenmanuu W UIEHTUDUIIMPOBAHBI €
nomouipto  Macc-cnektpomerpun  MALDI-TOF  (Matrix-Assisted  Laser
Desorption/lonization ~ Time-of-Flight  Mass  Spectrometry) u  aHaiuza
nocienoBarenbHocter reHoB 16S pPHK, recA u atpD.

JIJist IpUTrOTOBIEHUSI MHOKYJIIOMa OaKTEpUM BBIpAIIMBAINCH HAa TBEPAOH cpelie
C TPUNTOHOM U ApOxKKeBbIM dKCTpakToM TY (Beringer, 1974) npu temnepatype 28°C
0e3 aHTHOMOTHKOB WK ¢ JoOaBiIeHHeM crpenToMuiinHa 600 MKr/in (Ui mramMmmMoB R.

ruizarguesonis RCAM1026 u R. johnstonii 3841).

2.2. CexBeHUpOBaHue U COOPKA FTEHOMOB
s Beinenenus JJHK kaxaplii mraMM BeIpaliyMBaiu Ha TBepaou cpene TY u
uHKyoupoBanu B Teuenue 72 4 npu 28°C. JIHK Boiensnu ¢ momoursio Habopa s
ourictku renomHoi JIHK Monarch Genomic DNA Purification Kit T3010L (New
England Biolabs, CIIIA) B cOOTBETCTBUU ¢ PEKOMEHAAIIUSIMH MPOU3BOIUTEIIS.
CexBenuponanue mo texnonoruu Oxford Nanopore Technologies (ONT) 65110

HpOBCI[CHO Ha 6336 pCCYpCHOFO I_ICHTpa «I'eHOMHBIE TEXHOJIOTHH, HpOTGOMI/IKa nu
44



kierounas ouonorusy BHUMCXM. Jlins noarotoBku OHOINOTEK B COOTBETCTBHH C
VHCTPYKUHSMH TPOU3BOJAUTENS] HCHOJB30BaIM MPOTOKON ¢ HatuBHbiM JIHK
mrpuxkoaupoanueM 1D (SQK-LSK109 ¢ EXP-NBD104 u EXP-NBD114) (Oxford
Nanopore, BenukoOpuranus). CekBeHUpOBaHUE MTPOBOIMIN Ha ycTpoiictBe MinlON
(Oxford Nanopore) ¢ siueiikoit R.9.4.1. Pacno3naBanue a30THUCTBIX OCHOBaHUH, U
JEMYJIbTUILIEKCUPOBAHKE BHITIOJIHSIIMCH C UCIIOJIb30BaHUEM MporpaMmMbl Guppy Bepc.
5.0.1. KoHTposp KauecTBa MEPBUYHBIX MPOYTEHUN OCYLIECTBISJICS C IOMOLIBIO
NanoPlot (De Coster et al., 2018) Bepc. 1.41.0.

I'eromsl O6b1TH cOOpanbl de novo ¢ momombio Flye (Kolmogorov et al., 2019)
Bepc. 2.9.1 Ha OCHOBE MEPBUYHBIX NMPOYTEHUN ¢ onuuen (--nano-raw). JlanbHeimas
KOppekiusi cOopku Obla BhIMOJHEHA ¢ Mcnoib3oBanreM medaka (Wright, Wykes,
2017) Bepc. 1.7.2. JIns OLEHKH CTATUCTHKU COOPKH HCIIOJIB30BAJICS MHCTPYMEHT
onienku coopku reHoma QUAST (Gurevich et al., 2013) Bepc. 5.2.0. IlonHoTa renoma
osu1a yctanosieHa ¢ nmoMoinisio BUSCO (Manni et al., 2021a; Manni ef al., 2021b)
Bepc. 5.5.0. co cuenyromumu mapamerpamu: (--mode 'geno’ --lineage dataset
'rhizobium-agrobacterium_group odbl10)"). [TapameTpsi o YMOJTYaHUIO
UCIOJIb30BAIMCH JIJISl BCErO MEPEUMCICHHOTO MTPOrpaMMHOTO OOECIeueHusl, eCIi He
yKa3aHO WHOE.

Bce nocnegoBatensHocTH ObutM moMelieHbl B GenBank u aHHOTHpOBaHBI C

UCIIOJIb30BaHUEM KOHBEWEpa aHHOTUPOBAHMS MpoKapruoTHueckux reHomMoB NCBI

PGAP (Tatusova et al., 2016) Bepc. 6.6.

2.3. Bolumucjenue HICHTHYHOCTH HYKJICOTHIAHDBIX nocJjea0BaTeJIbHOCTEH M
PCKOHCTPYKIHUA (l)I/IJIOFeHI/II/I M0 JaHHBIM NMOJIHBIX TCHOMOB

[TorHOT€HOMHBIE cOopkH ITAMMOB R. laguerreae AMPS04
(GCA _036964765.1), AMPSO05 (GCA _036964845.1), AMPS17
(GCA_036964825.1), AMPS22 (GCA _036964745.1), AMPS23

(GCA _036964785.1), AMPS34 (GCA _036967165.1) (Kirichek et al., 2024a), a Taxxe
pernpe3eHTaTuBHBIE T€HOMBI Kaxaoro reHotuna Rlc, nmpennoxenusie II. SHrom u

coaBTopamu (Young et al., 2021) Op11 oToOpanbl s ananu3a. Kpome Toro, k
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aHanu3dy ObUT  Takke Jgo0aBineH mTamm  Rhizobium  acaciae  1ASI1T
(GCF _025941625.1) (Hsouna et al., 2023). ®parMeHTHI Kaxk 101 COOpPKH reHOMa ObLTH
pasaeNieHbl Ha XPOMOCOMHBIE M HEXPOMOCOMHBIC (TpUHAANICKAIINE TUIa3MHIaM)
MOCIIEI0BATEIBHOCTH (KOHTHTH, OT aHTJI. contiguous) ¢ HCIOJIb30BAaHHEM METOJa,
peanuzoBanHoro 1. Aurom u coaBropamu (Young ef al., 2021).

CXOJICTBO TE€HOMOB OMPEACISIN IO CpPeAHeH HIASHTHYHOCTH HYKJICOTHIOB
(ANI) u cpenneii uapeHTHYHOCTH HYyKjIeoTun0B oprosioroB (OrthoANI) (Lee et al.,
2016) nns XpOMOCOMHBIX U HEXPOMOCOMHBIX TOCJIEIOBATEIILHOCTEH OTAenbHO. JlJis
pacuera 3HaueHud ANI u OrthoANI ucnonszoBasics uactpymeHt OAT (Lee et al.,
2016) Bepc. 0.93.1 or CJ Bioscience. Kpome TOro, CTpyKTYphl (UIOT€HETUYECKUX
JIEpEeBbEB OBUIM TPOAHAIM3UPOBAHBl C HCIIONIH30BAHUEM OHJIAWH-UHCTPYMEHTOB
NDtree (Joensen et al., 2014; Leekitcharoenphon et al., 2014) Bepc. 1.2 u REALPHY
(Bertels et al., 2014) Bepc. 1.13.

2.4. BoipamuuBaHHue PaCTCHH B KOHTPOJIUPYEMBbIX YCJI0BHUSAX
CeMeHa pacCTeHMIl TOpOXa CTEPWIM30BaJIM KOHIEHTPUPOBAHHOW CEPHOM
KHCJIOTOW B T€YeHHUE |5 MUH IpU KOMHATHOM TeMIlepaType, IPOMBIBAJIA CTEPUIIbHOM
Bojior 10 pa3 u npopamuBanu B yamkax [leTpy Ha CMOYEHHOUM BOJIOM CTEPUIIBLHOU
bunbTpoBanbHON Oymare mpu Temieparype 28°C. 3ateM IpOpOCTKH MHOKYJIHUPOBAIH
1 MJI BOJIHOM CYCIIEH3MU OJHOIO U3 aHAIM3HMPYEMBIX IITaMMOB puzobuii (10'-10°
KJIETOK Ha MNpopocTok). s mpeaoTBpalleHusi NEPeKPECTHOrO  3apaskeHUs
UCCJIENyEMbIE PACTEHUs BBIPAIMBAIM B CTEpWIbHBIX KoOHTeiHepax TP5000 c
¢unbTpamu (SacO2, benbrus), 3aroIHEHHBIX CTEPHIIBHBIM IECKOM, WJIH B TOPIIKAX CO
CTEpWJIbHBIM BepMUKYIUTOM. CyOCTpaT YBIAXHSJIU NUTATENbHBIM pacTBopoM FP
(Fahraeus, 1957) 6e3 noGaBneHus a30Ta cocTaBa:
e wmakposnemenTel (NaHPO4 12H,O0 — 4,8 r/n; KH,POs — 1,6 1/m;
MgSO47H,0 — 2,4 r/1) — 50 mn/m;
e wmukposnementol (H3BOs; — 0,692 r/n; MnSO45H,O — 0,5 1/m;
ZHSO4'7H20 — 0,04 F/J'I; CuSO4'5H20 — 0,188 F/J'I; MgzMOO4'2H20 —

0,048 r/m) — 5 ma/m;
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e NaFeEDTA (3,67 r/n) — 5 mn/m;
e (CaCl,-2H,0 (19,992 r/m) — 5 mu/m.
Pactenus BeipamuBanuck B BererarmonHoi kamepe MLR-352H (Sanyo Electric
Co., SinoHus), B KOHTPOJIMPYEMBIX YCIOBHSIX: IIUKII IeHb/HOUb — 16/8 4; Temmneparypa
— 21°C; Bmaxuocts — 75%; ocBelmeHHOCTs — 280 MKMOIbL (OTOHOB M °C ).

Kny6enbku cobupanu Ha 21-# AeHb 1OCae HHOKYISAIUU (ITH).

2.5. MoaenupoBaHue NPUPOAHBIX YCIOBHIA

Just  uccnepgoBaHus  BIMsHUS  (AKTOPOB  OKpYyXKaroliedl  cpedapl  Ha
CUMOMOTHYECKYI0O COBMECTHUMOCTh B cucTeMe R. laguerreae — ropox MOCEBHOI,
CEeMEHa CTEPUJIM30BAIM, MPOPALIUBAIA U UHOKYJIMPOBAJIU CIOCOOOM, aHAIOTMYHBIM
OMHMCaHHOMY paHee (CM. MyHKT 2.4.). PacTeHusi BhIpallMBajil B CTEPUIILHOM IECKE,
yBIaXeHHOM mnuTatenbHbiM pactBopoM FP  (Féhraeus, 1957) 6e3 azorta, B
BeretaiiioHHoM jgomuke Ha Tepputopun BHUMCXM (r. Cankr-IleTepOypr) jgetom
2022 roga B yCIOBUSX NUHAMUYECKH W3MEHSIONIErOCsl TEMIIEpAaTypHOro pexuma. B
COOTBETCTBUM C JaHHBIMH apxuBa www.world-weather.ru, cpenHssi aHeBHas
Temrneparypa Bo3ayxa B [Iymkunckom paitone Cankt-IlerepOypra B utone 2022 roaa

coctapisiia 21°C, a Hounast — 12°C. Kiny6enpku Ob11M coOpanbl Ha 21-i1 nmu.

2.6. IIpocBeynBaOLIast 3JIEKTPOHHAS MUKPOCKOIMs

J1J1s1 3IEKTPOHHON MUKPOCKOTIHH KITyOCHBKH, BHIPAIIICHHBIC B KOHTPOJIHPYEMBIX
yclioBusiX, (pukcupoBanu B 2,5% pactBope riyrapoBoro anpaeruna (Sigma-Aldrich,
CIIA) B 0,1 M docharaom 6ydepe PBS (pH 7,2). [lnsg mydmiero mpoOHUKHOBEHUS
dbukcaTopa ¢ OTHOM CTOPOHBI KIyOCHBKA JENayics CKOJB3Amuid Hazapes. s
obecrieueHns HaJJIeKalel (GUKcalMyd BO3IyX OTKAYMBAJICS M3 TKaHEH B TeueHUe 7
mMuH npu gasienun —0,9 6ap ¢ momomipio BakyymHoro Hacoca VacuuBrand ME 1C
(Vacuubrand, I'epmanus) 5 pas. [Tocne 16 u pukcanmu npu KOMHaTHOM TeMIIepaType

o0pasipbl MocT-pukcupoBain B 2% pacTBOpE TETPOKCHUIA OCMHUSL WM TMOMENIaId B

" JlaHHBIC MCCIEOBAHHS MTPOBEICHBI COBMECTHO C BEAYIINM HAYYHBIM COTPYIHUKOM JaOOpaTOpHH
MoJIeKyJsipHOM U kierouHoi 6uosnorun ®I'BHY BHUNCXM 1.6.1H. A.B. LlpiranoBoit
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Eponate 12 (Ted Pella Inc., CIIIA). C momompro amvasHoro Hoxa (Diatome,
[seitapust) Ha yasTpamukpotome Leica EM UC7 (Leica Microsystems, I'epmanmst)
OBLIN BBIpE3aHbl YIbTpAaTOHKHE cpe3bl ToamuHon 90—100 HM 1 coOpaHbl HA MEIHBIC
CETOYKHU, MOKpPBIThIE (QopmBapoM. Cpesbl okpammuBaid 2% BOJHBIM PacTBOPOM
ypaHWJalleTaTa ¢ MOCIEAYIOIUM J00aBjIe€HUEM LUTpaTa CBHUHIIA TO PeliHonbicy
(Reynolds, 1963). Tkanu ki1y0eHBKOB HcCcaeA0BAIN U (oTOrpadUpOBaIU C TOMOIIBIO
mpocBeunBaroniero ayekTponHoro mukpockona JEOL-1400 (JEOL Corporation,

SAnonus) npu yckopsitomiem Hanpspkenun 80 kB.

2.7. JlazepHas ckaHMpYHOIIAaA KOHPOKATbHAST MUKPOCKOIHUS

Jlns  nasepHOM ckaHUpyloled KOH(POKATIbHOW MHUKPOCKONUU KIYOCHBKH
¢ukcupoBasim B pactBope Quxcaropa (3% dopmanpaeruna, 0,25% riayTapoBoro
anbneruna, 0,1% Tween-20, 0,1% Triton X-100) B 1/4 6ypepa MTSB (50 MM PIPES,
5 MM MgSO4-7H,0 u 5 MM EGTA, pH 6,9) (Kitaeva et al., 2016). Jlna obecrieueHus
HaJuIeKamen (QuKcanuu BO3AyX OTKAYMBAJICS W3 TKaHEW B TEUYCHHWE 7/ MHUH TIPH
napinennn —0,9 Gap ¢ moMmompl0 BakyyMHoro Hacoca VacuuBrand ME 1C
(Vacuubrand) 5 pas. 3arem cpe3bl ToammHoN 50 MKM HOJy4yanad HA MHUKPOTOME C
Bubpupytomum Jsiessuem HM 650V (Thermo Fisher Scientific, CHIA). Hns
uaeHTUGUKAIIY Sep U OaKTEepHil Cpe3bl OKpaluBaid HoauaoM nponuaus 0,5 Mxr/mi
B TeueHue 7 MuH. [lociae MpoOMBIBKH Cpe3bl MOMEINAIN Ha MPEAMETHBIE CTEKJIa U
BBIJIEpKUBaJIA B 3a1MBOYHOM pacTBope ProLong™ Gold Antifade reagent (Thermo
Fisher Scientific). O6pa3npl aHATH3UPOBAIN C TIOMOIIBIO JIA3€PHOTO CKAHUPYIOIIETO
koH(pokabHOTO MUKpockona LSM 510 (Carl Zeiss, ['epmanus) ¢ ucrionszoBanuem Pl-
bunbtpa (Bo3Oyx)aeHue 530-585 HM; smuccus 615 HM) W TPOrpaMMHOIO

obecneuenus ZEN 2009 (Carl Zeiss).

2.8. UMMYHOUMTOXMMHYECKUI aAHAIU3
JIist mpoBeieHUST UMMYHOIIUTOXUMUYECKUX HCCIICIOBAHUN KITyOCHBKHU TIOCTIe
cbopa ObUTH nepeHeceHsl B 2,5% pactBop riryrapoBoro anpaeruaa (Sigma-Aldrich) B

0,1 M PBS (pH 7,2). ns my4iiero npoHUKHOBEHHs (UKCATOpa C OJHOW CTOPOHBI
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KITyOCHBKa JIeNajcs CKoJb3smmi Haape3. [[ns obecnieuenns Hajuiexamen Gukcamum
BO3/yX OTKaYyMBaJCs U3 TKaHEH B TeueHue 7 MUH npu AaBieHuu —0,9 6ap ¢ momoIsio
BakyymHoro Hacoca VacuuBrand ME 1C (Vacuubrand) 5 pa3s. [locie 16 u pukcarum
Ipy KOMHATHOW TeMmIiepaType KIyOeHbKH OBUIM TMPOBEACHBI IO CEPUU CIUPTOB
Bo3pacratoiei konueHntpaiuu (30 mun B 50% stanose npu —20°C, o 30 mun B 70%,
90% u 98% stanone npu —35°C), nanee nponurtansl o 1 4 npu —20°C B Tpex cMmecsx
akpusioBot cmouibl London Resin White (Sigma-Aldrich) u 3Tanona B cooTHOIIEHUH
1:1, 2:1 u 3:1 cooTBETCTBEHHO, 3aTeM B 4UCTOM cMoje B TeueHue 20 u npu —20°C.
[Tommmepuzarus MPOBOAMIIACH C UCTIOJIb30BaHUEM KaTajau3aTopa
oenzonnmetmmdupa (Polysciences Europe, 'epmanus) B aBTOMaTH4E€CKON CTaHIIUU
JUI KpPUO3aMELIECHUs] BOABI U TOJUMEpHU3AlMH OJIOKOB C HCHOJb30BaHUEM YO
m3nydennsi Leica EM AFS2 (Leica Microsystems) npu —20°C B TeueHue 24 9 u B
JanbHENIIeM B TeUeHHe 16 4 mpy KOMHATHOM TeMIIepaType.

Jist ©MMYHOGDITYOPECIIEHTHOM MHMKPOCKONHMM MOJIYTOHKHE cpe3bl (1 MKM),
nosydyeHHsle Ha yabTpamukpotome Leica EM UC7 (Leica Microsystems), Obuin
nomenieHsl Ha crekna. [locne GinokupoBanusa B Gnokupytomem oydepe (5% Obrumii
ceIBOpOTOUHBIN ansOymuH (BSA), 0,1% sxenatun xkoxu psi0, 1% HOpManbHas KO3bs
ceiBopotka B T/Ca/S 6ydepe (20 MM Tris-HCl, 0,5 MM CaCl,, 150 MM NaCl, pH 8,0))
(Haas et al., 2020) B Teuenue 30 MuH, cpe3bl ObUIM HECKOJIBKO pa3 MPOMBITHL B 3%
pactBope BSA B T/Ca/S u npounkyOupoBaHsl ¢ nepBuYHbIMU aHTUTeNamu (Tabnuia
1) B teuenne 1 u mpu 37°C. Ilocne mpomsbiBanus B 3% pactBope BSA cpesbl
WHKYOUPOBAJINCh CO BTOPUYHBIMH KO3BMMHU QHTHUTEIIAMH K COOTBETCTBYIOIIEMY
ramMa-rio0ynuny IgG Alexa Fluor 488 (Thermo Fisher Scientific) B pa3BeneHuu
1:300 B 3% pactBope BSA B T/Ca/S B Teuenue 1 u npu 37°C. Cpesbl npoMbIBaJIA B
T/Ca/S 3 paza o 10 MuH u momenianu B 3aauBounyto cpeay ProLong™ Gold Antifade
reagent (Thermo Fisher Scientific). Ananu3 mpenapatoB MPOBOIUIN C TTOMOIIBIO
Mukpockona Axio Imager.Z1 (Carl Zeiss) c¢ wucnosnb3zoBannem FITC-punbTpon
(Bo30Oyxnenue 465-495 um; smuccust 515-555 um) u poTtorpadupoBanu ¢ MOMOIILIO

udpoBoit kamepsl Axiocam 506 (Carl Zeiss).

49



Tabauua 1 — IlepBuyHbIe aHTHUTEJIA, HCIIOJIb3YeMble B padoTe

Antureno | PasBenenme AHTHreH KusotHoe Cchblka
YacTuuHO MeTHII-
3TepUPUIMPOBAHHBIN VandenBosch et
JIMS5 1:25 romoranaktypoHnas (I'T) Kprica al. (1989); Knox
a-MeGalA)-(1—4)-a-GalA)- et al. (1990)
(1—4)-a-MeGalA
Bricoko metui-
) stepudunupoBaHubiid ['T Knox et al.
M7 125 0-GalA-(1—4)-0-McGalAwy- | T PPICa (1990)
(1—4)-a-GalA
] JHe-srepudunmpoannsiii [T Verhertbruggen
LM19 13 o-GalA-(1—4)4) Kpeica et al. (2009)
Bricoko metui-
LM20 1:5 stepudunupoBaHubiid ['T Kprica V:I:;rt(bzr(l)lggg)e n
a-MeGalA-(1—-4)@) :
JlumepHast accommarus Liners et al.
2F4 1:10 MEKTUHOBBIX IETIeH Yepe3 NOHBI Kpgica (1989); Liners et
Ca®’ al. (1992)
CCRC-M35 1:10 Pamnoranakryponas I (octoB) Mpi11b Patt(aztl(;llloe)t al
) Pamuoramaktyponan I Jones et al.
LM5 1125 (muneitnbii 1,4-B-D-ranakran) Kprica (1997)
) Pamuoramaktyponan I Cornuault et al.
LM6-M 15 (munueinsni 1,5-a-L-apabunan) Kprica (2017)
CCRC-MI 1:10 DyKO3UTUPOBAHHBIN ML Puhlmann et al.
KCUJIOTJIMKaH (1994)
Smallwood et al.
LM2 1:10 ApabOuHOTamaKTaHOBBIN OETOK Kproica (1996); Yates et
al. (1996)
) ['muKonpoTenHBI MaTpUKCa VandenBosch et
MAC265 1:10 WH(EKITMOHHON HUTH Kpeica al. (1989)
Jlunononucaxapunu
) cnenuGuaHbIN 115 Kannenberg et al.
MAC300 I CBOOOTHOKHBYIIETO MITaMMa R. Kprica (1992)
johnstonii 3841
Knybenek-crenuduaabiii
MAC301 1:1 JIMIIONOIUCaxapu 1 ramma R. Kpsica Kann??ggrg et al.
johnstonii 3841
) JIunononmucaxapunasl mramMma R. Lucas et al.
JIM32 Il Jjohnstonii 3841 Kpeica (1996)

CrnenmnpuIHOCTh UMMYHOMDITYOPECIIEHTHON METKH TPOBEPSIU C TOMOIIBIO
HECKOJIbKMX OTPHUIATENIbHBIX KOHTposel. OTpuiiareiabHple KOHTPoIM 00pabaThiBaiu
00 Hecnelnu(PUYHBIM BTOPUYHBIM AHTUTEJIOM, JUOO CHEIU(UYHBIM BTOPUYHBIM

aHTUTEJIOM ¢ 00pabOTKOM CHIBOPOTKOW 0€3 MePBUYHOTO aHTUTENA.
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2.9. I'ucroxuMmn4yecKoe BbisiBJIeHHEe Cy0eprHA U KAJLJ103bI

Jlokanu3anuio OTJIOKEHUN cyOeprHa U KaJlJI03bl IPOBOAMIIN AHAJIOTUYHO TOMY,
KaK OMHUCAHO paHee JJia KiyOeHbkoB ropoxa (Ivanova et al., 2015). s BeIsSBICHUS
OTJIOKEHUH cyOepuHa MOJIyTOHKHE cpe3bl TommuHor 1 MM okpammBanu 0,5%
TonyuauHoBeIM cuHUM B TBS 6ydepe (pH 7,4) B Teuenue 45 MuH, NpoMbIBaJIM 3 pa3a
no 10 mun B TBS, 3arem okxpammsanu 0,1% wenTpansabiM kpacHbM B 0,1 M KoHPO,
(pH 6,5) B Teuenme 1 wmumn (Lulai, Morgan, 1992), mpomsiBamu 3 pasa
TUCTHUTMPOBAHHOW BOAOW B TedeHne 10 MHH, a 3aTeM HAHOCWJIM 3aKIIOYAIOIIYIO
cpeny mist 3amuThl oT BeiBeTanus ProLong™ Gold Antifade reagent (Thermo Fisher
Scientific).

JIJist BBISIBJIEHUSI OTJIOKEHMM KaJlJIo3bl Cpe3bl okpammBaiu pactBopom 0,1%
aHumIMHOBOrO cuHero B ¢gocdarnom Oydepe (pH 8,0) B Teuenne 60 mun (Currier,
Strugger, 1956), 3 paza npombiBasiu B Teuenue 10 Mun B pocdatnom 0ydepe, 1 Takxke
3akmodanu B ProLong™ Gold Antifade reagent (Thermo Fisher Scientific).

N3o0paskenns ObUTH TTOTYYEHBI C TOMOIITBI0 MUKpockomna Axio Imager.Z1 (Carl

Zeiss) ¢ wucnospzoBanueM ¢unstpa DAPI  (Bo3Oyxkaenue 365HM; sMuccus

445am/50HM).

2.10. ®eHOTUIIMYECKNH AHAJIN3 U OLIEHKA CO/IePsKAHUS MUTATEJIbHBIX
BelIeCTB

[TapameTpsl pocTa pacTeHUN aHaTU3UpOBaIM A copta Rondo; ansa kaxmoro
BapHaHTa MHOKYJSALUU ObLI0 coOpano mo 15 pacrenuil. PacteHus BelpammBaivi B
CTEPUJIBHOM BEPMUKYJIUTE, YBJIAXXEHHOM muTaTeslbHbIM pacTBopoM FP (Féhraeus,
1957) 6e3 nmoGaBieHusi a30Ta, B KaMepe JJisd BBIPAIIMBAHUS B KOHTPOJHUPYEMBIX
YCIIOBUSIX, KaK YK€ OBIJIO OMKMCAHO BBIMIE (CM. TyHKT 2.4.). AHaIW3 MPOBOIUIICS Ha 42-
W JIITH.

JIist u3MepeHusi Beca CEMSIONU YIAIsuIH, OTACNSIN TMOOeTH W CYIIMIA B
cymunsHoM 1mkadgy Memmert UF160 (Memmert GmbH, I'epmanus) npu
temmneparype 55°C. Ilocne u3mepeHuss Beca, BBICYIICHHBIE MOOETH HM3MeENbualnd B

nopomok. OOmiee comepkaHue azoTa B o0pas3lax ONpeNessuli C MOMOIIBIO
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aBTOMaTH4YecKor mucTwUIsoHHON yctaHoBku Kjeltec 8200 (FOSS Analytical,

Hauus).

2.11. CratucTn4yeckuii aHAJIU3
AHaJIN3 TaHHBIX MPOBOJMUIICS C UCIIOIb30BAHUEM MOJIB30BATEILCKUX CKPUIITOB
Ha s3bIkax mnporpammupoBanus Python u R. Jlnsg denoTunuueckoro ananmmza u
ornpejaeneHuss OOIIEro CcoAep)KaHUsA a30Ta CTAaTUCTHUYECKH 3HAYMMbIE pa3inyus
OLICHMBAJIM C TOMOIIBIO OJHO(AKTOPHOTO IUCHEPCHOHHOTIO aHalu3a (KpUTepui
Kpackena-¥Yomnuca) u onpenensiu ¢ nomousto tecta Jlannerra T3 (Dunnett, 1980) c

ucnosib3oBanueM onommoteku s3pika R PMCMRplus (Pohlert, 2024) Bepc. 1.9.10.

2.12. TPaHCKPUNTOMHBIN AHAIN3 KIYGEeHHLKOB*

JIisi TpaHCKpUNTOMHOIO aHanu3a pacteHus copta Rondo mpopammBanu u
WHOKYJIMPOBAJIM KaK OMUCAaHHO paHee (cM. MyHKT 2.4.). [{ns cexkBennpoBanust PHK u3
KITyOeHBhKOB, MHOKyIupoBaHHBIX AMPS04 u AMPS0S5, mocinennue OTAEISUA OT
KOpHEH Ha Jbly M 3aMOpaXHBaldu B XUAKOM a3oTe. KiyGeHbku pactupanu c
MOMOIUIBIO CTYIKH C IECTUKOM B YKHMJIKOM a30T€ JI0 COCTOSIHUA MOPOIIKa. ToTanbHyIo
PHK Bwinensuiiu ¢ ucnonwszoBanueM Habopa HiPure Plant RNA Mini Kit (Magen,
Kuraif) B COOTBETCTBUM C MHCTPYKUUSIMH NPOU3BOAUTENSl. OUYUCTKY BBIJIEICHHOM
PHK u o6pa6otky JIHKa30it npoBoaumu ¢ nomoiisio RNA Clean and Concentrator —
5 (Zymo Research, CIIIA) B COOTBETCTBUM C HMHCTPYKIUSAMH TPOU3BOIUTES.
Konnenrpanuio uzsneuennot PHK usmepsum ¢ momompio Qubit 4.0 (Invitrogen,
CIIA). TIloagroroBka Oubnuorek u cekBeHupoBanue PHK ocymecTtBusiucey
komnanued CeGaT GmbH (I'epmanus) ¢ ucnosb3zoBanuem Habopa TruSeq Stranded
Total RNA with Ribo-Zero (Illumina, CIIIA) na npu6ope NovaSeq X Plus (Illumina).

JleMyIbTUIINIEKCUPOBAHUE PE3YNIBTATOB CEKBEHUPOBAHUSI OBLIO BBIMOIHEHO C
nomonisio Illumina bel2fastq Bepc. 2.20. Axgantepsl obpe3anu ¢ momoinbio Skewer

(Jiang et al., 2014) Bepc. 0.2.2. KauecTBo OBUIO NMPOAHATU3UPOBAHO C IMOMOIIBIO

* JlaHHOE WCCIIeZIOBaHHE TPOBEIEHO COBMECTHO C HAYYHBIM COTPYIHHUKOM J1abopaTopuu
MOJIeKYJIsIpHOH 1 kietouHoi 6uonornn ®I'BHY BHUUCXM k.6.H. IL.T'. KycakuabiM
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FastQC (Andrews, 2010) Bepc. 0.11.5-cegat. IlpoutreHuss ObLIM COMOCTABIIECHBI C
sTanoHHbIM TeHomoMm P. sativum CAAS Psat ZW6 1.0 (GCF_024323335.1) ¢
ucrnojs3oBanueM nporpammuoro obecrneuenuss STAR (Dobin et al., 2012) Bepc.
2.7.11a u xoMmM4YeCTBEHHO OlleHeHkI ¢ momotnbio featureCounts (Liao et al., 2014) Bepc.
2.0.6. ns ananuza nuddepeHnnaibHOM dKCIPEecCuu reHoB ucnonb3oBaiu DESeq?2
(Love et al., 2014) Bepc. 1.42.1 ¢ tectom Banpna (p-3nauenue < 0,05; moayns log,
kpatHocTu u3MmeHeHu#t (|log, fold change|) > 2). Jlns otoGpaxenue rpaduyeckoi
CBOAKM (DYHKIMOHAIBHON MHGOpMAIMK MOJyYEeHHbIE JAaHHBIE AHAIM3UPOBAIU IO
CpencTBaMm 3arpocoB K HHTEerpupoBanHoi 6a3e gaHHbx DAVID (Dennis et al., 2003).
Knacrepsr (GyHKIIMOHATBRHOW aAHHOTAIIMM  BBIJCISUIA, WCIONB3YS IapaMeTphl:
coBmajiecare TepMuHOB (Similarity Term Overlap) = 3; mopor cxoacta (Similarity
Threshold) = 1; octanpHble mapaMeTpbl ObUIH YCTAHOBIEHBI IO YMOTYAHHUIO.

Jist onpenenenust nuddepeHIuanbHO SKCIPECCUPYEMBIX T€HOB, KOIUPYIOIIUX
AKTUBHBIE B OTHOLIECHUU YIJIEBOJOB (EPMEHTHl C BHEKJIETOUYHOW JIOKAJIM3alHUei,
nporpammuoe odecnieuenne dbCAN3 (Zheng et al., 2023) Bepc. 4.1.4 ucnonp30Banoch
B aHaju3e OEJIKOBBIX IMOCEA0BATEILHOCTEH ATaJOHHOW cOopku P. sativum s
NOJlydYeHUs aHHOTalMi B cooTBeTcTBUM ¢ 0Oazoit ganHbix CAZY (GHs,
riuko3uaruaposnasel; GTs, rukosunrpancdepassl; PLs, momucaxapun nuasel; CEs,
acTepasbl yrieBosioB; AAs, BcomorarenbHbie akTuBHOCTH) (Cantarel et al., 2008;
Drula et al., 2022) Bmecte ¢ DeepLoc 2.0 (Thumuluri et al., 2022) nns
nporHo3upoBaHust Jokanuzanuu. Crucok auddepeHIuanbHO KCIPECCUPYEMBIX
TeHOB ObUT OTOUIBLTPOBAH, YTOOBI BKJIIOYHUTH TOJIBKO 3amucu ¢ aHHoTanuen CAZY
(mpemocTaBieHHONW HecKoJIbkuMU WHCTpyMeHTamMu B dbCAN3) u BHEKJIETOYHOU
nokanu3auuend.  Kmaccudukanuss — BO3MOMXHBIX — TJMKOMPOTEMHOB,  OOrarbIX
ruapokcurnpornaoM (HRGP), B sramonHoM reHome ropoxa Oblna MOJy4YeHa C
ucnoas3oBanueM SignalP 6.0 (Teufel et al., 2022), makera ragp R (Dragicevic et al.,
2019) Bepc. 0.3.5.9, xonseitepa MAAB (Johnson et al., 2017) u cepsepa NetGPI
(Gislason et al., 2021) Bepc. 1.1. IlocnemoBaTenbHOCTH, coaepKamue MeHee 3
MPOTHO3UPYEMBIX THAPOKCUIIPOJIMHOB, ObUIM OT(HIGTPOBAHBI M HCKIIOUCHBI W3

aHaJInu3a.
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I'naBa 3. PE3YJIBTATDBI U OBCYXIAEHUE

3.1. AHaam3 ¢puioreHeTH4eCKHX CBsI3ell Mexay mramMmmaMu Rhizobium
laguerreae

Xopouio M3BECTHO, YTO CpPEOUd COBMECTHUMBIX IITAMMOB pHU300Ui, [axe
MPUHAICKAINX K OJHOMY U TOMY K€ KOMIUIEKCY BUJI0B, HEKOTOPBIE 00JIe€ YCIICIITHBI
B MHIYKIIMU KIIyOeHbKOB, ueMm japyrue (Batstone ef al., 2017; Boivin et al., 2020;
Boivin et al., 2021). 3To npeanodTeHne B acCOIUAIIAN C XO35IMHOM 3aBUCUT KaK OT
TEHOTHITA pacTeHus, Tak U Oaktepuit (Boivin et al., 2021; Fagorzi et al., 2021).

B pesynbrare mNpOBEAEHHOTO CEKBEHUPOBAHUS TPETHETO IMOKOJEHUS C
ucrnosib3oBanueM TexHosorun ONT 115t Kaka0ro mraMma ObUTH TTOTYYEHBI «ChIPHIS)
npoutenus (Tabnuna 2). Boccranosnenue nocnenosarensHocty JJHK npoucxonuno
nyTeM de novo cOOpKH, B pe3yJIbTaTe Yero JJIsl KaKJI0To ImTamMa Ob110 chOpMUPOBAHO
oT 5 10 8 KOHTUTOB, a TIOJHOTA cOOpPOK coctaBmia oT 93,5% mo 97% (Tabnwuma 2).
[TonyueHnHsie oHOTeHOMHBIE cOOpKU ObUTH TToMelieHbl B NCBI GenBank ¢ kogom
noctymna ouonpoexkta PRINA1079530 (Kirichek et al., 2024a). Buytpennnii ananus
kauectBa NCBI moxkazan, uro mrammer AMPS04, AMPS17 u AMPS23 npouuu

MPOBEPKYy TakcoHomuu, a mramMmbl AMPS05, AMPS22 u AMPS34 nonyuuiu
OTMETKY «HEOKOHYATeJIbHBIH» (OT aHri. inconclusive), Tak Kak CXOJCTBO C
OJIM>KAaUIIIMM TUTIOBBIM IITAMMOM COCTaBMIIO MeHee 96% ANI.

Cornacno Genome Taxonomy Database (GTDB) mtammet AMPS04, AMPS17,
AMPS23, AMPS05 u AMPS34 nonyuymnu TakCOHOMHUYECKHU cTatyc Rhizobium

laguerreae, a mramm AMPS22 — Rhizobium leguminosarum_Q.
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Ta6auua 2 — XapakTepucTHKA reHOMHBIX COOPOK IITaMMOB Rhizobium

laguerreae
Il Tamm AMPS04 | AMPSO05 | AMPS17 | AMPS22 | AMPS23 | AMPS34
Nso a1 7 668 9 494 8 538 16 124 6 804 15205
npoyYTeHuii (1m.0.)
Kost-Bo «cbIpbix» | g g5 35261 51 539 61292 87 548 52250
NpoYTeHUIt
IToxpreITHE 49x 29x 40x 65x 55x 60x
Ko0J/1-B0O KOHTHIOB 5 8 5 6 6 6
06‘“&";‘;‘““3 7008475 | 7522422 | 6854799 | 7335478 | 7260096 | 7371118
Nso I”(‘l’I‘ S‘;"p““ 4933869 | 4944891 | 4861011 | 4855452 | 4883801 | 4869 780
GC (%) 60,79 60,75 60,86 60,87 60,71 60,75
Yucjio reHoB 6 847 7314 6 758 7112 7 131 7151
Yucsio PHK renos 60 61 60 60 61 61
H"““"(T; ;ﬁ"p"“ 97 94,1 96,2 95.8 97.5 93.5
0
Kox gocTyna GCA_036 | GCA 036 | GCA_036 | GCA 036 | GCA_036 | GCA_036
NCBI 964765.1 | 964845.1 | 964825.1 | 964745.1 | 964785.1 | 967165.1

UToOBI MOMECTUTH aHATM3UPYEMBIE ITaMMbl R. laguerreae AMPS B KOHTEKCT

ro0ansHOro  pasHooOpasust puzodbuit B mpexaenax Rlc,

C HCIIOJIB30BAHUCM

uHcTpymMeHTOB NDtree 1 REALPHY Obutn co3aanbl GuinoreHeTH4ecKue 1epeBbs AJis

nocienoBatenbHocTeir xpomocoM (Pucynok 10). CTpykTypa TOMNOJOTUU JepeBa

NDtree, mocTpoeHHass IMyT€M COMNOCTABICHUS IOCIEIOBATEIBHOCTEN C T€HOMOM

stanoHHoro mramma R. leguminosarum USDA 2370" (GCF_002008365.1), mouru

MOJIHOCTBIO COTJIACYeTCsl CO CTPYKTYpPOM, NpeliCKa3aHHOM TMpH HCIOJIb30BAHUU

REALPHY, 3amymenHoro ¢ ucnosnb3oBanueM anroputma PhyML (Guindon et al.,

2010). O6mras Tonoorus AepeBa Obljaa cCoXpaHeHa, 3a UCKII0UYEHUEM He3HAYUTEIbHON

pazHutibl B pacnosioxxenun Rhizobium sp. JKLM12A2 (GCF_005862305.2). Ha 060ux

JEPEBBSAX YETKO MPOCIICKUBAIACH BETBb, MpECTaBIOMAs Ki1any R. laguerreae (F-

kiana) (Young et al., 2021), koTopasi BKJItoUaja BCe MPOAHATU3UPOBAHHBIC IIITAMMBI

AMPS (Pucynoxk 10).
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Pucynok 10 — OcHoBaHHbIe HA JaHHBIX MOJHOT€HOMHOI'0 CeKBEHMPOBaHUsA (UI0reHeTHYeCKHE IepeBbs IS

XPOMOCOMHBIX NMOCJIeA0BaTEeNbHOCTEH IITAMMOB Rhizobium laguerreae AMPS u npencraBsuredieii Rlc
Cnesa: nepeBo NDtree, 3HaueHUs HaJl BETBIMH — HYKJICOTHIHBIE pa3Iuyus, BRIUUCICHHBIE C TOMOIILI0 Tporieaypsl ND; crpaBa: aepeBo
REALPHY, 3naueHust HaJ BETBSIMU — KOJMYECTBO HYKJICOTHIHBIX 3aMeH Ha Kaxablid HykieoTun (Kirichek et al., 2026).
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[Tockonmpky OrthoANI oOecneunBaeT HamexHOe U OBICTPOE CPENCTBO
BBIYHCIICHUST CpPeAHEH HYKICOTUAHOW HWICHTUYHOCTH JJIS WCIIONB30BAHUS B
takcoHomuu (Lee et al., 2016), 3TOT MHCTPYMEHT ObUI NMPUMEHEH I aHallu3a
B3aMMOCBSI3M  MEXKIy U3y4aeMbIMH ImTamMMaMu R. laguerreae W JpyruMH
npeactaButessiMu Rlc (Pucynok 11). IIpu cpaBuenun 3HaueHuit ANI u Ortho ANI st
XPOMOCOMHBIX TTOCJIEI0BATEILHOCTEN OBLIIO YCTAHOBJIECHO, UTO HAanOoJIee OJU3KUMH K
STanoHHOMy reHoMy R. laguerreae FB206" (GCF _002008165.1) (Saidi et al., 2014)
obu mrammbl AMPS17, AMPS04 u AMPS23 (uaenTruuHOCTSb nipeBbiiaet 98%). 3tu
ITAMMBI OTHOCSATCS K TE€HOBHUAY R ¥ TOJNIBKO OHM MOTYT pacCMaTPHBATHCSA Kak
Rhizobium laguerreae sensu stricto. beino nokazano, 4to mramm AMPS22 otHocuTcs
K reHoBuly N ¢ uiaeHTtuyHocThio 97,34% ANI Mo OTHOLICHUIO K ATAJTOHHOMY
npeacrasutento R, leguminosarum sv. viciae TOM (GCF_000372205.1) wu
nemoHctpupys 95,3% ANI ¢ R. laguerreae FB206" (GCF_002008165.1). Kpome Toro,
HauOosiee OJM3KUM POACTBEHHBIM ITaMMoM i AMPS05 u AMPS34 Gweut R.
laguerreae JH12449 (GCF_010668165.1) u3 renoBuna O co 3nauenusimu ANI 95,88%
u 3HaueHuIMH OrthoANI 96,19% u 96,09%, coorBercTBeHHO. 10 oTHOmEHMIO K R.
laguerreae FB206" (GCF_002008165.1) nannble mraMMbl UMEIOT ~95,4% ANI.

HexpoMocomHble  MOCHENOBAaTEIbHOCTH  0ojiee  OJAHOPOJIHBI  MEXIY
aHanu3upyembiMd ImrammamMu  AMPS u  umeroT HauOousblliee CXOJCTBO C
HEXPOMOCOMHBIMH TOCJIEIOBATENBHOCTSIMU TNpeicTaBuTeNsl reHoBuaa R (ot 95,64%
10 98% WIEHTUYHOCTH C STaJOHHBIMH), 3a HUCKIHOYeHHeM mrTamma AMPS22.
Hexpomocomubie nocienoBaTenbHOocTH mtaMma AMPS22, kak U XpOMOCOMHBIE,
ONPENEIISIIOT ero Kak npeacraBurtens renoBua N (Pucynok 11).

Pasnoobpasue R. laguerreae oOmupHo. IlpeacraButrenu R. laguerreae
pacmpesiesieHbl 10 HECKOJIbKUM TeHOBHAaM B pamkax Rlc, u 000CHOBaHHOCTH
IIPUMEHEHUS 3TOTO Ha3BaHUs KO BCeM WiieHaM F-Kkiaabl B HAcTOsIIee BpeMs BCE €lle
obcyxnaercs (Young et al., 2021). Ycranosnenusiit [1. Slurom u coaBropamu (Young
et al., 2021) mopor ANI B 96% nna pasrpaHuyeHus] NpeACTaBUTENCH pa3HBIX
reHoBusiIoB Rlc mozBosun pazgenuts mrtammbel AMPS17, AMPS04, AMPS23 u

AMPS22, otHecs ux k reHoBusiaMm R u N, cooTBeTcTBEHHO. B CBOIO ouepenb, 3TOT
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nopor HenpuMmeHuM i mraMmmMoB AMPS05 1 AMPS34. Kak XpoMOCOMHBIE, Tak U
HEXPOMOCOMHBIE KOHTUTH 3THX IITaMMOB UMEIOT 3HaueHusi ANI Hmke 96% k
pedepercHbiM renomam. Onenka 3HadeHUM OrthoANI mo3BossieT OTHECTH ATU JBa

mraMmma K reHoBuy O.

XpOoMoCOMHbIe KOHTUMA: 3HauyeHuA ANI XpOMOCOMHbIE KOHTUMA: 3Ha4yeHnA OrthoANI | R
m— :
FB206 FB206 lgo
- TOM = TOM
JHI2449 JHI2449
Vaf10 Vaf10
248 248
FA23 FA23
1AS11 1AS11
3841 3841
WSM1455 WSM1455
JKLM_12A2 JKLM_12A2
CCBAU_03386 WSM1325
WSM1325 CCBAU_03386
WYCCWR_11290 WYCCWR_11290
I CcC275e _ ~ ccase
Vaf-46 - Val-46
SM51 UPM1133
UPM1133 SM51
SRDISE5 SRDIS65
USDA_2370 USDA_2370
T8 %88 %
¢ 2 %8 8 & %

HexpoMocoMHbIe KOHTUMN: 3HaueHns ANI

I_Iﬁ—‘

FB206
TOM
JHI2449
248
Vaf10
3841
WYCCWR_11290
FA23
JKLM_12A2
1AS11
WSM1455
CCBAU_03386
Vat-46
WSM1325
SRDIS65

UPM1133

USDA_2370

CC275e

SM51
8 % & 2 & 8

Pucynok 11 — TemnoBas kapra 3Hayennii ANI u OrthoANI pas
XPOMOCOMHBIX H HEXPOMOCOMHBIX MOCJI€10BATEILHOCTEH IITAMMOB
Rhizobium laguerreae AMPS u npyrux npeacrasuresieii Rle
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Taxum 06pazom, BUAUTCS 11e51ecO00pa3HbIM IPUMEHSITh Ha3BaHue R. laguerreae
TOJILKO K IIPENCTABUTENAM renosuaa R (tumosoit mramm R. laguerreae FB206"), a
Il IITaMMOB TIPOYMX T€HOBHIIOB F-Kianpl, BO M30ekaHNe MyTaHMIIbI, ONPEACTUTh

HOBBIC BUJIOBBIC HA3BAHUA U AaTh JACTAJIbHYIO XapaKTCPUCTHUKY.

3.2. BausiHue reHOTHIIa X03AUHA

3.2.1. ®enoTunbl KIyOEHHPKOB ¥ POCT PACTEHUI MOCIIE MHOKYIISIHH

Pacrenuss  copra  Rondo,  WHOKyIHMpOBaHHBIE  MPEANOJIOKUTEIBHO
apdekTuBHBIMU TaMMaMu R. laguerreae AMPS, mokazanu mpu3HaKd a30THOTO
TOJIO/TAHWS B HEKOTOPBIX BApUAHTAX WHOKYIISIITUH, TTPY BBIpAIIMBAHUH O0€3 T0OaBICHHUS
noctynHoro azorta (Kirichek et al., 2026). Hanmpumep, pacTeHus, HHOKYJIUPOBAHHbBIC
mrammoMm AMPSO0S5, nakarmBanmm 6076116 GMOMAacChl U coep kayid O0JIbIIIEe a30Ta B
noberax. U HaobopoT, oOmiee coaepkaHue a3zoTa B mobOerax pacTeHUH,
MHOKYJIMpOBaHHBIX TaMMaMu AMPS04 1 AMPS23, cyliecTBeHHO HE OTIIMYaI0Ch OT
TAKOBOTO B KOHTPOJIbHOM Tpymme 6e3 pu3zoOuambHOW HHOKYISAuH. CoaepxaHue
a3oTa B TobOerax pacTeHui, WHOKyJIupoBaHHbIXx AMPS34, AMPS22 u AMPSI17,
CTAaTUCTUYECKHU HE OTINYAIOCH OT COJEpKaHUs a30Ta B 00pa3iax, MHOKYJIUPOBAHHBIX
mraMMoM R. johnstonii 3841, 4To yKaspIBaeT, MO KpalHEW Mepe, Ha YaCTUYHYIO
3 PeKTUBHOCTh TakuX KI1yOeHbKOB (PucyHok 12).

[Tomumo copra Rondo mrammamu AMPS Obimu MHOKYTUPOBAaHBI PacTEHUS
copta Frisson u iuann SGE. B HeKOTOpbIX KOMOMHAIMAX HAOIIOJAIUCh KITYOEHBKH C
3e7ICHOW WM KOPUYHEBOM TMHIMEHTAlMel M  aHOMalbHOM  MopQosoruei,
HEKPOTUYECKUE KIIYOECHbKH, OTCYTCTBUE KIJIETOYHON KOJOHU3ALMU WIM HapYIICHHS
nuddepentiupoBku O6aktepuit. Takue PpeHOTHIUYECKHE MPOSBICHUS YKa3bIBalOT Ha
IpOTEKaHUE B ATUX KIyOEHbKAX 3alIMTHBIX peakiuil. XapakTepHble 3aKOHOMEPHOCTH
KJIIyO€HbKOOOpa30BaHUs U OMUCAaHHE MOP(OJIOrUU MPEACTaBICHBI B TAOJIHIE HUKE

(Tabnuma 3).

59



AMPS04 -

AMPS17 A a6

AMPS22 ; a6
AMPS23 A E a6

AMPS34 - 46

Sl .@

00 01 02 03 04 05 06 07 08
Cyxasi Macca noberos, .

3841 - -_|53
AMPS04 - }—. a
AMPS0S5 - |-.—{r
AMPS17 - l-.—fﬁB

AMPS22 - o IB-D- o

AMPS23 - o Iaﬂ o

control - ma

2.0 2.5 3:0 3:5 4;0 4.5
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Pucynok 12 — PocToBble mapamMeTpbl pacTeHunii ropoxa copra Rondo
A — rpaduK 3aBUCHMOCTH MAacChl CyXUX T100eroB (KOHTPOJBHBIC pACTEHUS HE
WHOKYIUPOBAINCh); b — rpaduk 3aBHCHMMOCTH HaKOIUICHHs a30Ta B moOerax. Pa3Hbie OYKBBI
BO3JIe TUCTOTpaMM/IarpaMm pa3mMaxa yKa3bIBalOT Ha 3HaUMMbIe paznnuus (p-3HadeHue < 0,05) B
tecte [lannerra T3.
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Tadauuma 3 — Mopdosorusi Kiy0eHbKOB B 3aBUCUMOCTH OT IiTaMMa Rhizobium, ucnoyib3yeMoro npu MHOKYJISIU A

I'enoTun

Itamm ®eHoTnn KI1y0eHbKOB I'ucrosornyeckasi CTpykrypa
pacTeHust
R. johnstonii 3841 YiJIMHEHHBIE PO30BbIE Tunu4yHas ¢ Npu3HAKaMu PaHHETO CTAPEHUs
AHOManbpHasi, OTCYTCTBUE KJIETOUYHOU MHPEKINU WITN
R. laguerreae AMPS04 Okpymibie Oenble » OTCYT ¢
CHOpaaNuecKy HHOUITMPOBAHHBIE KIETKU
R. laguerreae AMPS05 YIIMHEHHBIE PO30BBIE TurnmaHast 151 HeIETEPMUHUPOBAHHOTO KITyOSHBKA
Crerka y/UIMHEHHBIE 3€JICHOBATHIC WIIN
Rondo R. laguerreae AMPS17 a TunuyHas ¢ npu3HakaMu Hed()(HEKTUBHOCTH
po3oBatsie
R. laguerreae AMPS22 Oxpyruibie 6ebie ¥ YUTMHEHHBIE PO30BhIE TurmmmaHas ¢ npu3HakaMu Hed(H(HEKTUBHOCTH
AHOManbpHasi, OTCYTCTBUE KJIETOUYHOU MHPEKINU WITN
R. laguerreae AMPS23 Oxpyribie Oernbie » OTCYT exn
CHopaanyecku HHUIMPOBAHHBIE KIETKH
R. laguerreae AMPS34 YnsMHEeHHbIE 3€J1€HOBAThIE UJIM PO30BAThIE TunuyHas ¢ npu3HakaMu Hed((HEKTUBHOCTH
R. johnstonii 3841 YiJIMHEHHBIE PO30BbIE TunuyHast 17151 HEAETEPMUHUPOBAHHOTO KITyOEHBKa
R. laguerreae AMPS04 Oxpyribie Oernbie AHoOManpHas, «3anepThie» NHPEKITMOHHBIC HUTH
R. laguerreae AMPS05 YIMHEHHBIE PO30BBIE TurnmaHast 1151 HeIETEPMUHUPOBAHHOTO KITyOeHBKA
SGE R. laguerreae AMPS17 Oxpyrmibie Oernbie AHoOManpHas, «3anepThie» NHPEKITMOHHBIC HUTH
AHOMasnpHas1, OTCYTCTBHE KJICTOUHON MH()EKINHU WK
R. laguerreae AMPS22 Oxpyrmbie 6emnbie » OTEYT exn
CHOpaaNuecKy HHOUITMPOBAHHBIE KIETKU
R. laguerreae AMPS23 Oxpyrbie 6emnbie AHoManpHasi, IereHepanusi CHMOMOTHYECKUX CTPYKTYP
R. laguerreae AMPS34 Crnerka yaJIMHEHHbIE OeJIble TunuyHas ¢ npu3HakaMu Hed()(HEKTUBHOCTH
R. johnstonii 3841 YiJIMHEHHBIE PO30BbIE TunuyHast 17151 HEAETEPMUHUPOBAHHOTO KITyOEHBKa
AHOMasnbpHasi, OTCYTCTBUE KIETOUYHOU MH(PEKINUU WIIN
R. laguerreae AMPS04 Oxpyribie Oernbie » OTEYT exu
CHOpaaNuecKy HHOUITMPOBAHHBIE KIETKU
R. laguerreae AMPS05 YIIMHEHHBIE PO30BBIE TurnmaHast 151 HeIETEPMUHUPOBAHHOTO KITyOSHBKA
Crerka yamuHeHHbIE OeJble Wi OeTHO- AnomanbHas, yBennueHHas 30Ha 11, 30oHa Il cBenena
R. laguerreae AMPS17 Ve & Y ’
Frisson po3oBatsie €IMHIYHBIM KJIETKaM.
AHOMasnpHasi, OTCYTCTBHE KJICTOUHON MH()EKINU WK
R. laguerreae AMPS22 Oxpyrbie 6emnbie » OTEYT exn
cropaanyecku HHQUIMPOBAHHBIE KJIETKH
AHOManbpHasi, OTCYTCTBUE KIETOUYHOU MHPEKINU WIIN
R. laguerreae AMPS23 Oxpyribie Oernbie » OTCYT exn
Cropaanyecku HHOUIMPOBAHHBIE KIETKH
AHOManbpHasi, OTCYTCTBUE KJIETOUYHOU MHPEKINU WIIN
R. laguerreae AMPS34 Oxpyribie Oernbie » OTCYT exn

CIIOpaandCCK I/IH(I)I/IL[I/IpOBaHHBIe KIICTKH
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3.2.1.1. Unokynsuus Rhizobium johnstonii 3841 (renoBun B)

AHanu3 pa3aUyYHbIX TEHOTUIIOB PACTeHMH Tropoxa, HHOKYJIHPOBAHHBIX
mraMMoM R.  johnstonii 3841, mokazan oOpa3oBaHHWE KPYMHBIX PO30BBIX
HEeJeTepMUHUPOBAaHHBIX KTyOeHbKoB (Pucynok 13A, Ilpunoxenue A Pucynok 1A, E)
¢ Tpems rucronorudeckuMu 3oHamu (Vasse et al., 1990): 3ona I (mepucrema), 30Ha II
(3ona uHdexnuu) u 30Ha Il (3ona azordukcarun) (Pucynox 13b, [lpunoxenue A
Pucynok 1b, XX). BblsBlIieHHas CTpyKTypa TUIIMYHA Uil HEAETEPMUHUPOBAHHBIX
KIIyOeHbKkOB Fabaceae. KpoMe Toro, B Ki1yOeHBKaX, 00pa30BaBIIMXCS HA PACTEHUAX

copta Rondo, takxe Habmiomanack 30Ha crapeHus (3oHa [V) B aucTaibHON YacTh

(Pucynox 13b).

s, ¥ & ziﬂmdé' A0 BN s
Pucynok 13 — O0mmii B, THCTOJIOTHYECKAS M YJIbTPACTPYKTYPHAs
opranm3anus KJiIy0eHbKoB ropoxa copra Rondo, HuHAYIIUPOBAHHBIX
Rhizobium johnstonii 3841

A — obmuit Bun kopHeil. b, B — coBmemnienne ontudeckoro cpesa auddpepeHnnanbHo-
nateppepennmonHoro kourpacta (DIC) u kpacHoro kanana (sapa u 6axkrepun; JJHK oxpamena
Honumom niporuusi). | — mepucrema, I1 — 3ona nndekuun, [11 — 30Ha azordukcanuu, [V —
30oHa crapenus. UK — wHdummpoBaHHas KieTka; CTPENTKH yKa3bIBalOT HAa MH(EKIIMOHHBIE
HUTH, HAKOHEYHHWK CTpEIKM — Ha HH(EeKnuoHHyro kKammo. [, J[ — mpocBeunBarorias
AJICKTPOHHAS MUKPOCKOIHMS. UH — WH(EKIMOHHAs HUTh; 0a — Oaktepoua; 6 — OakTepwus.
Macmrabasie muaeriku: A — 2 mm, b — 100 mxm, B — 10 mxwm, I, ] — Macimiral ykaszaH moj
KaKIOU JUHENKOU.
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WHpekuronHble HUTH B KIIyO€HbKAaX UMENIN TUITUYHYIO CTPYKTYPY C MAaTPUKCOM
CpeaHeN DJIEKTPOHHOU IUIOTHOCTH M CTEHKOM, HAaIIOMMHAIOIIEH KIETOYHYIO CTEHKY.
baktepun BHyTpU MHPEKIIMOHHBIX HUTEH MMENHU MajJOYKOBUAHYIO (OpMY, MATPUKC
NOBBIIICHHON 3JEKTPOHHOW IUIOTHOCTH C 3JIEKTPOHHO-IPO3PAYHBIMH  KaIUIAMH
nomuruapokcudyrupara (Pucynok 1317, Ilpunoxenue A Pucynok 1I', 1). 3penbie
UH(UITIPOBAHHBIE KJIETKU ObLITH 3aI0JTHEHBI mudhepeHIIUPOBaHHBIMU
IeoOMOpPGHBIMU OaKTEPOUIAMH TIO OTAEITHLHOCTH OKPY>KEHHBIMH CHUMOMOCOMHBIMU
memOpanamu (Pucynok 13B, I, [lpunoxenue A Pucynok 1B, I', 3, N). Y 6aktepouoB
HaOMOaICsl MaTpUKC CpeAHEM HSJIEKTPOHHOM IUIOTHOCTH C  BBIPAKEHHBIMU
BKJIFOUEHUSIMU ¢ OoJiee BBICOKOW 3JeKTpoHHOM tuioTHOCThIO (Pucynok 13]1,

[Tpunoxenue A Pucynok 11, K).

3.2.1.2. Unokynsauust Rhizobium laguerreae AMPS22 (renosup N)

[ramm R. laguerreae AMPS22 wnayuupoBai Ha pacTeHusx copta Rondo
KJIyOEHBKH JIBYX TUIIOB: OKpPYTJIbIe Oeble U yAJIMHEHHbIe po3oBatbie (PucyHok 14A).
Penxue pozoBaThie KIyOSHBKH, BEPOSTHO, XapaKTEPHU30BAIUCh HHU3KUM YPOBHEM
¢ukcanuu a30Ta, 0 4YeM CBUJCTEILCTBYIOT MPU3HAKU a30THOTO TOJI0JaHMs, TaKHE KaK
cnaOblii pOCT pacTeHH, OJICIHBbIC M TOXKEJITEBIIUE JUCThs. [IpoBenEHHbIN aHAIN3
OenbIX KIyOCHBKOB BBISBUJ TMPHUCYTCTBUE CKOIUICHUS WH(DUIMPOBAHHBIX KIIETOK,
KOTOPbIE B HEKOTOPBIX CIydasx 00pa30BBIBAIN 30HY, MOJOOHYIO 30HE a30THUKCAINH

(Pucynok 14b, B).
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Pucynok 14 — O0mmii B, THCTOJIOTHYECKAS M YJIbTPACTPYKTYPHAsI
opraHm3anusi Ki1y0eHbKOB ropoxa copta Rondo, HHAynmupOBaHHbIX
Rhizobium laguerreae AMPS22

A — obmuii Bun kopHeil. b, B — coBmerienne ontudeckoro cpesa auddpepeHnnanbHo-
nntephepennmonHoro kourpacta (DIC) u kpacHoro kanana (sapa u 6axkrepun; JJHK oxpamena
Honunom nporuaus). | — mepucrema, I — 30na nndexuun, [II" — 30Ha, cooTBeTCTBYIOMAS
30He a3ordukcanuu. UK — mHbUIMpoBaHHas KJIETKA; CTpEJKa YKa3bIBaeT Ha MH(EKITMOHHYIO
HuTh. [ —E — mpocBeunBaromas 3j1eKTpoOHHAs MUKPOCKOMUS. UH — UH(EKIINOHHAs HUTh; 0a
— OakTepou; 1 — sApo; 10a — JNereHepupyronuii 6akrepona. MacmraOHble IMHEHKH: A —
2 mm, b — 100 mxm, B — 10 MM, [—E — macmirab ykaszaH moj Kax10i THHEHKO.

VY ABTpacTpyKTypHBIN aHAIN3 O€NbIX KITyOE€HBKOB MOKa3aj, 4YTO MH(GEKIIMOHHbIE
HUTU OBUIM OKPY>KEHbl HEPOBHOM (UOPWIUISIPHONM CTEHKOM M 3alOJIHEHBI IUIOTHBIM
matpukcom (Pucynok 14I'), a xkaxmas cumOWocoMa colepkaia OJHH
muddepenurpoBanHbiil  mieomopdubii  6aktepoun (Pucynok 14]1). Omgnako 1o
CpPaBHEHHUIO C KIyOCHbKaMH, WHIYIHPOBAHHBIMU ITaMMOM R. johnstonii 3841,
OakTepou Ikl JEMOHCTPUPOBAIH T€TEPOTCHHBIH MATPUKC C PA3TUYHON DIICKTPOHHOM
mwiotHocThio  (Pucynox  14/]). Cpenu  MHQUIMPOBAHHBIX  KJIETOK  4YacTo
0OHApYKMBAIKCH KJIIETKH ¢ OUY€Hb TUI0THOM nutoriazmoit (Pucynok 14E). Eciau takue
KJIETKH cojiepXaiu WH(GEKIUOHHbIE HHUTH, HAOMIOJaloch UX HaO0yXaHHe C

MPOCBETIEHUEM rpanysipHoro Marpukca (Pucynok 14E).
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Ha pacrenusax mnunuii SGE u copra Frisson naGmomanu ¢opMmupoBaHue
OKpyTJIbIX Oenbix Ki1yoeHbKoB ([Ipunoxxenue A Pucynok 2A, XK). B Takux kinybeHbKkax
ObLTH nIpescTaBiieHbl TOAbKO 30HBI | 1 I (IIpunoxenue A Pucynok 2b, 3). HecmoTtps
Ha oOpa3oBaHne MH(PEKIMOHHBIX HUTEH M Karmeylb B KIyOeHbKaX 0OOWX T€HOTHIIOB
(ITpunoxxenne A Pucynok 2B, W), Bbixoa OakTepuil MpOUCXOAMI OYEHb PEIKO
(ITpunoxxenne A Pucynok 21).

DJEKTPOHHO-MUKPOCKOIIMUECKOE UCCIIEJOBAHKUE MOKA3aJI0, YTO B KIyOeHbKax
muaun SGE u copra Frisson cTeHkH WHQPEKIMOHHBIX HHUTEH OBUIM CHIJIBHO
YTONIIEHHBIMH, (GUOPUIUIAPHBIMU C TIOBBIIIEHHOHN 3JIEKTPOHHOM IJIOTHOCTHIO U YaCTO
oOpa3zoBbiBasiM paznuuHbie BeIpocThl ([Ipunoxenne A Pucynok 2I', K). B kinybenbkax
muaun - SGE  Beixog puszoOuil U3 UMHQEKUMOHHBIX HUTEH OBUIO PEaKuM,
MajonuddepeHpoBaHHbIle OAKTEPOUIBI COOMPATUCH B MYJIBTHOAKTEPOUTHBIC
CUMOMOCOMBI, B KOTOPBIX OHHM ObIcTpo aereHepupoBanu (IIpunoxenue A PucyHox
2J1). Unoraa B nurormiasMe oOHapykuBanuch aunuanble Kamiu ([lpunoxenue A
Pucynox 2E). CumGuocomsl ¢ eomophHbIMU OakTeponaamMu ObUTH CHOPMHUPOBAHBI
B HEKOTOpbIX KiyOoeHbkax y copta Frisson (IIpunoxenue A Pucynok 2JI). B 3o0ne
UHPEKIUM  SHJOMJIA3MAaTUYECKUH  PETUKYJIYyM HMHQPUIUPOBAHHBIX KIETOK C
IOBEHWJIbHBIMU OaKTEpOMIaMHu 4acTo mojBeprajics Bakyonuszanuu ([Ipunoxenue A

Pucynok 2M).

3.2.1.3. Unokynsuus Rhizobium laguerreae AMPS05 (renoBup O)

ramm R. laguerreae AMPS05 wnaynmpoBan Ha BCEX pPacTEHUSX KPYITHBIE
pPO30BBIE KIIYOCHBKH, MOAOOHBIE TE€M, YTO OBUIM OMHCAHBI MPU HHOKYISAIUA R.
johnstonii 3841 (Pucynok 15A, Ilpunoxenue A Pucynok 3A, X). Otu kinyOeHbKH
uMeT MOP(OJIOTUIO, TUITMYHYIO JIJIs1 HEIETEPMUHUPOBAHHBIX KITyOCHHKOB, & BCE 30HBI
BbITJIsAIeM HOpMasibHbIMU (Pucynok 15b, B, Ilpunoxenue A Pucynok 3b, B, 3, 1).

YaeTpacTpykTypa KiIyoeHbKOB copTa Rondo, WHIyIUpOBaHHBIX IITaMMOM R.
laguerreae  AMPS05, Obula TUMUYHOM /IS HENETEPMUHUPOBAHHBIX KIIyOCHHKOB

(Pucynok 151", ). Ognako, HECMOTpSl Ha OTCYTCTBUE BBIPAXKEHHOW 30HbI CTAPEHUS, B
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UHOUIUPOBAHHBIX KIETKax ObUIM OOHApY)XEHbl OTIEIbHBIE JerpaJupOBaBIINE

6aktepoussl (Pucynok 15E).

RS Bk, SR e S
Pucynok 15 — O0mmii Buj, THCTOJIOTHYECKAS M YJIbTPACTPYKTYPHAs
opraHm3anusi Ki1y0eHbKOB ropoxa copta Rondo, HHAynmupoOBaHHbIX
Rhizobium laguerreae AMPS05

A — obmuit Bun kopHeit. b, B — coBmerienue ontudeckoro cpesa auddepeHnnanbHo-
nnreppepennmonHoro kourpacta (DIC) u kpacHoro kanana (sapa u 6akrepun; JJHK okpamena
Homunom mponuaus). I — mepuctema, II — 30na nndeknun, Il — 3o0na azordurcannu. UK
— uHunupoBanHas kierka; HUK — nHenHdunmpoBanHas KiIeTKa; 1 — sSIpO; B — BaKYyOJIb;

CTpelika yKa3blBaeT Ha WHQEKIMOHHYI0 HHTh. [—E — mpocBeumBaromas 31eKTpOHHAsS
MHUKPOCKOIIHSI. @ — aMHJIOIIACT; 6 — OaKTepusi; M — MUTOXOHIPHs; UH — WH(OEKITMOHHAS
HUTb, 0a — OaKkTepous;, KC — KJIETOYHas CTeHKa; A0a — JereHepUpyIouii 6akTepous.

Macmrabasie muaeriku: A — 2 mm, b — 100 mxm, B — 10 MM, [—E — Macmmra6 ykaszan moj
KaKIOU JJUHENKOU.

XOTs Ha TUCTOJIOTHYECKOM ypoBHE KiyOeHbkr nuHuM SGE, nnaynupoBaHHble
mrammoM R. laguerreae AMPS0S5, BbITTIAEAN TUTUYHBIMU, HA YIBTPACTPYKTYPHOM
ypOBHE 00paiano Ha ce0si BHUMaHKE MPUCYTCTBUE JIET€HEPHUPOBABIINX OaKTEPOUIOB
B uHpuiupoBaHHbix kieTkax ([Ipunoxxenue A Pucynok 3/I). pyroit anomanbHO
OCOOCHHOCTBIO TaKUX KIyOCHBKOB ObLIO OOMJIME MEPOKCHCOM B MH(HUIIUPOBAHHBIX

kietkax (IIpunoxenune A Pucynok 3E). Onnako MHQEKIIMOHHBIE HUTH HE OTJINYAJIUCh
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OT TeX, KOTOpble 00pa3oBBIBANMCH B ciydae R. johnstonii 3841 (Ilpunoxenune A
Pucynok 3I).

B xnyGenpkax copra Frisson ¢ moMomipi0 371€KTPOHHO-MHKPOCKOMUIECKOTO
aHanu3a ObLIO OOHAPYKEHO YTOJIIEHNE CTeHOK HH(peKIMoHHbIX HuTeH ([Ipunoxenne
A Pucynok 3K). Cpeau cumOuocoM, coaepkaiiux OJuH IIeOMOPQHBIN OaKTepOouI
(ITpunoxxenne A Pucynoxk 3JI), ObutH Takke U MYJIbTHOAKTEPOUIHBIE CUMOUOCOMBI,
comepxamume 10 6—8 crabo auddepennmpoBanHbix O6akTepounoB (IIpumokenne A

Pucynok 3M).

3.2.1.4. Unokynsuus Rhizobium laguerreae AMPS34 (renoBun O)

['ucTonornyeckas CTpykTypa KiyOeHbKOB, 00pa30BaBIIMXCS PU UHOKYIISIIIUU
R. laguerreae AMPS34, BapbupoBana B 3aBUCUMOCTH OT FeHOTHUIa pactenus. Cierka
YIJIMHEHHBIE 3€JIEHOBAThIe WJIM PO30BaThie KIyOEHbKH, 0Opa30oBaBIIMECS HA COPTE
Rondo, coxmepxanu Tpu HOpMasibHbIE THUCTOJIOTMYECKHE 30HBI, XOTS OTIEJbHBIC
HEMH(UIIMPOBAHHBIE KIETKH B 30HE a30T(UKCANU ObLIY IJIOTHO 3aII0JIHEHBI 3€pHAMHU
kpaxmana (Pucynok 16A-B). WMuduuupoBaHHbIE KJIETKM OBUIM 3alOJHEHBI
CUMOMOCOMAaMH C OJTHUM 0aKTEPOUIOM, HO UX IUIOTHOCTH ObLJIa HU3KOM, U HEKOTOPHIE
KJIETKH COJIEP>KaJIU TOJIBKO OT/IeNbHbIe cuMOnocoMbl (Pucynok 16B). B cumOuocomax
OaKTepOU bl MPOSIBISUIM MPU3HAKHU JiereHepalui. X MaTpukc uMesn HeOAHOPOIHYIO
IUIOTHOCTb, HENPAaBWJIBHBIM KOHTYp M MPOCBETHl BIOJIb BHYTPEHHUX MeMOpaH
(Pucynok 16/1). B To Bpemsi kak OOJBIIMHCTBO MH(EKIMOHHBIX HUTEH HMMeENu
TUTIMYHYIO JIJ1s1 Topoxa cTpykTypy (Pucynok 16I'), Bctpedanuch nHGEKIIMOHHBIE HUTH
C YTOJILUEHHBIMU CTEHKAaMU, COAEPKAIUMU 3JIEKTPOHHO-IUIOTHBIE TPAHYJIbl B CTEHKAX

U KJICTOYHBIN AeTpUT B MaTpukce (Pucynok 16E).
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Pl/IcyHOK 16 — Oﬁuum BHJ, rHCTONIOTHYeCKast 1 yﬂpraCprKTypHaﬂ
opranm3anus KJiiy0eHbKoB ropoxa copra Rondo, HHAyIIUPOBAHHBIX
Rhizobium laguerreae AMPS34

A — obmuii Bun kopHeit. b, B — coBmerienne ontuieckoro cpesa auddpepeHnnanbHo-
nntephepennmonHoro kourpacta (DIC) u kpacHoro kanana (sapa u 6axkrepun; JJHK oxpamena
Honunom mponuaus). I — mepuctema, II — 30na nndeknun, Il — 3o0na azorduxcanuu. UK
— wuHbunupoanHas kietka; HUK — HennpummpoBaHHas KjeTKa; B — BaKyoOJlb, CTpPENKa

yKa3bIBaeT Ha WH(MEKIIMOHHYIO HUTH; Oemas 3Be3fouka (*) — rpaHynsl kpaxmana. [—E —
MIPOCBEUYMBAIOIIAS YJIEKTPOHHAS MUKPOCKOMHsL. 0 — OakTepus; UH — UHPEKINOHHASI HUTh; 0a
— OakTepoua; 1 — JETPUT, YepHas CTpelka — TrpaHyna. MacmraOHble TUHEHKH: A — 2 MM,

b — 100 mxMm, B — 10 mxm, ['=E — Macmtad yka3aH 1moj KaXxa0i JHHEHKOM.

Ha nuaum SGE »3TOT mTamMm HMHIyIHMpOBall CIIETKa YAJIMHEHHbIE OeIbie
kryoenpkn (Ilpumoxkenne A Pucynok 4A). ['mcTomormueckuii aHaiv3 BBISBIIT
00pa3oBaHHe TPEX YMEHBIIEHHBIX B pa3Mepax THUCTOJOTMYECKHX 30H, KOTOPHIE B
HEKOTOPBIX KITyOeHbKax ObUIH elie MeHee BbipaxkeHbl ([Ipunoxkenne A PucyHok 4b).
B 30He, cOOTBETCTBYIOIIIEH 30HE a30T(HUKCAIIUU, MHOTHE HEMH(PUIIMPOBAHHBIEC KIIETKH
OBLIY TJIOTHO 3aMoJIHEeHbI KpaxMaabHbiMu 3epHamu (IIpunoxenue A Pucynok 4b). Ha
YpOBHE CBETOBOW MHUKPOCKOINHU OTMEYAIOCh, YTO OaKTepOUIbl B MH(PHUIIMPOBAHHBIX
KJIETKaX UM HeoObluHYyro Ookpyriayio ¢opmy (Ilpunoxenune A Pucynok 4B).
CornacHO TaHHBIM 3JIEKTPOHHOW MHUKPOCKOIMUU, OaKTEpOUIbl UMENN HETPaBUIbHYIO

dbopMy, HENpaBUIBHBIA KOHTYP ¥ HEPaBHOMEPHYIO IUIOTHOCTh MaTpHUKCa
68



(ITpunoxxenne A Pucynok 4]1). Kpome Toro, B iuToriazme nHQUITMPOBAHHBIX KJIETOK
MHOTOUYHCJIEHHBIE TIEPOKCUCOMBI cocellcTBOBaIM ¢ cuMmbuocomamu (IIpunoxenue A
Pucynok 4E). MHdexkunoHHBIE HUTH YacTO OOpa30BBIBAIM BBIPOCTHI Pa3IUYHOMN
dopmel (IIpunoxxkenne A Pucynok 41).

Haxowner, B 0enbix kiryoenbkax copta Frisson (ITpunoxkenne A Pucynok 47K),
OakTepuu BBICBOOOXKTATUCh W3 MH(EKIIMOHHBIX Kameidb, OJIHAKO MCTHHHAs 30Ha
azotdukcaruu  He dopmupoBanack ([Ipunmoxxkenne A  Pucynoxk 43, ).
[IpocBeunBaroias 3JIEKTPOHHAS MUKPOCKOIHUS IMOKa3ajia, YTO B TaKUX KIyOeHbKax
UH(PEKINOHHBIE HUTH UMeNH TUNH4YHYo cTpykTypy (IIpunoxenue A Pucynox 4K).
NudunmpoBanHble KJIETKH BCTPEYANIHCh HEYACTO. B 3THUX KIeTKaX CHUMOMOCOMBI
comepxkanu cinabo auddepeHnpoBaHHbIE OaKTEpPOUAbl HEOOJBIIOr0 pa3Mepa,
NaJIOYKOBUIHOM (hopMBbI U ¢ TUIOTHBIM MaTpukcoM ([Ipunoxkenue A Pucynok 4J1). Kak
B MH(DUIIMPOBAHHBIX, TaK U B HEUH(PUIIMPOBAHHBIX KJIETKaX OBUIM OOHApPYKEHBI

CKOIUIEHUS amuiioniaacToB U Mmutoxonapuil (Ilpunoxenne A Pucynok 4M).

3.2.1.5. Unokynsuus Rhizobium laguerreae AMPS04 (renoBug R)

Mramm R. laguerreae AMPS04 wuHIynMpoBanl MHOTOYHUCIEHHbIE Oelble
KJTyOCHBbKM Ha BCEX TECTUPYEMbIX TeHoTunax pacrenuit (Pucynok 17A, Ipunoxenue
A Pucynok 5A, E). B Takux kiny6eHbkax 30Ha uHeKkuuu opuia pacmmpena (PucyHox
17b, Ilpunoxenue A Pucynok 5b, JXX). Tkanu wiyOeHbka cojepKanu
KOJIOHM3UPOBAHHbBIEC KJIETKH, 3aIIOJIHEHHbIE PACTYUIUMU UH(OEKIMOHHBIMU HUTSIMH U
karsimu (Pucynok 17B, Ilpunoxenne A PucyHok 5B, 3). B HEKOTOpBIX KieTKax
IPOUCXOAMII BBIXOJ1 OaKTEpUi B LIUTOIUIA3MY XO3SIMHA, HO OAKTEPOUIbI TOABEPTaINUChH
NPEeXIEBPEMEHHON JereHepauuud. Ha ynbTpacTpyKTypHOM YypOBHE HaOJI0a10Ch
YTOJIEHNE CTEHOK MH(EKIMOHHBIX HUTEW ¢ 00pa3oBaHHEM pPa3IMYHBIX BBIPOCTOB
(Pucynok 17'). B uHQUIMPOBAHHBIX KJIETKaXx ObUIM OOHApYyXEHbl Kak
onHobOakrepounnbie (Pucynox 17E), Tak U MyJnbTUOAKTEpOUAHBIE CUMOHOCOMBI
(Pucynoxk 17[1). Opnako Oaxrepousipl uMenu ciabo auddepeHInpoBaHHYIO

NaJ0YKOBUJIHYIO (OpPMY C KAIUIAMH MOJUTUAPOKcHOyTUpaTta B mMaTpukce (PucyHok
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17E). B  uHQUUUpPOBaHHBIX  KJIETKax  ObUIM  OOHAPYXEHBI  KPYIHBIC

MyJIbTUBE3UKYJIsIpHBIE Tenbla (Pucynok 17E).

Pucynok 17 — O01mmii B, THCTOJIOTHYECKAS M YJIbTPACTPYKTyPHAs
opranmu3anus KJiIy0oeHbKoB ropoxa copra Rondo, HHAyIIUPOBAHHBIX
Rhizobium laguerreae AMPS04

A — obmuit Bun kopHeit. b, B — coBmerienue ontudeckoro cpesa auddepeHnnanbHo-
nnreppepennmonHoro kourpacta (DIC) u kpacHoro kanana (sapa u 6akrepun; JJHK okpamena
Honunom nponuaus). I — mepucrema, I — 3ona nndexunn. KK — xononnsupyemast KiieTka;
HUK — neuwndunupoBaHHas KJE€TKa; s — SApO; B — BaKyoOJb;, CTpElKa yKa3bIBacT Ha
nHpekunonHyo HuTh. [—E — mnpocBeunBaromas 3JIeKTpOHHAs MHUKPOCKOINHUSA. HH —
WH(EKIIMOHHAS HUTh; CHH — CTE€HKAa MH(PEKIIMOHHON HUTH; 0 — OaKkTepus; yepHas CTpeaKa —
BBIPOCT CTEHKHM MH(EKIMOHHOW HHUTH; 6a — OakTepoma; KC — KJIETOYHas CTeHKa; YepHas
3Be3/104Ka (*) — MyIbTHOAKTEPOHWIHAS CUMOMOCOMA; MT — MYJIbTHBE3UKYISIPHOE TEINbIIE.

Macmrabusie nuHeikn: A — 2 mm, b — 100 mxm, B — 10 Mxm, ['—E — macmtab ykasan mop
KaXgoi JTMHENKOI.

Jlunus SGE He mnokazana crnocoOHOCTh KOOPAMHALIMM WHMEKIUU KIETOK
KITyOCHBKOB TPHU DJIECKTPOHHO-MUKPOCKOIIMYECKOM aHaim3e. B kimyOeHbkax ObuH
00Hapy»KeHbl TOJBKO MH(MEKIMOHHBbICE HUTH 0e3 Bbixoaa Oaktepuii (IIpunoxxenne A
Pucynok 5I'). OOpamaer Ha ceOss BHUMaHHME NPHUCYTCTBUE JIMMMJHBIX Karelb B
muTorazMe HeuHpuiupoBaHHbIX KiIeToK ([Ipunmoxxenme A Pucynox  5]1).

NudunupoBanHble KJICTKHU, HAMpPOTHUB, ObLIM OOHApY>KEHbl B KIyOCHBKAX copTa
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Frisson. Onm Obumm 3amojgHEHBI CUMOMOCOMAMH, COJEPKAIIMMH  TOJIBKO
HeaudepeHIMpoBaHHBIE ~ MEJNKHE ~ OaKTepOHWAbl  MAaJOYKOBHIHONW  (DOpMBI
(ITpunoxxenne A Pucynok 5K). MH(pekMoHHbIE HUTH UMEN YTOJIIECHHBIE CTEHKH,
KOTOpBIE 4acTO 00pa30BbIBaJM BBIPOCTHI B nuTomiasmy (IIpunoxenne A PucyHok
51). Kpome Toro, 4acto HaOMIOAAINCHh YBEIMUYEHHbBIE NH(PEKIIMOHHBIE HUTH, a TAK)Ke
WH(EKIMOHHBIE KaIlJId C CHJIBHO HAOYXIITUM MAaTPHUKCOM, KOTOPBIM IpuobOperan

3epHUCTYIO CTpYKTYpy (IIpnnoxxenne A SJI).

3.2.1.6. Unokynsuus Rhizobium laguerreae AMPS17 (renoBup R)

B cnyuyae mramma AMPS17 rucronmormdeckasi CTpyKTypa KiyOeHbKa TaKxke
BapbUpOBaJia B 3aBUCHMOCTM OT I'€HOTHIA pPACTEHHUs, HO BO BCEX Ciyyasx ObLia
anomasibHOM. Ha copte Rondo o6pasoBanuchk pozoBatsie kiryOoenbpku (Pucynok 18A),
U UX CTPYKTypa OblJa aHAJIOTMYHa KIyOEHbKaM JUKOIO THUIA, UHAYUHUPOBAHHBIM
mrammMoM R. johnstonii 3841, 3a HCKIIIOUEHHEM HHTEHCUBHOTO HAKOIUICHHUS Kpaxmaa
(Pucynok 18b). Heoxxunanuo B 3oue III Obuto oOHapykeHO OOJBINIOE KOJIMYECTBO
HEMH(PUIIMPOBAHHBIX KJIETOK, B TO BPEMS KaK MH(PHUITUPOBAHHBIC KJIETKH OBLTH CUIILHO
BaKyonu3npoBaHsl (Pucynok 16B).

Y IBTpacTpyKTypHBIA aHAIHU3 MTOKa3all, YTO MH()EKIIMOHHBIC HUTH B KITyO€HbKaxX
Rondo umenu 31eKTpOHHO-TUIOTHBIE CTEHKH € 4YacTO HAOJII0Ja€MbIMU BBIPOCTAMHU
(Pucynoxk 18I'). HecmoTpst Ha HaJiuuue BBIPAKEHHOW 30HBI a30TUKCAINH,
MH(UIMPOBAHHBIE KJIETKHU COJEpXald clado nuddepeHImpoBaHHbIe 0aKTepOUIbl B
cumbuocomax (Pucynox 18]1). Ilomumo 3T0Or0, HHPUITUPOBAHHBIC KICTKH ObUIA HE

TOJIBKO BAKYOJIM3UPOBAHBI, HO U COACPIKAJIN KPYIIHBIC MYJIbTUBC3UKYJISIPHBIC TCJIbIIA

(Pucynox 18E).
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Pucynok 18 — O0mmii B, THCTOJIOTHYECKAs M YJIbTPACTPYKTYPHAs

opranm3anus KJiiy0eHbKoB ropoxa copra Rondo, HHAyIIUPOBAHHBIX
Rhizobium laguerreae AMPS17

A — obmuii Bun kopHeil. b, B — coBmerienne ontudeckoro cpesa auddpepeHnnanbHo-
nntephepennmonHoro kourpacta (DIC) u kpacHoro kanana (sapa u 6axkrepun; JJHK oxpamena
Honunom mponuaus). I — mepuctema, II — 30na nndeknun, Il — 3o0na azorduxcanuu. UK
— MH(UUIUPOBAaHHAA KJIETKA; 1 — SJIPO; B — BaKYyOJIb; CTPEJIKH YKa3bIBAIOT Ha HH(EKIINOHHbIE
HUTH, HAKOHEYHUK CTPEJIKM — Ha MHQEKIMOHHYIO Karulo; Oenas 3Be3704ka (*) — rpaHysl
kpaxmana. [ —E — nmpocBeunBatoras >1eKTpoHHast MUKPOCKONHS. MH — MH(EKIIMOHHASI HUTB;
CUH — CTeHKa MH(PEKIMOHHONW HUTH;, O — OakTepus; 6a — OakTepow; yepHasi CTpeIKa —
BBIPOCT CTEHKH MH(EKIIMOHHOM HUTH; KC — KJIETOYHAs] CTEHKA; M — MHMTOXOHJIPUS; MT —
MYJIbTUBE3UKYJISIpHOE Telblie. Maciradupie muHedku: A — 2 MM, b — 100 mxm, B — 10 MxwMm,

I'-E — macmTab yka3aH 1oj| Ka)xa0u JTUHEHKOMN.

B menkux 6enpix kiyOeHbkax, ooOpasoBanubix Ha auHUN SGE (I[Ipunoxenne A
Pucynok 6A), ki1eTku ObLTN 3aII0JIHEHBI TPaHyJIaMU KpaxMala, a 30Ha HH(GEKIINH Oblia
cinerka ysenuueHa ([Ipunoxenue A Pucynok 6b). OOmmupnHas kieTouHas
JeTeHepanusi, MPUBOAAIIAsS K O0Opa30BaHHWIO 30HBI CTApEHUs, HAOMIOAAach B
TUCTANbHOM  4YacTH  KIyOeHbKa, TJ€ pachojiaraiichb TOJIBKO  OTHEIbHBIE
uHumpoBanubie kietku (IIpunoxxenne A Pucynok 6B). Ha yapTpacTpykTypHOM
YPOBHE B IICHTPAJIBHOM YacTH KIyOeHbKa He ObLIO 00OHAPYKEHO BhIXOa OaKTEepUil NN

KaKuX-TM00 MH(PUUHUPOBAHHBIX KJIETOK. MH(MEKIMOHHbBIE HUTH XapaKTepU30BAIKCH
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HaJU4YUEM YTOJIIEHHON CTEHKH, COAEpXKalleil AIEKTPOHHO-TUIOTHBIC BKIIIOUEHUS
(ITpunoxenne A Pucynok 6I'). B Bakyosnsix HEMH(PHUIIMPOBAHHBIX KJIETOK BOJIU3U
TOHOIUIacTa ObUIM OOHapyXEHBbl OEJIKOBBIE arperaThl pPa3Ju4yHbIX pa3sMEPOB U
muenuHoBbie Tenbla (IIpunoxenue A Pucynoxk 6/1).

Hecmotpst Ha TO, uto Ha copre Frisson mocie wuHokymsiuun AMPS17
Ha0JII0/1a710Ch 00pa3oBaHUE KaK OENbIX, TaK M CJIeTKa YJIMHEHHBIX OJIeTHO-PO30BBIX
kiyoenpkoB (IIpunoxxenne A PucynHokx 6E), rucronornyeckuil aHaiau3 mokaszail
3HaUYMTENIbHBIE HapylieHus B ux cTpykrype ([Ipunoxenue A Pucynok 6XX).
Habmonanoce popmupoBanue oOMIMpHOI 30HBI MH(EKINHU; B CBOIO OYEpe/b, 30HA,
COOTBETCTBYIOIIAss 30HE aszoTdukcanuu, ObUIa CBEICHA K  EIUHUYHBIM
uHumpoBanubiM KieTkaMm (IIpunoxenune A Pucynok 6K, 3). YabTpacTpykTypHas
OpraHu3anus TaKuX KIyOS€HBKOB IOKa3ajia Haimuune WHQHEKIMOHHBIX HUTEH C
TunuaHOU CcTpykTypoi (IIpunoxenue A Pucynox 6M). MudummpoBaHHble KIETKU
OBLTM  3amlOJHEHBI KaK OJHOOAKTEPOMAHBIMH, TaK W MYJbTHOAKTCPOUIHBIMU
cUMOMOCOMaMHU, COAepX alluMU OaKTepouJbl C HEPaBHOMEPHOW IUIOTHOCTHIO
MaTpukca v npusHakamu aerenepanuu (I[punoxenue A Pucynok 6K). Oco6eHHOCTBIO
TaKUX KIyOCHHKOB CTAJI0 CKOIUICHHE aMUJIOTUIACTOB U MUTOXOHAPUN BOIHM3U MECT

BbIX0J1a OakTepuit u3 uHeknmonHbix kameinb ([Ipunoxenue A Pucynok 6JI).

3.2.1.7. Unokynsuus Rhizobium laguerreae AMPS23 (renoBup R)

Hakonen, ki1yOeHbKH, UHAYLUHUPOBaHHbIE IITaMMOM R. laguerreae AMPS23,
ObLTM OenbiMU U Hed(PPEKTUBHBIMH Ha BCEX M3Y4YeHHBIX pacTteHusx (Pucynox 19A,
[Tpunoxenue A Pucynokx 7A, X). Ha coprax Rondo u Frisson, He Habmomanoch
pa3BUTHE NPaBUIBHON MOP(OJOTUU KiyOeHbKa, (POPMUPOBAHUE 30H OBLJIO HAPYILIEHO
(Pucynox 195, ITpunoxenne A Pucynok 73). B HEKOTOpPBIX KJIIETKaX OTMEYAJICS BBIXOJ
OakTepuil U3 WHQPEKIMOHHBIX Kamelb B IUTOIJIa3My XO3SMHA; OCTalIbHBIE KIIETKU
ObUIM KOJOHU3UPOBAHHBIMU, 3aHUMaNM OOJBIIYI0O 4YacTb O0ObeMa KIyOCHBKOB U
comepxanu MHOKecTBO WHGMekimoHHbix HutTed (Pucynox 19B, Ilpunoxenune A
Pucynox 7H). D1neKTpOHHO-MUKPOCKONMYECKUI aHamu3 KiyOeHbkoB copta Rondo

MOoKa3all, 9T0 MH(PEKIIMOHHBIE HUTH ObUTH OKPY>KEHBI YTONIIEHHON cTeHKOH (PrucyHOK
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19T"). bakrepun nomnanany 3 WHGEKITMOHHBIX Kareidb B IUTOINIA3MY PACTHUTEIBHBIX
KJIETOK, HO OakTepounsl ObicTpo paspymanuck (Pucynox 19]1). Kpome Toro,
0OHApYKUBAIKUCh KJIETKH, coJepxaliue TunepTpodupoBaHHbie HHHEKIIMOHHBIE
kar U kiaetounblit netput (Pucynok 19E). B ximybenpkax ropoxa copta Frisson
TaKke HaOJII0AANIO0Ch YTOJIIEHHE CTeHOK MHGEKIUOHHbIX HuTel (IIpunoxenue A
Pucynox 7K), knetounsix cteHok (IIpwnoxxkenne A Pucynok 7M). Ilocne Bbixona
OaxkTepuit u3 MH(DEKINOHHBIX Karelb OaKTepOUIbI OCTaBAJINCH

HenuddepenuupoBanubiMu (IIpunoxenue A Pucynoxk 7JI).

Pucynok 19 — O01mmii Buj, rHCTOJIOTHYECKAS U YJIbTPACTPYKTyPHAs
opranm3anus KJiIy0OeHbK0B ropoxa copta Rondo, HuHAyIIUPOBaAHHBIX
Rhizobium laguerreae AMPS23

A — obmuit Bun kopHeit. b, B — coBmerienne ontudeckoro cpesa auddpepeHnnanbHo-
natepdepentmonHoro kourpacta (DIC) u kpacHoro kanana (sapa u 6axkrepun; JJHK oxpamena
omunom mponuaus). | — mepucrema, Il — 3ona uadeknun. JJUK — nerenepupyroras
MH(UUIMPOBAaHHAS KJIETKA; B — BaKyOJlb; HAKOHEYHHUK CTPENKU YKa3bIBaeT Ha MH(EKIIHMOHHYIO
karo. ['—E — nmpocBeunBaronias 31eKTpoHHAss MUKPOCKOMUS. UH — MH(EKIIMOHHAS HUTh; CUH
— CTeHKa WH(PEKIHOHHOW HUTH; 102 — JETEHEPUPYIOMUN OaKkTepou; A — ACTPUT; UK —
uH(peknronHas karis. Macmtabupie muHekun: A — 2 mm, b — 100 mxm, B — 10 mxMm, [—E
— macmTad yKa3aH MoJ1 K10 JIMHEHKOM.

B cnyuae pacrenuit maboparopuoit mann SGE, kiTyOeHbKH OBLITH 3aITOJTHEHBI

rpaHyJIaMHu Kpaxmalia, a “"HPHUIIMPOBAHHBIC KJIETKH ObUIA CHUJIBHO BAaKyOJIU3UPOBAHBI
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(ITpunoxxeane A Pucynokx 7B). bomee Toro, B aucTanpbHOW dYacTH KIyOEHBbKa
NEPUOANYECKHA HaOMI0IajIoCh paspylleHHe HHQHUIMPOBAHHBIX KJIETOK, YTO MOTJIO
yKa3bIBaTh Ha paHHee ctapenue (IIpunoxenue A Pucynox 7b, B). Ilpu uzyuenuu
YIBTPACTPYKTYPHON OpraHu3anuu ObUIO IMOKa3aHO, YTO HWH(EKIIMOHHBIE HUTH B
kiryoenbkax quHud SGE umenu tunuunyro ctpykrypy 6e3 anomanuid (Ilpunoxenue
A Pucynoxk 7I'). [Ilpoucxoamn BbIxox OakTepuidi ©W WX  MOCIEAyHOIIas
mudepenrpoBka, HO ¢ ObicTpoit nerenepanueit (Ilpunoxenne A Pucynox 7/1).
HaGmioganock MOsIBIEHHME  MHOXECTBEHHBIX  MEPOKCHUCOM, UX CIUSHUE C
cumMbrocomamMu M 00pa3oBaHHE MYJIbTUBE3UKYISIpHBIX Tenen (IIpunoxenne A

Pucynok 7E).

3.2.2. CumOHOTHYECKas! OT3bIBYMBOCTD N3YUEHHBIX TEHOTUIIOB rOpoxa

I'opox copta Rondo MOHO paccMaTpuBaTh Kak HaMMEHEE YyBCTBUTEIbHBIN K
BAapUAHTy MHOKYJISIUU reHoTUI. [locie MHOKYMSIMU YeThIpbMsl U3 IECTH IITAMMOB
R. laguerreae wnabmopanoch (popMHpOBaHHE MPABHIBHON THCTOJIOTHYECKON
30HaIbHOCTH  KiyOeHbkoB (Pucynku 14b, 15b, 16b, 18b). bonee Toro,
BBICBOOOKICHUE OaKTepuil M3 WHOEKITMOHHBIX Karelb MPOUCXOAWIO B KITyOCHbKaX,
UMHIYLMpOBaHHbIX BceMu Imurtammamu (Pucynku 14B, 15B, 16B, 17/, 18B, 19B).
BaxxHo oTmeTuTh, 4TO BBICBOOOXIEHHbIE OakTepuun AMPS34 nume 4YacTUYHO
3aMOJHUIN MPOCTPAHCTBO BHYTPH KJIETOK KIyO€HBbKa, a OCTaBIIEECs MPOCTPAHCTBO
OBLJIO 3aHATO KJIETOYHOU BakyoJibto (PucyHok 16B), TouHO Tak, Kak 3TO ObLJIO OMKUCAHO
Uit MyTaHTa R. leguminosarum ¢ M3MEHEHHSIMU B CTpyKType Makpomosiekyn JIIIC
(Perotto et al, 1994). IlneomopdHble OaKTEpOUIbl HAOIIOAAINCH TOJIBKO TIPH
uHOKyysiiuu wrtammMamu AMPS05S u AMPS22 (Pucynku 14J1, 15/1). B ciyuae
KITyOCHBKOB, HHAYIUMpOBaHHBIX mTaMmMoM AMPSO0S5, nabmogamace ux peakas
nerenepanus (Pucynok 15E). Jlerenepaiusi 6akTeponioB Obuta 0COOCHHO CHUIJIBHOM
pu uHOKYJAMK mrammom AMPS23 (Pucynok 19/1). B To ke Bpemsi, koraa pacteHust
Obl MHOKYyNMMpoBaHbl mrtaMmamu AMPS04, AMPS17 u AMPS34, Gaktepoussi
ocTtaBasiich ciiado auddepennuporanubiMu (Pucynku 161, 1711, E, 18]1), a B ciiydae

AMPS04 o6pa3oBeiBaCh MYJIbTHOAKTEpOUHBIE cUMOMOcOoMbI (Pucynox 17]1).
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BricTpyio gerenepanuio OaKTEpOHIIOB MOKHO paccMaTpUBATh KakK MPOSBICHHUE
IPEKICBPEMEHHOTO CTapeHUs KIyOEHBKOB, UYTO SIBISIETCA OOLIUM MPU3HAKOM
Hed(pdekTuBHOrO CcUMOMO3a, Kak »dTO OBLUIO TOKa3aHO JUIi  HECKOJIbKUX
cuMbuoTruecknx MmyTanToB ropoxa (Kneen ef al., 1990; Novak et al., 1995; Morzhina
et al., 2000; Serova et al., 2018) u puzoOuabHBIX MyTaHTOB (Santos et al., 2000;
Bourassa et al., 2017; Zou et al., 2020). O nereHepaniii CHMOMOTHYECKUX CTPYKTYP
KJIyOE€HBPKOB TOpOXa COOOIIA’IoCh TakXke A JMHUM Sprint-2 B COYETaHUH C
Hed(ppekTuBHBIM ITaMMOM R. leguminosarum sv. viciae CIAM1064 (Borisov et al.,
1992). Panee y HeKOTOpbhIX Hed(h(EKTUBHBIX MYTAaHTOB Tropoxa OBLIO OMUCAHO
obOpazoBanne HenudPepeHIIMPOBAHHBIX OAaKTEPOHUIOB B WH(DHUIIMPOBAHHBIX KIIETKaX
kiyoenbka (Morzhina et al., 2000). Kpome Toro, motepss O-anturena JIIIC y
Paraburkholderia phymatum taxxe mpuBeiia K 00pa3oBaHUIO KIIyOCHBKOB Mimosa
pudica L. ¢ mNI0XO0 BBIPAKEHHBIMU THUCTOJIOTMYECKUMH 30HAaMHU, OTCYTCTBHIO
CUMOMOCOM M ITPU3HAKaM JiereHepannu nHpuuupoBaHHbIX kieTok (Welmillage ef al.).
Hapymenus B auddepeHimpoBke OaKTEpOUJOB TaKKe MOTYT OBITh BBI3BAHBI
npobieMaMi C CHHTE30M WM TPAHCIOPTOM KIyOSHEK CHEIU(PUYHBIX IHUCTEHH-
Oorareix menTuoB pacteHuit (Alunni, Gourion, 2016).

Hecmotpss Ha 1O, uto copT Rondo oxazancs nHaumbosiee yCHEIIHBIM B
dbopmupoBaHud cuMOMO3a €O WTaMMaMu R. laguerreae, Tpu WHOKYJSALUU
HEKOTOPHIMU IIITAMMAaMH HaOIIOJanach HE TOJbKO HHAYKIIMS PAHHErO CTapeHUS
KJTyOCHBKOB, HO M aKTHUBAIIMS 3AIUTHBIX peakinuid. TUnuaHple MHPEKIIMOHHBIE HUTH
HaOJI0JaNHUCh TOJIBKO MpH MHOKYJAuuu mrammamu AMPS0S5 u AMPS34 (Pucynku
15I°, 16I'). Ilpu wHOKYyNIAIMH APYTUMHU IMTaMMaMu R. laguerreae HaOMIOmAIWChH
pa3IMyHble HAPYIICHUS: 3JIEKTPOHHO-TUIOTHBIA MaTpukc (AMPS22) (Pucynok 141),
AJIEKTPOHHO-TUIOTHBIE CTeHKH WHGeKImoHHbIX HUTeH (AMPS17) (Pucynok 181°) u
yTOJIIeHHbIE CTeHKU MH(pekunoHHbix HuUTed (AMPS04, AMPS23) (Pucynku 17T,
19T"). Panee Obut0 mokazaHo, 4yto oOpadbotka pynrummaamu (Gorshkov et al., 2020;
Gorshkov et al., 2023), a Takke myTaruu B rene ropoxa Sym33 (Tsyganov et al., 1998),
KOJMpyoleM KitoueBoi Tpanckpuninonubiii ¢pakrop CYCLOPS/IPD3 (Tsyganov,

Tsyganova, 2020), npuBoAUIN K YTOJIIEHUIO CTEHOK MH(PEKIMOHHBIX HUTEH. bosee
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TOTO, KITyOeHbKH, MHAyIHpoBaHHble AMPS34, nmponeMoHCTprpoOBaIu JereHepaIuio
OakTepuil B HEKOTOphIX HHGpEKUHOHHBIX HUTIX (Pucynok 16E). Panee Ttakoe
MPOSIBJIICHHE 3aLIUTHBIX peakiuid Opl10 0OHApYKEeHO B KiyoeHbkax MyTanTa SGEFix™
-5 (sym33-2) (Tsyganova et al., 2019b). B kneTkax kiyOeHbKa MOCIE WHOKYISIIAN
mrammamu AMPS04 u AMPS17 na6ntonanock oOpa3oBaHrue MYJIbTHBE3UKYIISIPHBIX
TeJel], KOTOPbIE SIBJISIIOTCS LUTOJOTMYECKUMU MapKepaMu 3alllUTHBIX peakiuil (Frei
dit Frey, Robatzek, 2009; Cui et al., 2016; Ekanayake et al., 2019) (Pucynku 17E,
18E). Jliist ropoxa panee Hab10/1a710Ch 00pa30BaHKEe MYJIbTUBE3UKYIISIPHBIX TEJEL] TPU
obpabotke dyurummmamu u repournuaamu (Gorshkov et al., 2020; Gorshkov et al.,
2023, 2024a). Hakoner, Kak IpU3HAKN KOATYISIIMOHHOTO HEKPO3a HHOUIIUPOBAHHBIX
KJIETOK, BBI3BAaHHBIE OKHCIIUTEIBHBIM CTPECCOM, TaK M KOJUTMKBAI[MOHHOIO HEKPO3a,
peaknuu Ha OakTepualbHYH0 HHQEKIHI0, HAOMI0IaTuch B KIETKAaX KIyOCHBHKOB,
uHayrmpoBanHbix AMPS22 u AMPS23, coorBerctBerHO (Pucynku 14E, 19E).

[Ipu aHanu3e TUCTOJOTMYECKOW OpraHu3allid KIyOeHbBKOB YCTAHOBJIEHO, YTO
copt Frisson 3aHuMaeT mpoMeKyTOYHOE MOJI0KEHUE C TOUKH 3PEHUST CHMONOTHYECKOM
OT3BIBUMBOCTH Ha MHOKYJsiuMi0 R. laguerreae. Tpu mramma (AMPS05, AMPS17 u
AMPS22) Obutn  CHOCOOHBI ~ HMHAYLHUPOBATh  KIYO€HBKH, B  KOTOPBIX
nuddepenuupoBanuchk 6akrepouanl (Ilpunoxenue A Pucynku 2JI, 371, 6K), xots B
KIIyOeHbKaxX, MHAYIUPOBaHHbIX  ImTamMmmMoM  AMPSI17, waGmoganmack — ux
MpEeXKIEBpEMEHHAs JereHepanus. B kiyOeHbkaxX, WHAYIHUPOBAHHBIX JPYTUMH
mTaMMaMu, OakTepouabl ObuUM  clabo AudPepeHIUpPOBaHbl WM  OCTABAIUCH
neauddepennmpoBanasivu (IIpunoxkenune A Pucynku 4J1, 5K, 7JI).

OOpa3zoBanue kiyOeHbKOB Ha Frisson Takke COMpoBOXKIanach WHAYKITUEH
3aIIUTHBIX peakiui. TunuuHple HWHPEKIIMOHHBIE HUTH HAOIIOJAId TOJBKO B
KiTyOeHbpKax, HHAyIupoBaHHbIXx mrammamMu AMPS17 u AMPS34 (Ilpunoxenne A
Pucynku 4K, 61), B To Bpems Kak B KIyOeHbKaX, WHAYIHUPOBAHHBIX JPYTHMH
ITaMMaMH, CTEHKH HHPEKIIMOHHBIX HUTEH ObLIN YTOJIICHBI U B HEKOTOPBIX CITyJasx
oOpazoBbiBanu BeIpocThl ([Ipunoxenune A Pucynku 2K, 3K, 5U, 7K). Yactb
WHOEKIIMOHHBIX HUTEH H Kamelb B KIyOCHBbKax, WHIYIHPOBAHHBIX IIITAMMOM

AMPS17, 6buta runieprpoduposansl (I[Ipunoxenne A Pucynox 6J1). I'umeprpodus
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WHQEKINOHHBIX Kameib Oblla OMHMCAaHa KaK XapaKTepHas dYepTa MyTaHTa ropoxa
SGEFix™-1 (sym40-1), optoiormunoro wmytanty M. truncatula no reny EFD,
KOAMPYIOIIEMY TPEINoiaraéMblii HETaTUBHBIA PETYNATOP IUTOKHUHUHOBOTO OTBETA
(Tsyganov, Tsyganova, 2020); myrantoB M. truncatula nip (npenanonaraeMblil
nepeHocunk HutpaToB (Veereshlingam et al., 2004)), u y L. japonicus nupl33,
MyTaHTa 1O TeHy, KoaupywileMy HykieonopuH (Kanamori et al., 2000),
UH(EKINOHHBIE KAIUld TaKkkKe ObUIM yBenudeHbl. [losiBlIeHHe CUIBHO YBETUYCHHBIX
WHPEKIIMOHHBIX HUTEH B KIIyOCHBKAX JIONEPHBI M. sativa ObUIO BBI3BAHO MYTaHTOM
R. meliloti ¢ nedururom sx3ononucaxapunos (Niehaus et al., 1993). Kpome Toro, B
KITyOCHBbKAX, MHAYIUPOBAHHBIX mTaMMoM AMPS23, yronmanuce He TOIBKO CTEHKH
WHQEKIMOHHBIX HUTEH, HO U CTeHKW WHUuIUpoBaHHBIX KieTok ([Ipmmokenune A
Pucynok 7K-M). YTommieHre KJI€TOUYHBIX CTEHOK HAOJI0/AjIoCh paHEe y MYTaHTOB
Sym33 (Ivanova et al., 2015) u B kinybeHbkax ropoxa copra Frisson, 00paboTaHHBIX
repounmaamu u uHcekTuimaamu (Gorshkov et al., 2024a; Gorshkov et al., 2024Db).
Mramm AMPS22  xapakTepus3oBaicsi HWHAYKIHEH KIyOCHbKOB, B KOTOPBHIX B
WHQUIIMPOBAHHBIX KJIETKaX HaO0Janach BaKyOJM3alMs SHIAOMIA3MaTHIECKOTO
perukynyma (IIpunoxxenne A  Pucynok 2M). Pacmmpenue mnpoduseit
SHIOIIA3MATHUECKOTO PETUKYyJIyMa OBUJIO OMHMCAaHO paHee B  KIyOCHBKax
HeappexkTuBHbIX MyTaHTOB SGEFi1x -1 (sym40-1) u SGEFix -3 (sym26) (Tsyganova et
al., 2019), a Taxxe B KiIyOe€HbKaX, MHAYLIMPOBAaHHBIX MyTaHTOM R. meliloti o reny,
KoaupytomeMy cykuuHataeruaporenasy (Gardiol et al, 1987). Pacmmupenue
HHIOIUIA3MATHYECKOTO PETUKYIyMa OBLIO TaK)KE€ OMUCAHO ISl KIETOK KIIyOEHbKa Y
penmuKTOBOTO 6000BOTO pactenus Oxytropis popoviana Peschkova, uHayimpoBaHHOTO
mraMMoM Mesorhizobium japonicum Opo-235 (Safronova et al., 2019). B knetkax
KIyOeHBKOB, MHAYyLMpOoBaHHBIX ImTaMMoM AMPSO05, nabmioganocs oOpa3oBaHue
MYJTBTHOAKTEPOUTHBIX CUMOMOCOM Hapsiay ¢ onHobaktepounubiMu ([Ipunokenue A
Pucynok 3JI, M). O6pa3oBanne MynbTHOAKTEPHAIBHBIX CHMOMOCOM XapaKTepHO IS
pa3nuuHbIX HeAPPEKTUBHBIX MyTaHTOB ropoxa (Borisov et al., 1992; Morzhina et al.,
2000), Takyke OHO TIPOUCXOAMIIO TIPU BO3ACHCTBUM Ha PACTEHHUS ropoxa QyHTUITUIAMHA

(Gorshkov et al., 2020; Gorshkov et al., 2023) nnu kaqmuem (Tsyganova et al., 2019c).
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Kpome Toro, Obuio moka3aHo, YTO HECKOJBKO OaKTepHil MOTYT OBITh YIAaKOBaHBI B
eIMHYI0 CHUMOMOCOMY B KiIyO€HbKax, WHIYUUpPOBaHHBIX R. leguminosarum c
nedexrom B JITIC (Perotto et al., 1994).

I[Ipu wHOKymAumMu wmwrammamu AMPS34 u  AMPS17 nHaOmopanocs
HepeMEIEHNE aMUJIONIACTOB U MUTOXOHIPUN K MECTaM BBICBOOOXAECHUS OakTepuii
n3 uHdekmoHHbIX kaneib (IIpunoxenue A Pucynku 4M, 6J1). B kirybeHnpkax ropoxa
B MH(QUIMPOBAHHBIX KJIETKAX aMUJIOIIACTBI M MHUTOXOHJPHUM HAaKaIIMBAaIOTCS Ha
nepudepun kierok (Newcomb, 1976). B 1o ke Bpemsi B MOJIOABIX HUH(PUITUPOBAHHBIX
kietkax Phaseolus vulgaris L., waaynupoBanHbix 1mrtammoMm R. etli CE3,
Ha0JI01a10Ch 00BEAMHEHNE MUTOXOHIPUNA, aMHJIOIUIACTOB M SHOIMIa3MaTHYECKOTO
petukynyma B nurorasme (Cermola ef al., 2000).

JlaGoparopHasi ~ JHUHUSA SGE  npoaemMoHCTprupoBana  HauOOJBIIYIO
U30UpATENbHOCTh, AKTUBUPYS 3aIIUTHBIE pEaKkUUud TMPOTUB HEIP(HEKTUBHBIX
napTHEpoB U GOpMUPYs KITyOCHbKHU C PABUIIBHOW TMCTOJIOTHEN TOJIBKO CO IITAMMOM
AMPSO05 (ITpunoxenue A Pucynok 3A, b). Tem He MeHee, faxe B 3TUX KITyOCHbKaxX
rieoMopHbIE OaKTePOU bl MOJABEPTIINCH MPEKIEBPEMEHHOM IETeHEPALIMH, TTPH TOM
B MHQUIMPOBAHHBIX KJIETKAaX HAOII0aI0Ch aKTUBHOE OOpa30BaHHE MEPOKCHUCOM
(ITpunoxxenne A Pucynok 3/1, E). IlosiBiieHre nepoKcrcoM ObLIO Takke XapaKTepHO
JUTSl MHQUIIMPOBAHHBIX KJIETOK B KIIyO€HbKaX, MHAYLIMPOBaHHBIX mTaMMamu AMPS23
u AMPS34, B KOTOpBIX OakTEepOUIbI MOJBEPTAIMCH JereHepanuu (U HUMENH
aHoMmasibHOE cTpoeHue B cinydae mramma AMPS34) (Ilpunoxxenne A Pucynku 4/1, E,
71). Panee Obul0 oOmMCaHO TIOSBICHHE MHOXKECTBEHHBIX MEPOKCUCOM Y
HeappekTuBHOrO Mytanta ropoxa SGEFix™-3 (sym26), noaBepraBiierocs TemioBOMY
cTpeccy B TeueHue 3 nHeit (Tsyganova et al., 2023a). B kiny0eHbpkax 3TOro MyTaHTa
IPOUCXOHUIIO CIUSHUE NEPOKCHCOM C CHUMOMOCOMAaMH, YTO SIBJIAETCS OJHHM W3
HauOosee BEPOATHBIX CLEHApUEB pa3pylleHHs OakTEepouIOB B  YCIOBUSAX
OKHCJIUTEIBHOIO cTpecca. B kiryOeHbkax, MHIyLIMpPOBaHHBIX mTaMmmoM AMPS22,
OaKTEpOUIbI OCTABAJIHCh HenudPpepeHInpOBaHHBIMH, 00pa30BBIBAIIN
MYJbTUOAKTEPOUIHBIE ~ CHUMOMOCOMBI M MOJABEPraJIUCh  MPEKAECBPEMEHHOU

nerenepauuu (IIpunoxenne A Pucynok 2J[). B To xe Bpems B KJIeTKax
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HakarmBanuch Junuanbie kKamau ([Ipunoxenme A Pucynok 2E) B pesynbrare
MEPEKUCHOTO OKUCIIeHUs TUnuaHbIX MeMOpaH (Bouchnak ef al., 2023; Usukhbayar et
al., 2023). JlunuaHple Kalld Tak)Ke HaKaIlUIMBAJUCh B KJETKaX KIyO€HbKa IOCHe
uHoKyssiun AMPS04 (ITpunoxenune A Pucynok 5/1). HabGmromaemoe mnosiBieHue
NEPOKCUCOM, a TaKXe JIMIUIHBIX Kaleidb SICHO YKa3blBAJIM Ha HalKW4ue
OKHCIIUTENILHOTO CTpecca B TaKUX KIIyOeHbKax. 3a UCKIItOYeHueM mramMmmoB AMPS05
u AMPS23, npu UHOKYIALMM OCTaBIIMMHUCA mTamMmamu R. laguerreae,
MH(EKIIMOHHbIE HUTH XapaKTEPU30BAIUCH PA3IMYHBIMU aHOMAIUSMH, TAaKUMU Kak
YTOJIIEHNE CTEHOK W/1ii 00pa3oBaHUEM BBIPOCTOB, runeptpodueit (Ilpunoxenne A
Pucynku 2I', 6I'). B To »xe Bpems, He HaOIIOAATOCH BBIXOJA OakTepuil u3
MH(EKIMOHHBIX HUTEH B KIyOCHbKaxX, MHAYUUMPOBaHHBIX mTamMmmoM AMPS04, nmm
BbIXOJ Obul peaxkuM B ciiyuae AMPS17 (Ilpunoxenue A Pucynku 5B, 6B).
OOpazoBaHue «3anepTbix» MHPEKIIMOHHBIX HUTEW W OTCYTCTBUE BbIXOAa OakTepuid
OBLIO TIOKA3aHO Y CUMOMOTHYECKUX MYTAHTOB ropoxa no reny Sym33 (Tsyganov et
al., 1998; Voroshilova et al., 2001; Tsyganova et al., 2019a) u mytanToB M. truncatula
no oprojoruunomy reHy [PD3 (Ovchinnikova et al., 2011). Kpome TOro, B
KiyOeHbKax MmyTaHTa L. japonicus albl Bbixop 6akTepuil n3 HH(EKIIMOHHBIX Kaneib B
OenbIx KIyOeHbKax Takke oTcyTrcTBoBal (Imaizumi-Anraku et al., 1997). Iloka3zano,
4TO MYyTaHT R. fropico, nedexTHbI B OWOCHUHTE3€ TIJIyTaTHOHa, (HOPMHUPOBAI
NUTMEHTHPOBAHHbBIE KOPUYHEBATO-3€JIeHble KIyOeHbKkH Ha P. vulgaris, TIOJTHOCTBIO
nuieHHble 6aktepouioB (Muglia et al., 2008).

Kax M0okHO BUI€Th, MHOKYJISAIINS pacTeHul ropoxa 1uHUU SGE 6ombIuHCTBOM
mTamMMoB R. laguerreae mpuBOAUT K 00pa3oBannio HEA(H(HEKTUBHBIX KITyOECHBKOB, B

KOTOPBIX aKTUBUPYIOTCA CUJIbHBIC 3allIMTHBIC PCAKIINH.

3.3. BausiHue reHoTUNna MUKPOCUMOHUOHTA
XoTs BCe MpoaHaIM3UPOBAHHbBIE IITAMMBI ObLIIM OTHECEHBI K F-kiiage u Moryr
paccmaTtpuBatbCsi Kak R. laguerreae B IIMPOKOM CMBICIIE, X CHUMOHOTHYECKas
COBMECTHMOCTb B OTHOLIEHUH IOpOXa pa3andyHa. MHOrue accouuanny, 00pa3oBaHHbIE

pa3HbIMHU I'CHOTHUIIaMH ropoxa C pas3’In4YHbIMHU mTaMMaMu, OKa3aJIucCh
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HeadpextuBabiMu (Kirichek et al., 2026). Kak ynmoMsiHyTO BEIIIIE, eTaIbHBIA aHAN3
MOKa3aJl, UTO KIyOeHbKH, 00Opa30BaBIIMECS B TaKUX B3aUMOJCHCTBUAX, MPOSBISIOT
KaK MHIYILIMPOBAHHOE CTapEHUE, TaK U 3alIUTHBIEC peakiuu. Panee ObLIO MMOKa3aHo, YTO
o0a 3TH mporiecca MOTYT MIPOUCXOUTh B KIIyOCHbKAaX OJTHOBPEMEHHO, XOTS CTEICHb
npeo6Jiajlanks OJTHOTO HaJl APYTUM 3aBUCHUT OT THIIA HapylieHus: cumOuno3a (Berrabah
et al, 2024). B nenom, AereHepalnuio CUMOUMOTHYECKUX CTPYKTYP MOXKHO
paccMaTpuBaTh KaK BBEJICHUE CAHKIIMI CO CTOPOHBI PACTEHUS-X035MHA, TIPU KOTOPHIX
accoranuu ¢ Hed(pdekTuBHBIMM TapTHepaMu aboptupyrorcsa (Sachs et al., 2010;
Regus et al., 2017; Westhoek et al., 2017).

AHanu3 CTPYKTYphI TaH-T€HOMA TIPE/ICTaBUTENIEH, OTHECEHHBIX K R. laguerreae,
MOKa3aJl, 4TO B Mpejenax JaHHOW TPYIIIBI BBIACISICTCS MHUHUMYM 6 BEPOSTHBIX
MOMYJISIIMOHHBIX KJIACTEPOB, MPU ITOM META0OJUYECKUEe OCOOCHHOCTH IITAMMOB U3
oTnenbHBIX KiactepoB paznuunbl (Kirichek ef al., 2025). IlonpobHOEe u3ydeHUe in
silico mopene MeTaboaM3Ma U aHHOTAIMM reHomoB mrtamMoB AMPS04, AMPS17,
AMPS22 u AMPS23 BBISIBHIIO, YTO JaHHBIC INITaAMMBI, BEPOSITHO, HE CIOCOOHBI
OCYIIECTBISATh OJWH W3 BAXKHBIX I CHUMOMOTHYECKOTO  B3aMMOJICHCTBHS
onmoxumuyeckux  mytei —  OwocumHTe3d Y/ D-N-anerwmi-o-D-¢pyko3zamuna
(unentudukarop BioCyc: PWY-7333), BoBieuenHoro B wMoaudukamuto O-
crienuduueckoro anturena JITIC, ygacTByro1iero Bo B3aMMOACHCTBUM C PACTEHUSIMU
(Lerouge, Vanderleyden, 2002). Kpome Ttoro, mrammer AMPS04, AMPS17 u
AMPS23, no-BuguMoMy, He CITIOCOOHBI OCYIIECTBIATh OnocunTe3 Y JID-N-anetun-o-
D-xunoBo3amuna (uaentudukatop BioCyc: PWY-7334), Takxke CBS3aHHOTO C
moaudukamuen O-antureHa. B oboux cinydasx HapylIeHHsS 3aTparuBarOT (EepPMEHT
VY 1®-N-anetwirioko3amMuH-4,6-1eruaparasy, KOTOpPbI MOCTaBIseT cyOcTpaT s
JanbHEHIIero MeTUIIMPOBAaHMS U nepeHoca caxapHbix octatkoB O-mienu JIIIC (Ojeda
et al., 2010), u, BeposiTHO, peryaupyet nnuny nenu (Forsberg et al., 2000).

Panee Obl10 mokazaHo, 4yTo puzodum, mumieHHble creuudpuyunbix JIIC,
CIOCOOHBI WHAYIUPOBATH MOJHOIICHHBIC MH(EKIIMOHHBIE HUTH, HO BBIXOJ M3 HUX
3atpynHeH (de Maagd ef al., 1989; Welmillage ef al., 2025), unu 6aktepuu ObICTPO

nereHepupyroT nmocie Beixoza (Priefer, 1989; Niehaus ef al., 1998). Cxoxue anomanuu
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noka3zaHel B JaHHOW pabore mias AMPS04 — otrcyrcTBue BbIXOAa OakTepwHii
(ITpunoxxenne A Pucynok 5B); AMPS17 — orcyTcTBUE BBIXOAA OaKTepUid, MPU3HAKA
nerenepanuu  (Ilpunoxenne A Pucynox 6B); AMPS23 — mnpexnaeBpemMeHHas
nerenepanust cumonoruueckux crpyktyp (Pucynok 19B, [, E, Ilpunoxenue A
Pucynok 7]1). Taxxe B kiIyOeHbKax, WHIYHUPOBaHHBIX puzoOuanbHbiMu JIITIC-
MyTaHTaMH OOHApYKUBAJIUCh MYyJbTHOAKTepouaHbIe cumMOuocombl (Perotto et al.,
1994; Kannenberg et al., 1998), mogo0GHbIe TEM, YTO OBLIIM ONUCAHBI B 3TON padoTe IS
AMPS04 (Pucynox 17]1), AMPS05 (Ilpunoxenue A Pucynox 3M), AMPS17
(ITpunoxenne A Pucynok 6K) u AMPS22 (Ilpunoxenue A Pucynok 2]J[). Onaum u3
OTBETOB Ha HH(EKIUI0 OakTepusiMu, MyTaHTHbIMU To cuHTedy JIIIC, sBusercs
aKTUBaLMs 3alIMTHBIX peakiuid pacteHusi-xo3siuHa (Perotto ef al., 1994). B nannoit
paboTe OmMUCaHO, YTO HWHOKYJISIIIUS HEKOTOPHIMU aHATM3UPYEMBIMH IIITAMMaMHU
BbI3BaJIa 3aMETHYIO 3aIIUTHYIO PEaKlUIO B KiiyoeHbkax copta Frisson u nuaun SGE
(cM. myHKT 3.2.2.).

Taxum 06pa3zoM, mpecKa3zaHbl OTIMYUS MEXKTY aHATU3UPYEMBIMH IIITAMMAaMU B
ctpyktype JIIIC, sBmstomierocss 4YacThbl0  CUMOHMOTHYECKOM  MOBEPXHOCTH
B3aUMOJICUCTBUSL  (MHTEpdeiica) — CIOKHOH W JTUHAMUYECKOW CTPYKTYPHI,
dbopmupyemoit caxapaMu M O€JIKaMH Ha TMOBEPXHOCTU OaKTepUaTbHOW KJIETKH M
PACTUTENBHONW KJIETOYHOUM cTeHko. CumMOMoTHuecKuil uHTepdeiic HeoOXoauM st
B3aMMOJICUCTBUS, KOOPJAMHAIIMU DPA3BUTUS U OOMEHA MHUTATEIIbHBIMU BEIIECTBAMHU
MEXIy napTHepamMu B cumOuoze. B Xxome paboThl ObUIM MpOaHATU3UPOBAHBI
pa3IUYHbIE KOMIOHEHTHI CHMOUOTHYECKOM TOBEPXHOCTH B3aUMOICHCTBUS U OIEHEHBI
MPOLIECCHI €€ PEMOACTUPOBaHUS B KIIyOeHbKaX, 0Opa30BaHHBIX HA PACTEHUSAX COPTa

Rondo nocne nnokynsuuu mrammamu AMPS.

3.3.1. CumbuoTnyeckuii uHTEepEerc: TOMOraTaKTypOHaH

[lepBrUYHBIC KJIIETOYHBIC CTEHKH OKPY)KAIOT aKTUBHO PAaCTYIIUE PACTHTEIIbHbBIE
KJIETKM W COCTOSIT W3 IEJUII0JI03bl, TEMHIICIIIIONO03bI, TEKTUHA W CTPYKTYPHBIX
TJIMKOTIPOTEUHOB, a TaKXXe CoJepKaT IIMPOKUM CHEKTp OEJIKOB, KOTOPbIE MOTYT

HU3MCHATDH CTPYKTYPY KJIETOYHOW CTECHKHU WU pearupoBaTb Ha BHYTPCHHUC U BHCIIHUC
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curHansl (Keegstra, 2010; Liu et al., 2015). Korma puzobuu npoHHKAIOT B
pacTUTENbHBIE KIETKH, TPOUCXOAUT CIIOKHAS MEPECTPOMKA KaK UX MOBEPXHOCTHBIX
CTPYKTYp (KJIETOYHOM CTEHKH M 9K30I0JIMCAXapPUIHON KaICyJbl), TAK 1 KOMIIOHEHTOB
arnoIuiacTa pacTeHU (KJIETOYHOM CTEHKH M BHEKJIETOYHOI'O MAaTPHUKCA), TPUBOISILAS
K (QopMupoBaHUI0O CHMOMOTHYECKOM MOBEPXHOCTH  B3auMmozeicTBus. I[lpu
dbopmMupoBaHUU U PYHKIIMOHUPOBAHUU CUMOUOTHYECKOTO HHTepdeiica B KITyOeHbKax
Bo6oBbIx 3HauMMbIe (QYHKLIHU BBIOIHAIOT BCE 0003HAUEHHbIE KOMIIOHEHTHI, OJHAKO
HamOoJjiee M3YYEHHBIMM Ha CETOAHSIIHMA JIeHb ocTatoTcs mnekTuHbl (L[piranona,
Lpiranos, 2019; Su, 2023).

I'omoranakryponan (I'T) siBasieTcss OCHOBHBIM THIIOM NEKTHHA B MEPBUYHBIX
KJIETOUYHBIX CTEHKAaX M CPEAMHHON IUIACTUHKE PACTUTEIbHBIX KJIETOK. BhisBieHHas B
XO/I€ IaHHOTO MCCIIEA0BAHUS JOKAIM3alUs BBICOKO MeTUI-3Tepuduumnpoantoro [T,
obHapyxuBaeMoro kak antutenamu JIM7, tak u LM20, B kityOeHbKax, 00pa30BaHHBIX
MIPU UHOKYJISIIUM BceMU mTammaMu AMPS, Obuta TUMUYHOM 171 KITyO€HBKOB ropoxa
(Tsyganova et al., 2023¢). MeTka HaOroAa1ach B KJIIETOYHBIX CTEHKAX, B TOM YHCIIC B
CTEeHKaX MH(EKIIMOHHBIX HUTEH B 30HaX MHPpekuuu u azordukcaruu (Pucynox 20,
[Tpunoxenue A PucyHok 8).

Huzko metmin-srepuduiupoBansbiii [T Toke HaKarIMBascs XapaKTePHBIM IS
KIIyOeHbKOB ropoxa oopazom (Tsyganova et al., 2023c) Bo Bcex BapuaHTax. MeTka
antutena JIMS mnpucyrcTBOBajla B KIETOYHBIX CTEHKAX KOJOHU3UPOBAHHBIX,
UH(PUIIMPOBAHHBIX U HEMH(UIIMPOBAHHBIX KJETOK B KIIYOE€HbKax, UHIYIIUPOBAHHBIX
Bcemu mrammamu (Ilpunoxenue A Pucynok 9A-TI', E), 3a uckmouenuem AMPS23
(ITpunoxxeune A Pucynok 9J1). Antuteno LMI19 He MeTHIIO KIIETOYHBIE CTEHKH
KOJIOHM3UPOBAHHBIX KJIETOK B KIIyO€HbKaX, UHAYIUPOBaHHBIX mITammamMu AMPS04 u
AMPS23 (Pucynok 21A, 1). B cnyuyae nnokynssuuu mrammom AMPS04 metka LM19
Obl1a OOHapy)keHa B CTEHKaX HMH(GUIMPOBAHHBIX KJIETOK, €CIU MOCIeIHUE ObUIH
Ipe/ICTaBIICHbI B KITyOeHbke. OJJTHAKO B CTEHKAaX MH(PEKIMOHHBIX HUTEH BCceX 00pa3iioB
oTMmeuanoch oowmme kak metku JIMS, tak u LM19 (Pucynoxk 21, Ilpunoxenne A

Pucynoxk 9).
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AMPS04

AMRS23 ' AMPS34
Pucynok 20 — UMMyHO10KAIM3a0MSA STUTONA BHICOKO METHJI-

ITePUPUIIUPOBAHHOIO TOMOTATAKTYPOHAHA, MEYeHHOr0 anTutejiom LM20, B

KJIy0OeHbKaX ropoxa
[IItamMM, WCMONB3YEMBIM 1 WHOKYJSAIMM, YyKa3aH Ha Kaxnod ¢otorpaduun. Jlns
MMMYHOJIOKQJIM3aLUN HUCIIOIb30BAIM MOHOKJIOHAIbHBIE BTOpHUYHBbIE aHTUTENa [gG KO3bI MPOTUB
KpbIChl, KOoHBIOTHpOBaHHOE ¢ AlexaFluor 488. KK — kononmsupoBanHas kierka; MK —
uHpunmpoBanHas kierka; HUK — nemndunmpoBannas kierka; MK — nerenepupyromas
MH(UIUPOBAaHHAs KIIETKA; 1 — SpO; B — BAKYyO0JIb; CTpEIKaMi 0003HAaY€Hbl HHPEKIIMOHHBIE HUTH,
TPEyroJbHUKOM — MH(EKIMOHHAsA Karist. MacmrabHble TuHeKk — 10 MKM.
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Pucynok 21 — UMMyHOI0KAIM3a0MS 3MUTONA /Ie-3TepU(PUIMPOBAHHOIO

rOMOrajJJaKTypOHaHa, Me4YeHHOro anturesioM LM19, B kiydeHbKax ropoxa
[IItamMM, WCMONB3YEMBIM 11 WHOKYJSAIMHM, YyKa3aH Ha Kaxuod ¢otorpaduun. Jlns
HMMYHOJIOKQJIN3allU HCIIOJIB30BaJIN MOHOKJIOHAJIBHBIC BTOPUYHBIC AHTHUTCIIA IgG KO3bI IIPOTUB
KpbIChl, KOoHBIOTHpOBaHHOE ¢ AlexaFluor 488. KK — kononmsupoBanHas kiertka; MK —
uHunuposanHas kietka; HUK — HennpunmpoBannas KieTka; s — siipo; B— BaKyOJIb; CTPEIKaMU
0003Ha4eHbl HH(DEKITMOHHBIE HUTH. MacimTabHble TUHEHKH — 10 MKM.

I'T" cunTe3upyrorcs B anmapare I 0JIbKH U TPAHCIIOPTUPYIOTCS B BUAE MOJIEKYJ
METUJI-3TepU(UIIMPOBAHHOTO  TMEKTMHAa K  IJIa3MaTHYeCKo  MeMmMOpaHe
CEeKpEeTUPYIOTCS B MpocTpaHcTBo amoruiacta (Voragen et al., 2009). JlokanbHble
vonupukarmu [T HeoOXoaumbl A7 BHYTPUKJICTOYHOTO  MPOXOXKIACHUS
nH(PEKIMOHHOW HMUTH, coaepxkarieit 6akrepun (Tsyganova et al., 2021). CornacHo
MOJy4YEHHBIM B pabOTe TaHHBIM MOXKHO 3aKIIOYUTh, YTO 3TOT MPOLECC, BEPOSTHO, HE
3aBUCUT OT INTaMMa pu3o0uid 1ipu ¢GopmupoBaHur 3POEKTUBHOTO CHUMOHO3a,
MOCKOJIbKY HET SIBHBIX pPa3iuuuii B Jokanu3auuu ne-3tepuduiuposannoro [T,
YaCTUYHO METHI-3TepupuunpoBaHHoro I'T" M BBICOKO METHI-3TepUUIIIPOBAHHOTO
IT B kinyOeHbKaxX NpH HCMOJIB30BAaHWU pasHbIX mTamMMmoB (Pucynku 20, 21,
[Tpunoxxenne A Pucynku 8, 9). Cnemumduyeckue 0coO€HHOCTH MOIUDUKAINU
NEKTUHOB ObUIM BBIABIEHBI TOJBKO B OTBET Ha Hed(p(deKTuBHBbIA cumMOM03. Tak, B
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ciaydyae MHOKyJsiuuu mrammamu R. laguerreae AMPS04 uiiu AMPS23, nakoruienue
ne-3repudunrpoBanHoro [T B KIETOYHBIX CTEHKaX KOJOHU3UPYEMBIX KJIIETOK HE
npoucxoauiio (Pucynox 21A, ). Bo Bpems pa3Butus 06000BO-pH300HATIBHOTO
cuMOmo3a (PepMEHTHI TMEKTHH-3CTEPasbl Je-3TePUPHUIMPYIOT TMEKTUHBI KIETOYHBIX
creHok (Wilmowicz et al., 2022), a dhbepMeHThI NOJUTaJaKTypOHA3bl WM IEKTaT-
JMa3bl PETYIHPYET MKECTKOCTh KIETOYHOW CTEHKH, OMNOCpedys JAerpaiaruio Je-
sTepuduupoBanHoro nektuHa (Xie et al, 2012; Su et al, 2023). MoxHO
MPEANOJIOXKUTh, YTO B ONHUCHIBAEMBIX CIydasX CHUKEHUE/OTCYTCTBUE AKTHBHOCTH
MEeKTUH-3CTEpPa3 OIMOCPENyeT OTCYTCTBHE JAe-3TepU(UIUPOBAHHBIX TEKTUHOB B
KJIETOYHBIX CTEHKAX U, KaK CJICJICTBHUE, OTCYTCTBUE CyOCTpaTa Jijisi Apyrux (epMEeHTOB.
B xoHeyHOM cuere, HE MOAMQPUIIMPOBAHHBIC ITEPUDHUIIMPOBAHHBIC TEKTUHBI MOTJIH
MPEMNSTCTBOBATh MH(MEKIINH, TPUBOAS K 00pa30BaHUIO JUIITH HEOOJIBIIIOTO KOJIMIECTBA
MH(UIMPOBAHHBIX KJIETOK WJIM UX MOJHOMY OTCYTCTBUIO. DTO MPEIOIOKEHUE OBLIO
B TAJIbHEHUIIIEM TTOJITBEPKICHO pe3yIbTaTaM1 TPAHCKPUIITOMHOTO aHaIn3a (CM. IyHKT
3.3.7.), Tak kak Obl1 OOHapyxeH (HaKT CHIDKCHHS DKCIPECCHU TEHOB
MOJINTAIAKTYPOHA3 M psiia TICKTUHOBBIX 3CTepa3 B KIIYOCHBbKAX, WHIYIIHMPOBAHHBIX
mraMmmom AMPS04.

Panee ObuTo MOKa3aHo, YTO B KIYOCHBKaxX Tropoxa JUMEpHOEe OOBeIMHEHHE
ueneii I'T mocpencrsom nonos Ca®", pacniosnaBaemoe anturesnoM 2F4, Hakarimpaercs
TJIaBHBIM O00pa3oM B CTEHKaX WH(MEKIIMOHHBIX HHUTEH W B MECTaX KIETOYHBIX
koHTakTOB (Tsyganova et al., 2023c). PaBHoMepHoe pacmpenenenue aumepa [T,
cumroro uoHamu Ca’', Habmomamoch B CTEHKAaX KOJOHU3MPOBAHHBIX U
UHOUIUPOBAHHBIX KJIETOK B 30HaX HHGEKIMH U a30T(UKCalMU, a TaKkKe B
MH(DEKIIMOHHBIX HUTAX BCEX MPOAHATU3UPOBAHHBIX BAPUAHTOB B 3TOM HCCIEAOBAHUU
(ITpunoxenne A Pucynok 10).

Panee ObL10 MOKa3aHO, UTO AUMEPHAsE KOHPOPMALIUS «KOHTEHHEp AJis AUl (0T
aHr. egg-box) me-3TepuPpUIMPOBAHHOTO NeKTHHA, cruToro Ca’', MoXkKeT NpUBOIUTSH K
JIOKAJThHOMY YIUIOTHEHHUIO KJIETOYHOW CTEHKH, YTO OTPAHMYMBAET POCT PU300MN U
npeoTBpaIiaeT ux pacrpoctpanenue (Su et al., 2023). BepoaTHo, 4TO 3TOT MPoIIecC

HC CBs3aH CO IITAMMOM MI/IKPOCI/IM6I/IOHT3.
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3.3.2. CumbuoTHYECKH HHTEpdeiic: paMHOTanakTypoHaH [

Pamuoranaktyponan [ (PI'-I) — »3To pa3BEeTBICHHBI NEKTUHOBBII
nojucaxapus, Ha JOJNK Kortoporo mnpuxomutca 7—-14% coctaBa mEepBUYHBIX
kiaeTouHblx creHok (Mohnen, 1999). Tounas pons PI-I B dopmupoBanuu
CUMOMOTHUYECKMX KIyOEHBKOB elle 10 koHia He u3ydeHa (Llpiranoma, Llpiranos,
2019).

NMMyHOIOKaIA3aMsl PaMHOTAJIAKTYpPOHAaHAa | C WCIIOJIb30BaHWMEM AaHTHTENA
CCRC-M35, koTopoe CBS3bIBAa€TCSI C OCHOBHOM 1enbio PI'-I, BeIABUIIa OTCyTCTBHE
pacro3HaBaHUsI ATOTO MUTOMNA B KIIETOUYHBIX CTEHKAaX BCEX UCCIIEI0BaHHBIX 00pa3IIOB.
Antuteno CCRC-M35, tpebyer g CBSI3bIBaHUS 10 MEHBLIEH Mepe MABYX
HEPa3BETBIICHHBIX JMCAXapUAHBIX MOBTOPOB, HE CBI3bIBAECTCA C PA3BETBICHHBIMU
ydqacTkamMu octoBa PI' M  HeE4yBCTBUTENBHO K COCTaBy €axapoB Ha
HEBOCCTaHaBJIMBaroleM KoHie. Panee Opuio mokaszaHo, 4yro smuron CCRC-M35
OTCYTCTBYET B KiiyOeHnbkax P. sativum (Tsyganova et al., 2023c), 4To Takxke ObLIO
NOATBEPKIAEHO M B 3TOM HCCIENOBaHWMU. Takas JokKanu3auus, WIH, CKopee, €€
OTCYTCTBUE, MOXKET OBIThb 00BICHEHa TeM (hakTOM, 4TO MoJiekyia PI' B pacteHusx
ropoxa CUJIbHO pa3BETBJICHA; OHA MPAKTUYECKH HE COJEPIKUT YIaCTKOB HEOOXOIUMOI
JUTAHBI 1711 cBs13pIBaHUS ¢ anTtuTeaoM CCRC-M35.

dnyopeciieHTHas: MUKpOCKonus uHenHoro snurtona 1,4-B-D-ranakrana PI'-1,
pacno3HaBaemoro anturesiom LMS, nokaszana, 4To MedeHue ONpenesuiach B CTEHKax
KJIETOK AHAOJAEPMBI U (JIO3MBI, a TaKXKe€ B CTEHKAaX HH(QEKIIMOHHBIX HHUTEH BCEX
M3Y4YEHHBIX BapuaHTOB (Pucynok 22). Onuron LMS Takke NpucyTCTBOBaJI B MECTaxX
KOHTAaKTa HECKOJbKUX HEUMH(PUIMPOBAHHBIX W/UIM KOJOHHU3MPOBAHHBIX KIETOK B

KITyOeHbKax, MHAyIupoBaHHBIX mTaMmmMoM AMPS34 (Pucynok 22E).
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AMPS23

Pucynok 22 — UMMyHo10KaIM3a0Ms 3NUTONA JUHEHHOro 1,4-B-D-ranakrana

paMHoranakryponana I, meyennoro anturesom LMS, B ki1y0eHbKax ropoxa
[IItamMM, WCMONB3YEMBIM 11 WHOKYJSAIMHM, YyKa3aH Ha Kaxuod ¢otorpaduun. Jlns
HMMYHOJIOKQJIN3allU HCIIOJIB30BaJIN MOHOKJIOHAJIBHBIC BTOPUYHBIC AHTHUTCIIA IgG KO3bI IIPOTUB
KpbIChl, KoHbIOTHpoBaHHOe ¢ AlexaFluor 488. KK — xononmsupoBanHas kierka;, MK —
UHOHUIMPOBAaHHAS KJIETKA; 1 — sIJIPO; B — BaKyO0JIb; CTPEIKaMH 0003Ha4eHbI HH()EKIMOHHbBIE HUTH,
TPEYroJIbHUKOM — WH(EKIMOHHas Karuisd. MacimtabHbie TuHEHKH — 10 MKM.

HenaBHo Oblla MpOAEMOHCTPUPOBAHA  HEKOTOpas  BUAoCTeNUpUIHAS
JIOKau3aIus W pachpeiesieHue snuTona OOKOBOM rajgakrtaHoBoil menu PI-1 B
Kkiyoenbkax P. sativum, M. truncatula, Lupinus luteus L., Galega orientalis Lam.,
Glycine max wn Pentaclethra macroloba (Willd.) Kuntze (de Faria et al., 2022;
Tsyganova et al., 2023b; Tsyganova et al., 2023¢). Kpome Toro, 66110 1MoKa3aHo, 4TO
ATOT SMUTOM JIOKAJTM30BaH B (PUKCUPYIOMIMX HUTAX Erythrophleum spp., dieHa Kiabl
Mimosoid (de Faria et al., 2022).

Bokpyr cumMOMOCOM KOJOHU3UPOBAHHBIX KJIETOK, COJEPKAIIMX FOBEHHUJIbHbBIE
OaxkTepouabl, B KIIyOCHbKaX, MHAYLIMPOBAHHBIX ITaMMaMu R. laguerreae AMPSO0S,
AMPS17, AMPS22 u AMPS34, Oblna oOHapy>keHa 4Ype3BbIYAHHO ciadas MeTKa
anturena LM6-M (Ilpunoxenue A Pucynok 116, B, I', E). Metka He Habmoganace B
KiyOeHbKax, rae He npoucxoawna nudpdepeninupoBka Oaxtepuit ([Ipunoxxenune A
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Pucynok 11A, ). Antuteno LM6-M pacnosnaer snuron 1,5-o-L-apabunanoBoit
ooxoBoi 1ienu PI'-1, oiHaKO M3BECTHO, UTO OHO BCTYIAET B MEPEKPECTHYIO PEAKIIHIO C
AMUTOINOM apabuHoranaktaHoBoro oenka (AI'D).

Panee B kiybenbkax ropoxa nuauu SGE nukoro tumna npucyTcTBUE TUHEHHOTO
smuTona apabuHaHoBOW OokoBoi 1enu PI'-I, pacnmo3naBaeMoro MOHOKJIOHATbHBIM
antutesioM LM6-M, Obuio 0OHApYKEHO B KJIETOYHBIX CTEHKAaX WH(UIIMPOBAHHBIX,
HEMHOUIMPOBAHHBIX M  KOJIOHM3UPOBAHHBIX KJIETOK, a TakXke B CTEHKax
nHpexunonHeix HUTEN (Tsyganova et al., 2023c¢). OgHako B 3TOM HCCJICIOBAaHUU
MmeTKa aHtuTena LM6-M Obuta oOHapyxeHa TOJbKO B MeMOpaHax CUMOMOCOM H HE
Obuta OOHapykeHa B KJIETOYHBIX CTEeHKaX. [lOCKOJIbKY B 3TOM HCCIEAOBAHUU
uCIosb30Bajics copT Rondo, MOKHO NpPeAnoIoKuTh, YTO pacHpenesieHue 3MuTona
apaOVHaHa B KJIETOYHBIX CTEHKax OINpPENENSIeTCS T€HOTUNIOM pacTteHus. CTouT
MMOBTOPUTH, U3BECTHO, UTO aHTUTENO K LM6-M BCTynaeTr B NEPEKPECTHYIO PEAKIIUIO C
snutonoM AI'b; LM6-M nipouHo cBSI3bIBAETCS ¢ AMMEPOM apaOrHaHa U aHAJIOTUYHBIM
oOpa3zoM ¢ apabuHanamu co crerneHpro nonumepusainuu a0 7 (Willats et al., 1998;
Pedersen et al, 2012). IlpencraBieHHBIM aHAIU3  MOPOJESMOHCTPUPOBAI
crenu@uUecKue A mTaMma OCOOCHHOCTH B PacHpe/esIeHUH SMUTOINA, MEYEHHOTO
LM6-M, B oTBeT Ha Heah(eKTUBHBIN cuMOMO03. B KiryOeHbKax 0e3 pa3BUTHS 30HBI
azorpukcaimu  (uHokymsimuss  AMPS04  umu AMPS23)  nuddepenunponka
OakTepous10B He Tpoucxoamia, u Metka LM6-M ne o6HapyxuBanace (IIpunoxxenne

A Pucynok 11A, JT).

3.3.3. CumbuoTnueckuii HTepPeiic: reMUIIeITII03a

Pacnipenenenrie  GyKo3WJIMPOBAHHOTO  KCHJIOTJIIOKaHAa  (TE€MUIIEILIIONI03bI),
MeueHHoro a"tutenaoM CCRC-MI1, B kinyOeHBKaxX IOKa3ajo MPEUMYIIECTBEHHOE
HAKOIUIGHHE B DJHIOAEpME M Mepucteme. MeTka Takxke Oblla OOHapyXeHa B
KJIETOUYHBIX CTEHKaX, BKJIIOYAsi CTEHKU MH(EKIMOHHBIX HUTEH, B 30HaX MH(MEKIUU U
azoTgukcauu Bo Bcex BapuaHtax (IIpunoxenne A PucyHok 12). Dtu nanubie

COTJIACYIOTCS C MOJy4YeHHbIMU paHee 1yis Topoxa (Tsyganova ef al., 2023c).
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OyKO3UINPOBAHHBIN KCHIIOTIIOKAH — OCOOBIN THUIT KCUJIOTJIIOKaHa, OCHOBHOM
KOMIIOHEHT KJIETOYHBIX CTEHOK PACTEHUN, KOTOPBIN UTPAET BAXKHYIO POJIb B CTPYKTYPE
KJIETOYHBIX CTEHOK 1, BO3MOYKHO, B pOCTE U AUPPEPEHINPOBKE KIETOK. MI3BECTHO, UTO
HEJOCTaTOK (PYKO3bl B KJIETOYHBIX CTEHKAaX MOXET NMPUBECTH K KapJIMKOBOCTH U

cHIKeHuto npouyHocTH ctedus (Freshour et al., 2003).

3.3.4. Cumbuotuueckuit uuTepdeiic: apabuHOTraIaKTaHOBBIEC OETKH

Panee Obui0 mokaszano, uro AI'B urparoT KiIr04eBYyI0 poJib Ha pPa3IMYHBIX
YPOBHSX B3aUMOJCHCTBUS MEXKAY KOPHAMHU M IIOYBEHHBIMH MHKpPOOAMHM, Kak
MOJIE3HBIMHU, TaK U aToreHHbiMU (Nguema-Ona et al., 2013).

Ananu3 nokanuzauuu u pacupenenenus AI'b ¢ ucions3zoBanneM anturesna LM?2
BBISIBWJI MAPKHUPOBKY CUMOMOCOMHBIX MeMOpaH. B oTBeT Ha He3(pPeKTUBHBIN CUMOKO3
OblTM  OOHApy>KeHbI crnenuduuecknue, B 3aBUCUMOCTH OT INTaMMa pPHU300Uid,
0COOEHHOCTH pEMOIETUPOBAHUS pacTUTENBHO-MUKPOOHOM MOBEPXHOCTHU
B3aumozeiictus (Pucynok 23). B kimyGenbpkax, riie He 3amycKaiach a30T(UKcalus, He
npoucxonuina auddepeHnrpoBka OaKTEpoUI0B HE OBUIO OOHApYXKEHO MeMOpaH
cumMOnocoM, MedeHHbIX aHTuTenoM LM2 (Pucynox 23A, /). Hamportus, korna
oOpa3oBaHMe 30HBI a30T¢uUKcauud (WJIX 30HBI, COOTBETCTBYIOLIEH 30HE
a30T(UKcalMi) TPOUCXOAMIIO HOPMAJIbHO U OakTepuu AuddepeHurnpoBaiuch B
OakTepounpl, aHntutreno LM?2 HaumHaio MapKUpoBaTb MeMOpaHbl CUMOHOCOM B
nHpunmpoBanHbiX Kietkax (Pucynok 236, I, E). B cnmydae nnokysnsiiiuu mraMmom R.
laguerreae AMPS17 Bo3Hukina mnpomexyrtouHnas curyauus (Pucynokx 23B), npu
KOTOpOH 3amyckanach OaktepuanbHas AuQdepeHIupoBKa, HO 0aKTepOUabl OBICTPO
nerenepupoBanu. Crieayer 3aMeTuTh, 4To JoKanu3aus MeTku LM2, Obuta cxoxa c
nokanu3auued metku LM6-M (mogpobHee cMm. myHKT 3.3.2.), rae B OTCYTCTBHE
nudepeHnpoBkr O0akTepuii B KIIyOCHbKaX, MEUEHHE CUMOMOCOMHBIX MeMOpaH He

Haomopanocs (Ilpunoxenune A Pucynok 11).
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Pucynok 23 — UMMyHOJI0KAIM3ANMS IMUTONA APpA0MHOTAIaAKTAHOBOIO 0eJIKa,

Me4YeHHOro anturejiom LM2, B kiiy0eHbKax ropoxa
[IItamMM, WCMONB3YEMBIM 11 WHOKYJSAIMHM, YyKa3aH Ha Kaxuod ¢otorpaduun. Jlns
MMMYHOJIOKAQJTU3alUK HCIIOIh30BAIM MOHOKJIOHATbHBIE BTOpHUYHBIE aHTHTeNna IgG KO3bI MPOTUB
KpbIChl, KoHbIOTHpOoBaHHOe C AlexaFluor 488. MK — wundunmupoBannas knerka; UK —
JereHepupyonasi MHPUIHpPOBaHHAS KJIETKa; S — SIPO; B — BAKyOJIb, CTPEIKAMH 00O3HAYCHBI
WH(EKIIMOHHBIE HUTH, TPEYTOJIbHUKAMU — MH(EKIMOHHBIE Karuii. MacmtabHbie TuHedkn — 10
MKM.

Panee HaOmomanoch 3aBUCAIEE OT BPEMEHM paclpeleieHUe SIUTOIA,
pearupytomiero ¢ antureaom LM2 (Tsyganova et al., 2023b). [Ipyrumu cinoBamu,
MEUYEHHE JTOro JOUTona ObUI0 OOHapykeHo B  HeAudhepeHIUPOBAHHBIX
cumbuocoMax Glycine max u 1OBEHWIBHBIX cuMOuocomax Galega orientalis, HO
IPAaKTHYECKU UCUYE3TI0 B 3peibix. OaHaKo, MpH MHOKYISIINK mTtammamMu AMPS 6b110
OOHapyeHO  OJMHAKOBOE  KOJIMYECTBO METKM Kak B  KIyOeHbKax ¢
mupepeHIMpOBaHHBIMU ~ CUMOMOCOMaMHM, Tak W B KIyOe€HbKax ¢
HenbGepeHIIMPOBAaHHBIMI CUMOMOCOMAaMH, YTO MOXKET CBHJICTEILCTBOBATH O TOM,
YTO UCUYE3HOBEHUE AIMTOIA, pacriosHaBaemMoro LM?2, He TpeOyercs AJisd cO3peBaHMs

MeMOpaH CUMOMOCOM B TaKUX KIyOCHBbKaX.
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Panee ¢ momombro MOHOKIJIOHATIbHOrO anthTeraa MAC265 B kadecTBe 30HIA
ObUT ICHTU(DULIMPOBAH PACTUTENBHBIN INIMKOMPOTEUH-3KCTEHCHH, KOTOPBII BXOJIUT B
COCTaB MaTPHKCa MPOCBeTa MH(MEKIIMOHHBIX HUTEH B KIIyOE€HbKaX ropoxa, BhIJIETSSACH
pacTeHUEM B Ka4yeCTBE paHHEH peakiuu Ha 3apaxkenue puzodbusmu (VandenBosch ef
al., 1989; Rae et al., 1991). ApabunoranaktaHoBblie Oenku-3kcTeHCUHbI (Al'B-D3),
KOTOPBIE SBJISIIOTCS YaCThIO MaTpUKCAa MH(MEKIIMOHHBIX HUTEW, B 3TOM HCCIIEIOBAHUU
TakKe pacrno3HaBamch aHTuTenoM MAC265. Jlokamuzarmusi 3TUX  OEJIKOB
BapbUpPOBAJIA B 3aBUCUMOCTH OT IITaMMa OaKTEpHid, UCIIOIB3YEMOTO JIJIs MHOKYJIALINU
(Pucynox 24). OxugaemMoe pacroiokeHne METKH B MaTpUKca HHPEKINOHHBIX HUTEH
ObUTIO OOHApYXKEHO B KIyOeHbKaxX, MHAYLUpOBaHHBIX mTammamu AMPS05, AMPS22
u AMPS23 (Pucynok 24b, I', 1). B kiryOenbkax ropoxa, 00pa3oBaHHBIX IITAMMAMHU
R. laguerreae AMPS04 u AMPS17, nabironanocs aHoMaJIbHOE HAaKOTUIEHNE METKH B
LUTOIUIa3ME W BOKPYT BaKyoOJIed KOJIOHM3UPOBAHHBIX M MH(GUUIMPOBAHHBIX KIIETOK
(Pucynok 24A, B). B xnyOeHbkax, MHAyUMpOBaHHBIX mTaMmmMoM AMPS34, metka
IPUCYTCTBOBAJIa B OOJBIINX KOJUYECTBAX B MEXKKJIETOUHOM IMPOCTPAHCTBE B 30HE
azot¢ukcaiuu (Pucynok 24E).

Matpukc BHYTpH TMpocBeTa HHGPEKIHOHHBIX HHUTEH COJEPKUT MaTepual,
KOTOPBIM OOBIYHO BXOJIUT B COCTaB BHEKJeTouHOro mMarpukca (Gage, 2004). B oter
Ha pU300MATIbHYI0 MH(EKLIHUIO MOXKET CTUMYJIHMPOBATHCS BHIPAOOTKA M CEKpELHs
Pa3JIMYHBIX COEIMHEHUI, COCTABIISIIONIUX 3TOT MEKKJIETOUHbIH MaTpukc (L{piranosa,
2024). ITockonpky AI'B-D mpuKperisitoTcss K MOBEPXHOCTU OaKkTepuil MOCpPeICTBOM
MOHHOTO CBSI3bIBaHUS U CaMHU 10 ce0e MOABEP>KEHbI OKUCIUTEIBHOMY CIIMBAHUIO, OHU
MOTYT OBITh BOBJICUEHBI B OTpPaHUYEHHUE PACTIPOCTPAHEHHs] MUKPOOHON HWHBA3UU
(Lerouge, Vanderleyden, 2002). AnomanpHas sokanu3anuss metku Al'B-D B
KiTyOenpkax, wuHAynupoBanHbix AMPS04 u AMPS17, BeposiTHO BbI3BaHA
HENPaBWIbHBIM HalleJMBaHueM aHTUreHa MAC265, KoTOpo€ MOKET OCYIIECTBIATHCA
B paMKax aKTHUBAlMW 3aUIUTHBIX PEAKIUI U, BEPOATHO, CIYKHUT ISl MOJABJICHUS

kononm3anuu (Tsyganova et al., 2009).
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AMPS23 — |AMPS34

Pucynok 24 — UMMyHOI0KAIM3ANMS 3MUTONA APA0MHOrAIaKTAHIIPOTEHH-

JKCTEHCHHA, MeYeHHOro anTurejioM MAC265, B kiiy0eHbKaxX ropoxa

[IItamMM, WCMONB3YEMBIM 1 WHOKYJSAIMM, YyKa3aH Ha Kaxnod ¢otorpaduun. Jlns
HMMYHOJIOKQJIN3allU HCIIOJIB30BAJIN MOHOKJIOHAJIBHBIC BTOPUYHBLIC AHTHUTCIIA IgG KO3bI IIPOTUB
KpbIChl, KoHbIOTHpoBaHHOe ¢ AlexaFluor 488. KK — xomonusupoBannas kietka, MK —
uHunmpoBanHas kierka; [IMK — nerenepupyromas HHGUIMPOBAHHAS KJIETKA; ST — SJIpO; B —
BaKyoJlb; CTpelKaMu 0003HaueHbl MHGEKUWOHHbIE HUTU, TPEYrOJbHUKAMHU — HWH(QEKIMOHHBIE
karmu. MacimraOHbie TuHeHKH — 10 MKM.
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3.3.5. CumbuoTnyeckuii uHTEpEnc: OTIOKEHUS KAJJIO3bl U CyOeprHa

Kak mpaBuno, puzoOuanbHas WHOEKIHS CHOCOOCTBYET CHUKEHHUIO YPOBHSA
KaJJIO3bl B TKaHSX oOpasyromuxcs kiayoenbkoB (Gaudioso-Pedraza et al., 2018).
OnHako B CTEHKaX TOJBKO YTO HH(PHUIMPOBAHHBIX KIETOK 30HBI HH(PEKIUU U
WHTEP30HBl B KIyOEHbKaX, MHAYLIHPOBAHHBIX MmITaMMoM R. laguerreae AMPS34,
Ha0ro1a10Cch oTioKeHue kamwiossl ([Ipunoxenue A Pucynok 13E).

Hakormenne kaymo3sl B KJIIETOYHBIX CTEHKAX M CTEHKAaX WH()EKITMOHHBIX HUTEH
paHee HaOJOaTM Yy MYTaHTa TOpoXa C aHOMaJbHBIM Pa3BUTHEM HH(EKIHMOHHBIX
autedr RisFixV (sym42) (Ivanova et al., 2015). Ponp oTioxeHU#! Kamio3bl B
KJIETOYHBIX CTEHKaX MOXET OBbITh CBSi3aHA C MOJAJEP>KaHUEM MPSIMOTO (PU3UUIECKOTO
Oapbepa, MPUBOJIAIIETO K 3aTPYAHEHUIO BRICBOOOKIEHUSI OaKTEpHUil B paCTUTEIIHHBIC
kietku (Ivanova ef al., 2015), 1160 ¢ MogaBICHHEM CUMILIACTUYECKOTO TPAHCIIOPTa
CUTHAJIBHBIX (DAaKTOPOB uepe3 IUIa3MOJECMbl M HApYLIEHUEM CUHXPOHHU3ALUU
porpaMM KOHTPOJISI pu300MaibHON MH(PEKIMu U pa3BuTus kryoeHpkoB (Gaudioso-
Pedraza et al., 2018). Kpome Toro, panee ObLJ10 MOKa3aHO, YTO HAPYIIICHUS B CUHTE3E
Pa3InYHBIX OaKTepUaTbHBIX MOJIUCAXaPUIOB (3K30MO0NIMCAXapUIOB u
JUTIOTIONMCAXapU/I0B) MOTYT BBI3BIBATh HAKOIJICHNE KAJUIO3bl B CTEHKAX KJIETOK KOPbI
BO BpeMsi 00pa3oBaHMs TICEBIOKIYOEHBKOB, HHIYIMPOBAHHBIX MYTAHTAMHU
Sinorhizobium (Niehaus et al., 1993), a Takxe BO BpeMsi MHIYKIHH KIyOCHBKOB
mytanTamu Rhizobium (Perotto et al., 1994).

B 1O xe BpeMs, HU B OJHOM M3 IMPOAHAIM3UPOBAHHBIX KIyOEHBKOB HE
HAOI0JaIOCh HUKAaKUX OTKJIOHEHHH B oOTioXeHun cyOepuna. CyOepuH ObLI
oOHapyXeH TOJIbKO B KIJIETOUYHBIX CTEHKaX OJHAOACPMbI, KaK B HOpME H

npeanosnarainock (Hartmann ef al., 2002; Venado et al., 2022).

3.3.6. CumbuoTuueckuit untepdeiic: 6akTepuanbHbIE JTUMOMOINCAXAPUIBI

baktepun BHYTpH MHQPEKIMOHHOW HHUTH TOMOJOTHMYECKH PACIIOIO0XEHbI BHE
KJIETOK pacTeHusi. KoMIOHEHThl cUMOMOTHYECKOTO MHTep(elica, ONMUCaHHBIE BBILIE,
CHUHTE3UPYIOTCS PACTCHHEM-XO3SIMHOM M, Kak ObUIO TOKa3aHO, B 3HAYMTEIbHOU

CTEMCHU HE 3aBUCIAT OT PHU300UH, KOJOHU3UPYIOIIUX KOPHU OOOOBBIX pPACTCHHH.
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HaGmromaembie pa3nuuus B MEPBYIO OYEPENb SBISIIOTCS PEAKIMEH Ha YCTAaHOBJICHHE
HeappekTuBHOrO cuMmOno3a u  (GOPMHUPYIOTCI B OTBET Ha KOHKPETHOTO
MUKpOcUMOMOHTa. Moaudukanuu OakTepuaabHONH  KJIECTOYHOM IMOBEPXHOCTH,
HAIMPOTHUB, HAXOMSTCS TOJ] KOHTPOJEM pHU300MH W WTPaAIOT PEMIAIOIIYI0 POJIb B
n30€raHnM 3alllUTHBIX peakiuid pacreHus-xozsmHa (Carlson et al, 2010).
Monudukanuu 3aTparuBalOT BHEKJIETOUYHBIE, KAlCyJbHbIE W JUIOMNOJUCAXAPUIbI,
IIUKJIMYECKHE TIIIOKaHbl U aunoxutoonurocaxapubl (De Castro ef al., 2008; Gibson
et al., 2008; Oldroyd, Downie, 2008).

B manHOM mCCeIoBaHNN aHAIM3UPOBAIIMCH AHTUTENA HA PA3JIMYHBIC ATTUTOIIBI
puzobuansabix JITIC: MAC300 — Ha KOHCTUTYTHBHO 3KCIPECCUPYIOIIUNCS MUTOI
JIIIC mramma R. johnstonii 3841 (Kannenberg et al., 1992), MAC301 — Ha
IKCIIpeccUupyromuiics Toibko B kiryoeHbke anurtorn JIIIC (Kannenberg et al., 1992) u
JIM32, kotopslii pearupyet ¢ mupokum crexkrpom Gopm JIIIC mramma 3841 (Lucas
et al., 1996). Pe3ynbTaThl aHav3a npeacTaBieHbl B Tabnuie 4, rae «+» o6o3HayaeT
CUJIBHOE CBEUCHHUE METKH, «+/—» — cinaboe, «—» — OTCYTCTBUE METKH.

Taoauna 4 — UmmyHoI0KaIM3anMsl 0AKTEPHATBHBIX JIUIIONOJUCAXAPU/I0B

HITamm MAC300 MAC301 JIM32
R. johnstonii 3841 + +/— +
R. ruizarguesonis RCAM1026 — — +
R. laguerreae AMPS04 — — +
R. laguerreae AMPS05 — — +
R. laguerreae AMPS17 — - +
R. laguerreae AMPS22 — — +
R. laguerreae AMPS23 — — +
R. laguerreae AMPS34 — — +

B xoxe »skcnepuMeHTanbHOM paboOThl TOJAbKO aHTUTeno JIM32 mokasano
CTa0WJIbHOE MEYEHUE BCEX AaHAIM3UPYEMbIX O00pa3loB, YTO MOJpPa3yMEBAET
BBISIBJICHWE KOHCEPBATHUBHOTO OSIUTOMNA, 00mero mis BUIOB R. johnstonii, R.

ruizarguesonis U R. laguerreae. Panee 1eMOHCTpUpOBaIach BHICOKAsi aKTUBHOCTh ATUX
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antuten B otHomeHuu JIIIC u3 pazHooOpasubix mrammoB Rhizobium (Lucas et al.,
1996). B cBoto ouepenp, antutena MAC300 u MAC301 nmo3Boyiniiv JIOKaIU30BaTh
AIIUTOIBI TOJBKO B 00pa3liax, HHOKYIUPOBAHHBIX R. johnstonii 3841, 4TO TOBOPUT O
KpaiilHe OrpaHMYEHHON BO3MOKHOCTH IMPUMEHEHHU JaHHbIX aHTuTen B aHanuse JIIIC
puzo6uii. [IpoBeaeHHBI UMMYHOLIMTOXUMUYECKUN aHAIIW3 HE MO3BOJIUI YCTAHOBUTh
YHUKaJIbHBIE MapKepbl, KOTOpble Obl OTJIMYAIM OT/AENIbHbIE ITaMMbl R. laguerreae,
xoTs paznmuuHas cTpykrypa JIIIC nns 3TUX IITaMMOB BCE€ K€ MPEAINoJaraeTcs
(Kirichek et al., 2025). B wacTHOCTH, O)XH1aeM0O HapylieHue (pyHKIIMOHUPOBAHUS Y
mrammoB AMPS04, AMPS17, AMPS22 u AMPS23 6enka WreM (obmanaroriero
obenmu Metun u TimKo3uiTpancPepasHoit aktuBHOCTAIMU (Ojeda et al., 2010) u
yudactBymomero B Moaudukamuu JIIIC), uto, kak ObUIO MOKa3aHO, MOXKET OMPEAEISThH
3aJIep’KKy B 00pa30BaHUU KIyOEHBKOB, CIIOCOOCTBOBAaTh CHUIKEHHUIO AKTUBHOCTU
HUTPOT€HA3bl, WM BOBCE NPHUBOJIUTH K (POPMUPOBAHUIO TCEBAOKIYOECHBKOB C
aboptupoBanHoi kosionuzanuent (Noel et al., 2004).

Xopowo MU3BECTHO, MPAaBUIBHO CTPYKTYypHO opranu3oBanHbie JIIIC,
CHUHTE3UpYyEeMbIe pU300UsIMHU, CITIOCOOCTBYIOT cuMOmno3y (Dazzo ef al., 1991). Jleneuus
gactu O-anturena JIIIC, HanpoTuB, MHTHOMpPYET CUMOMOTHYECKUN (DEHOTHI, Kak
nokaszano jii S. fredii, B. japonicum, R. etli, R. phaseoli u R. leguminosarum (Cava et
al., 1989; Noh et al., 2015; D1 Lorenzo et al., 2020). [Ipu 3TOM MHTEHCUBHOCTH
3alIUTHOTO OTBETa XO3SMHA HAIMPSMYIO0 KOPPEIUPYET CO CTENEeHbI0 MOAU(UKAIIH
JITIC muxpocumouonta (Perotto et al., 1994). V JIIIC-mytantoB R. leguminosarum
BBICBOOOKJIEHIE OakTepuil W3 MH(PEKIMOHHBIX HUTEW CHMXKAETCS WM MOJHOCTHIO
omokupyercst Ha ctaauu Bbixoja (de Maagd et al, 1989; Brewin, 1991). Takum
00pa3oM, JJaHHbIE MOT'YT YKa3bIBaTh Ha TO, YTO UMEHHO pa3iuuus B cTpykrype JIIIC
aHAJIM3UPYEMbIX IITAMMOB PU300Mii BHOCAT BKJIaJ B HAOIIOAaeMble CUMOUOTHYECKHE
(dbeHoTUIbI, onocpeayoT HapyuieHus auddepeHIupoBku OakTepuil B OaKTEPOUIHI,
CHUKEHUE aKTUBHOCTU HUTPOTEHA3bI B KITyOCHbKAX, SIBJSIOTCS MPUYUHON aKTUBALIMU

3alllUTHBIX peaKuHﬁ B HCKOTOPLIX IIapax CHMOMOHT—XO3S5HH.

96



3.3.7. TpaHCKpUNTOMHBIN aHAIHN3 KITyOCHHKOB
Jlnisa ananu3a qud hepeHIaibHOM HIKCIpeccuy TeHOB Topoxa B KITyOeHbKe ObLIH
BBIOpaHbl MaKCHMaJbHO KOHTPACTHBIE BapHaHThl — 00pa3lbl WHOKYJIMPOBAHHBIE

mrammamu AMPS04 u AMPSO05. PesynbraTsl cekBenupoBanust PHK npencraBnens

B TaGmume 5.
Tadauna S — Pe3yabrarsl BolieieHus U cekBeHupoBaHust PHK u3 kiy0eHbKOB
Oopa3zen- AMPS04- | AMPS04- | AMPS04- | AMPS05- | AMPS05- | AMPSO05-
NMOBTOPHOCTH 1 2 3 1 2 3
Koa-Bo PHK (mr) 0,425 0,27 0,452 15,648 14,292 4,429
Yucio
EeJJOCTHOCTH 8,2 8,6 8,2 7,6 6,4 8,5
PHK
Koa-Bo «ChIpbIxy | 51470357 | 72056262 | 63805573 | 63059301 | 58274323 | 58576490
MPOYTEeHUMN
Onenka kavecTBa
Q30 (%) 96,55 97,42 96,9 96,9 96,48 96,91

CpaBHeHI/Ie C HCIIOJIBb30BAaHHCM daHAJIN3a TIJIaBHBIX KOMIIOHCHT IIOKa3ajao0

XOpolllee pa3felieHHe MCCIEIYyeMbIX O0pa3loB pa3IUYHOW HMHOKYJSLHMHU C

OMONIOTMUECKUMH  peIUIMKaMH, TpynnupymmuMmucs BMmecte. Hepapxuueckas
KJIaCTEepHU3allis C MCMHOJb30BaHUEM PACCTOSHUIM MEXy oOpasliaMH TakxKe MokKaszana
OTUYETJIMBYIO TPYIIHUPOBKY OMOJIOTMUECKUX PEIUIHK B Mpezesiax o0pasios.

Y CcTaHOBIIEHO, YTO B aHAIM3UPYEMbBIX KITyOeHbKax, MHAYupOoBaHHBIX AMPS04,
0 CpaBHEHUIO C KiIyOeHbKamu, uHAyUHpoBaHHbIMH AMPS05, wu3z 26411
AHHOTHPOBAHHBIX '€HOB 3HAYMMO IOBBIIIAIN CBOIO 3KCIpeccuto 2924 rena, 3HaYMMO
noHmwxanu — 1428 reHoB, mpu 3aJaHHOM MoOpore log, KpaTHOCTH H3MEHEHUi. B
o0mIeit crmoxxHocTH ¢ ucrnoiab3oBaHueM DAVID Obuto Boccosmano 145 kinactepoB
(YHKIIMOHATBPHOW aHHOTALIMM TEHOB, 3HAYMMO TMOBBIMIAOIIKX 3Kcnpeccuto, u 80
KJIACTEPOB I'€HOB, 3HAYUMO €€ MOHMKAIOIIUX.

Cpenu reHoB, MOBBIIAIOMIMX CBOIO 3KCIPECCUIO MPU UHOKYJALMH IITAMMOM
AMPSO04, o cpaBHeHUIO ¢ MHOKYsiuen mrammoM AMPS05, oGHapy>XKeHbI TPYIIIIbI,
BOBJICUCHHbIE B Tpolecc paHHed uHpekiuu. Cpeau HUX KiacTepbl: «OMOCHUHTE3
dbnaBoHOoMIOB» (B TepMmuHax reHHOW oHTOonormu (anri. Gene Ontology, GO)

GO0O:0009813) — ypoBenb oboraiienus 4,59 (cpeHee reOMETPUIECKOE 3HAUYCHUE 110
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OTpHULIATENbHON JorapupMUIECcKoil 1mKajae p-3HaYeHUN Y4JICHOB B COOTBETCTBYIOIIEM
KJIaCTepe); «KalbMOJyJIHH-CBA3bIBatomMe Oenku» (3amucu InterPro: TPR046829,
IPR046830, I1PR046831) — ypoBeHb oOoramenuss 2,58; «IUTOKHHUH
neruaporenassn (GO:0019139), unaynupyrorcs Nod-pakropamu (Reid et al., 2016)
— ypoBeHb oborarnienus 1,55; a Takke «rpancnopt Mmonuodaar-uonos» (GO:0015689)
— ypoBeHb oboramienus 0,94 u psan apyrux. OgHako, Hanbojee 3HaYMMbIE YPOBHU
oboramiennsi OBLTM TPHUCYIIM KJIacTepaM T'E€HOB, BOBJICYCHHBIM B HETATUBHYIO
perynsmuio kinyoenbkooOpazoBanus. Tak, kmactep « WRKY» (IPR003657) umeer
ypoBeHb oboramenus 27,35. UccnenoBanus MOKa3pIBAIOT, YTO OOJBINAS YaCTh TEHOB
WRKY pearupyet Ha maTOTr€Hbl, SIUCUTOPBI M PUTOTOPMOHBI, CBSI3aHHBIE C 3aIIUTOM,
Takue kKak camuiuiioBas kuciora (CK) wmm sxkacmonoBas kuciora (OKK), dyto
MOJPA3yMEBAECT BaXHYI posib cemercTBa reHoB WRKY B mMmMmyHurere pacreHuit
(Chen et al., 2019). [Tomumo 3T0oro, oOHapyxeHsl kiactep «NAC» (IPR003441) —
ypoBeHb obOoramenus 14,47; «AP2/ERF» (IPR001471) — ypoBeHb oOoraiieHus
12,03; «dacuukianH-nogobHsle apabunoranaktaHoBsle Oenku» (IPR045003) —
ypoBeHb oboramienust 10,37; «rmyratuoH-S-tpancdepaszb» (IPR036282) — ypoBeHb
oboramenust 7,27; «peryislus CHUTHAJIbHOTO MyTH, omnocpenoBaHHoro KK»
(GO:2000022) — ypoBenn oborareHus 5,09; «CUTHAIBHBIM MyTh, aKTUBUPYEMBIM
aobcrmzoBoit kucinoro (ABK)» (GO:0009738) — ypoBenb oOoramenus 1,49;
«MHTHOUTOPHI TEeKTUH-3cTepa3» (kox goctyna SMART: SMO00856) — ypoBeHb
oboramenust 0,92; «cyoTunuszua-nonooHsie mpoTeasb» ([PR041469) — ypoBeHb
ob6oramenug 0,15.

benku NAC y4acTBYIOT B mpoLeccax pa3BUTUs PACTEHUI, HO TAKXKE MTOKA3aHo,
YTO OHM MOTYT BBICTYIIATh KaK IMOJOKUTEIbHBIE PETYIISATOPHI CTapEHUs KITyOeHbKOB, B
yacTHOCTH Y L. japonicus (Wang et al., 2023).

Jlomen ERF oOHapyXeH y TE€HOB IMaroreHe3a, HHIYIUPYEMBIX ATHUICHOM
(Ohme-Takagi, Shinshi, 1995). DOtuien aeicTByeT Kak HETaTUBHBIM PETYIISATOP
pa3BuTusl KiIyOeHbkoB y OombmmHcTBa boGoBbIX (Llpiranosa, Llpiranos, 2015).
®utoropmonbl XK, CK um ABK Takxke HEraTMBHO BIUSIOT Ha pa3BUTHE U

¢ynkimonrupoBanue kiayoenskoB (Llpiranosa, Lpiranos, 2018). KK gemonctpupyer
98



BBIpQXEHHOE MHTUOHUpYIOlIee NEHCTBUE HA KIIOUYEBbIE mpoiecchl cumOuoza. OHa
noAaBJsieT AKcnpeccuto reHoB ENODI 1 n RIP1, kOTOpble akTUBUPYIOTCS Ha PaHHUX
CTaUAX CUMOMOTHYECKOro B3ammojaeicTBus (Sun et al., 2006). Kpome Toro, KK
yTHETaeT  KajJblMEeBblE  OCHWUIANMHM, HHAynupyemble Nod-gpakTtopom, a
MeTubKacMoHart, npou3BoHoe JKK, Oj10kupyeT ckpydrMBaHHE KOPHEBBIX BOJIOCKOB,
pa3BuTHe HHGPEKIMOHHBIX HHUTEH W 00pa3oBaHHE KIyOCHBKOBBIX IPUMOPAUEB
(Nakagawa, Kawaguchi, 2006). ABK urpaet BaxHyI0 poJsib B afjanTallud pacTeHUM K
pPa3IMYHBIM CTPECCOBBIM YCJIOBMSIM, BKJIIOYas 3acyXy, HHU3KUE TEeMIEpaTypbl U
3aconenue (Umezawa et al., 2010). ABK nposiBiasier unruOupyrouiee aeWcTsue Ha
npouecc  KIyOeHbKOoOOpa3oBaHUs, OJOKHpPYET JeNeHHWE KIETOK KOpHS, 4YTO
npensTCTBYyeT popMupoBaHuto npumMopaueB kiyoenbkoB (Phillips, 1971).

dacuukInH-10J00HbIE  apaOWHOTATAKTAHOBBIE OCJIKM PAclOJOXKEHbl Ha
MOBEPXHOCTHU KJIETKH, B KJIETOYHOM CTEHKE WMJIM Ha IJIa3MaTUYECKOW MeMOpaHe, OHU
y4acTBYIOT B TMpolLeccax pa3BUTHS, a JOMEHbl (aCUMKIMHA  SIBIISIOTCS
npenoaraeMpIMM JoMeHamMu kiietouHou aare3uu (He et al., 2019). Ilokazano, 4ro
JaHHbIe O€JIKM y4acTBYIOT B 0TBeTe Ha natoreHsl (Hromadova ef al., 2021). B kopHsix
COM YBEJIMYECHHE dKCTIpeccuu TeHOB (aciukauH-nono0Hsx Al ObUTO BBI3BAHO
atakoil HemaTtoa (Beneventi ef al., 2013).

Nmmynuter pactenuid, 3amyckaembli PAMP, xapaktepusyercs ObICTpoit
MPOyKIMeH akTUBHBIX (hopm kucimopoaa (ADK), aktuBanueit curHaabHBIX KaCKa0B
U OOIIMM TPAHCKPHUMIIMOHHBIM TEPENpPOrpaMMHUPOBAHIEM B TOJB3Yy 3alIUTHL. bbiIO
MOKAa3aHo, YTO CyOTUIIN3UH-TIOA00HBIE OCTIKA aKTUBUPYIOT 3aIIUTHHIC T€HBI, a IPYTOi
0COOEHHOCTBIO ATHX OEJIKOB CUYMTAETCS yUacTUE B IPOrpaMMUPYEMOil THOETH KIETOK
(Vartapetian et al., 2011; Yamaguchi ef al., 2011). B cBoro ouepenp, riyTaTuoH-S-
TpaHcdepasbl SBISIIOTCS N3BECTHHIMU aHTHOKCUIAHTAMH B KIIyOCHBKAX, U TIPU3HAHBI
KPUTUYECKU BAKHBIMU 1S 3alUThI KITyOeHbkoB o1 ADK (Dalton ef al., 2009).

Kak MoxHO BuaeTh U3 aHanmu3a, B Hed(PPEKTUBHBIX KIyOCHBKAX,
UHIyIUupoBaHHbIX MmTaMmmMoM AMPS04, He TOABKO aKTUBUPYIOTCS 3al[UTHHIE
peakiuu, 4To OBIJI0 OMUCAHO HA THCTOJOTUYECKOM M YIbTPACTPYKTYPHOM YPOBHSX

(cm. nynkt 3.2.2.), W JONOJHHUTEIBHO MOJITBEPAWIOCH JAaHHBIMH 3TOTO
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TPAaHCKPUTITOMHOTO HCCJIEIOBAHUS, HO TaKXe€ AaKTUBHBI IIyTH HETaTHBHOU
TOPMOHAJIBHOW ~ Peryisiiui  KIyOeHbKOOOpa30BaHMUsI TOCPEACTBAM  CTPECCOBBIX
(UTOTOPMOHOB.

Cpenn KJacTepoB TE€HOB 3HAYMMO TIIOHHM3MBIIMX CBOIO 3KCIPECCHIO IPHU
nHOKyssinuu ramMmmoM AMPS04, 1o cpaBHeHUIO ¢ HHOKYJsAuen mraMmmom AMPSO0S,
MOMUMO MPOYMX ObUTM OOHAPYKEHBI: KJIACTEPhl T€HOB F'MCTOHOB C KOJIaMU JIOCTYIIA
SM00417, SM00414, SM00427 — ypoBau obOoramenust 29,74, 16,89 u 14,92,
COOTBETCTBEHHO; KjacTep «ierremoriooun-nmoaoonsie» (IPRO01032) — ypoBeHb
oboramenus 13,08; «uknuaey (SM00385) — ypoBenb oboramenus 4,59; «MCM
koMmrieke» (GO:0042555) pemmukaruu JIHK — yposens oGoramenus 3,8; a Taxke
KJIacTep, CoJIepKalui reHbl HHTHOUTOPBI PPYyKTO3HUIa3 U MEKTUH-3cTepa3 (SM00856)
— ypoBeHb obOoramienus 1,56; u kiactepsl reHoB ¢ TepMHUHOM GO «aKTHBHOCTb
nonuranaktyponas» (G0:0004650) — ypoBenb oOoramieHus: 1,16 U «aKTUBHOCTh
nektuH-scTepas» (GO:0030599) — yposens oborarienus 0,65.

O060061mas, cpeay reHOB 3HAYUMO MOHIKAIOUINX CBOIO SKCIPECCHUIO, TOMHMO
I€HOB, OYEBHMJHO CBSI3aHHBIX C OOpPa30BaHMEM KIIYOCHBKOB, TaKUX KaK T'EHBI
ouocunte3a JerremoraoduHoB, ENODS (apaGuHoramakTaHomomoOHbINH —OeJoK,
yuacTByromuii B uHdexuuu (Scheres et al., 1990)) unu Nodulin-26 (cnieruduanbiii
JUIs1 KIIyOEHBKOB KaHall B cuMOnocomMHoit meMmOpane (Dean et al., 1999)) Haxoastcs
TeHbl THCTOHOB, IUKIIWHBI, & TAaKXE TE€HBI, KOMUPYIOIHE (HaKTOPhl PETUIUKAIUH.
[Tony4yeHHble JaHHBIE MOTYT CBUETEIILCTBOBATH O MEHbBIIIEH aKTUBHOCTH MEPUCTEM U
TPAHCKPUTIIIMOHHOW aKTUBHOCTH MAJICHBKUX KJIYOEHBKOB, HWHIYITUPOBAHHBIX
AMPS04, uro moareepkaaetcs ucxos us ux mopdomnoruu (Kirichek et al., 2026).

[loMuMO oOmNKCAaHHOTO BHIIE, B XOJI€ AaHalAM3a TE€HOB, Y4YacTBYIOLIUX B
MOIU(UKAIIMKA KIETOYHBIX CTEHOK, ObLT uaeHTu¢uuuposan 121 auddepenunanbHo
DKCIIPECCUPYEMBIN T'EH C MPEICKA3aHHON BHEKJIETOYHOM JIOKAUIU3ALUEN U aHHOTAlUEN
CAZY: 84 rena c NOBBIIEHHOM KCIIpeccuei U 37 reHOB C MOHM)XEHHOW SKCIIPeCcCUei
(Pucynox 25). Cpeau Hux Heckoiabko cemeiictB CAZY OblIM 3HAUYUTEIBHO
nepenpeactapieHbl: AAl, GH16, AA2 u GHI 114 reHOB C TOBBIIIEHHOM KCTIPECCUE

n GH28 niia renoB ¢ noHmxeHHoi skcnpeccuelt (Pucynok 25A). CienyeT OTMETHUTS,
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YTO OOJIBIIAS YaCTh TEHOB B ceMeicTBe AA1 ObIM TOMOJIOTaMU T€HOB JIakKa3bl 4 1 17
y apabumorncuca. bbuio mokasaHo, 4To Mpy OTKIIOYEHUN STUX TEHOB y apabumoncuca
ypoOBeHb JMTHUUKAIMU cyliecTBeHHO cHukaics (Berthet ef al., 2011). Eme ogaum
Ype3MEpHO MPEJCTABICHHBIM CeMEHCTBOM Oblio AA2, cocTosiimee U3 MEPOKCHIA3.
XOTSl M3BECTHO, YTO NMEPOKCHAA3bl MHAYLUHUPYIOTCS KaK YacTh 3AIUTHON pEaKIUU
pactenuii (Almagro et al., 2008), cooOmanoch Takke O TOM, YTO HEKOTOpHIC
MEPOKCUAa3bl COBMECTHO C JIAKKa3aMH JIOKAJIM3YIOTCSI BO BTOPUYHOW KJIETOYHOM
crenke apabunoncuca (Hoffmann et al., 2020). [llupoko mpeacTaBieHHbIC YJICHBI
GHI16 ObLIN OTMEYEHBI Kak BEPOSTHBIE oenku
KCHJIOTJTFOKAHIHAOTPAHCTIIIOKO3UIIA3bl/TUAPOIa3bl. OTH (EPMEHTHI CIIOCOOCTBYIOT
IJIACTUYHOCTU KJIETOYHOM CTEHKHM M y4YacTBYIOT B €€ pemojenupoBaHuu. HemaBHO
OBIJIO BBICKA3aHO MPEINOJIOKEHHE, YTO 3T (DEPMEHTHI HE TOJBKO YYaCTBYIOT B
JEJICHUH KJIETOK MOCPEACTBOM Pa3phIXJIECHUSI KJIETOUYHBIX CTEHOK, HO U YYacTBYIOT B
peakiuu Ha Ouotmueckue crpecchl (Ishida, Yokoyama, 2022). B coBokymnHocTH
MOJIYYCHHBIC JTAHHBIC €II¢ pa3 MOAUYCPKUBAIOT BEPOATHHIC 3AIUTHHIC PEaAKITUH,
BO3HMKAIOIME B HEIQPEKTUBHBIX KIyOE€HbKaxX MpPU HWHOKYJALMH IITaMMOM R.
laguerreae AMPS04 o cpaBaenuo ¢ 3¢ hekTuBHbIMU UHAYLUpOBaHHEIME AMPS0S.

JUisi TeHOB, KOAMPYIOUIUX TJIMKONPOTEMHbI Oorarbleé THIAPOKCUIIPOJIUHOM
(Pucynok 25b), 14 umenu nossimieHnyto skcnpeccuto (5 GPI-AGP, 4 CL-EXT, 3
MAAB, 2 non GPI-AGP), B To Bpems kak 3 — nonmxeHHyto (2 non GPI-AGP, 1
MAAB).
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L CL-EXTs [2]

- MAAB [24]
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Pucynok 25 — KosauvecTBo auddepeHIHaIbHO IKCIPECCUPYIOIIMXCH TeHOB
U3 U3YyYeHHBIX IPynn B KiayOeHbKax Pisum sativum, AHIyUMPOBAHHBIX
wraMmmMoM Rhizobium laguerreae AMPS04 110 cpaBHeHHUIO ¢

HHAYUMPOBAHHBIMH IITAMMOM Rhizobium laguerreae AMPS05

A — TeHbl AaKTUBHBIX B OTHOIICHHWU YIJIEBOJOB (PEPMEHTOB C BHEKJIETOUYHOMN
JoKanu3anue, b — reHsl rTuApOKCUTTPOIMH-00TaThIX OENKOB. 3BE3/I0YKH YKA3bIBAIOT 3HAUYMMO
oboramennple cemeiictBa. GT — rnuko3untpancdepassl; GH — raukosuaruaponassl; PL —
nosnncaxapua-nuasbl; CE — acrepasel yrineBono; AA — BcriomoratenbHble akTuBHOCcTU. GPI-
AGP — apabunoranaktanoBbie 0enku ¢ riauko3mwidocharuammuo3uToaoBeiM sikopeM; CL-EXTs
— DKCTEHCHUHBI, CIIOCOOHBIE K MOTIepeYHbIM cinBKaM; MAAB — Genku, coaepskamue meHee 15%
MOTHBOB, XapaKTEPHBIX AJISl TUAPOKCUIIPOIHH-O0raThix OenkoB. Uucia B KBaJpaTHBIX CKOOKaX
0003HaYarOT HOMEp KJacca.

3.4. Bausinue okpy:Kamoueii cpeabl
JIist onieHKH BIHMSHUS (PAKTOPOB OKpYXKaromield cpeapl Ha CUMOWOTHYECKYIO
COBMECTUMOCTH pacTeHus copta Rondo BeIpammBaiuch B BEreTaIlMOHHBIX IOMUKAX, B
KOTOPBIX JTUHAMHYECKH M3MEHSJICS PEKUM TEMIIepaTyphl. M3aMepeHus TeMrepaTypsl
cyOcTpaTa B TOPIIKaxX B XOJ€ KCIIEPUMEHTA MOKA3aJi, YTO 3HAYCHUE TEMIIEPATyPHI B
otnensHble U mpeBbimano 30°C (Kirichek et al, 2024b). YuutbiBasg, 4TO

nuTaTeNbHbIA pacTBop FP Obu1 IMIlIEeH HCTOYHUKOB JOCTYITHOTO a30Ta, a MOBBIIICHHAS
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TeMIeparypa cyOcTpaTa co3JaBajia 3KCTpEMalbHbIE YCIOBHUS, CUMOHOTHYECKHE
napTHEPHI BEIHYXACHBI ObUTH IEMOHCTPUPOBATH MAKCUMAIbHYIO COBMECTUMOCTD IS
YCHEIIHOTO B3aUMOCHCTBUS.

Po3oBeie KiIyO€HbKH, HHIYIUPOBAaHHbIE IITaMMOM R. johnstonii 3841, umenn
TUMAYHYIO TUCTOJIOTMYECKYIO OPTraHU3alMI0 U COCTOSJIM M3 TPEX BBIPAXKEHHBIX 30H
(Vasse et al., 1990): mepucremsbl (30Ha I), 30HBI MHPekuuu (30Ha II) U 30HBI
azotgukcauu (3oHa III) (Ilpunoxenne A Pucynok 14). B HemH(uUUMpPOBaHHBIX
KJIETKaX 30HbI a30TQUKCAMM HaOMIOJANIOCh HAKOIJIEHWE TpaHyll Kpaxmasa
(ITpunoxxenne A Pucynok 141).

B po30BbIX KiIyOeHBKax OKpYIJIONH (OpMBI, MHIYLHUPOBAHHBIX LITAMMOM R.
laguerreae AMPS17, nabnroganu Bce TpU YETKO MPECTABICHHBIE THCTOJIOTHYECKUE
3oubl (ITpunoxenne A Pucynok 15A, b); 30Ha azordukcanuu coaepkaia MHOTO
KPYIHBIX HHQUIMPOBAHHBIX KJIETOK, MOAOOHBIX TEM, KOTOpblE€ HAOJIOJATUCH B
KIIyOCHbKaxX, WHIYLUPOBAHHBIX MTaMMOM R. johnstonii 3841 (Ilpunoxenue A
Pucynku 141, 151"). OgHako oTMEYEHO HHTEHCUBHOE HAKOIJICHUE TPaHyJIbl Kpaxmara
B KJleTKax kiyoeHbka (ITpunoxenue A Pucynok 151).

[Tocne wHOKymsumu mraMMoM AMPS23 Obumn  OOHApYXEHBI PO30BBIE
KIIyOCHbKH, a TakKe OKpyrjible Oenble, KOTOpPbIE, MO-BUIAUMOMY, OBUIM
HeadpextuBHbIMU (PrucyHok 26). ['nmcTtonornyeckuii aHanu3 po30BbIX KIyOEHHKOB
BBISIBIWI  (popmMupoBaHue Bcex THcTojormdeckux 30H (Pucynox 26b-I'). 3ona
azoT¢uKcaluu OblIa MNPE/CTaBI€HA KPYNHBIMH BBITSHYTHIMU KJIETKAMH, IUIOTHO
3amogHeHHbIME ~ cuMOuocomamu  (Pucynok  26I7). Kakux-nmu6o  mpu3HaKoB
JIeTeHepall CUMOMOTHYECKUX CTPYKTYp OOHapyKeHO He ObLI0, XOTs HaOII0AalI0Ch
HakoruieHue kpaxmana (Pucynok 26I). Panee H1 B OTHOM U3 SKCIIEPUMEHTOB IITAaMM
AMPS23 He QopmupoBan KiIyOeHbKM ~0€3  BBIPSDKCHHOW  JIeTEHEpaIuu

CUMOMOTUYECKHUX CTPYKTYP U KJIETOK.
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Rondo AMPS23 7 Bug knybeHbKa

MicTonornyeckan opraHusauus

PucyHok 26 — OO0muii BUA ¥ THCTOJIOTHYECKAs] OPraHU3anMs TPeXHeAeabHbIX
KJIy0eHbKOB ropoxa copta Rondo, unaynupoBanHbiX luraMmmom Rhizobium
laguerreae AMPS23

CoBmeleHrE ONTHYECKOTo cpe3a auddepeHaIbHO-MHTePPEPEeHIIMOHHOTO KOHTPACcTa
(DIC) m xpacHoro kaHama (siapa u Oakrepuu; JIHK okpamena #omumom mpomuams). I —
mepuctema, I — 3ona undexuuu, 11 — 30Ha azorduxcauuu; st — sa1po; B — Bakyons; MK —
nHumpoBanHas kietka, HUK — HemndunmpoBanHas kieTka; 3Be3104K0oi (*) 0003HAYCHBI
rpaHysibl KpaxMala; CTpejKa yKa3blBaeT Ha MH(PEKIHMOHHYIO HUTh; HAKOHEUHHMK CTPEJIKH — Ha
MHEKIMOHHYIO Karuto. Macmtabuble muHeiku: A — 2 mm, b — 100 mxm, B, I' — 10 MxMm.

Kny6ennku, naaymnupoBannbie mrammom AMPS0S5, Obutr crierka yaInHeHHbBIE
u Onenno-po3zoBbie (Ilpunoxkenne A PucyHok 16A). OHM HMeENUM HWHTaKTHYIO
30HAJIBHOCTH 0€3 Kakux-JIn00 BUIUMBIX oTkiIoHeHHH ([Ipunoxenne A Pucynok 16b—
I'). Ognako B 30He a3oT@uKcauuu ObUIO OOHAPYKEHO CPaBHUTEIBHO HEOOJIBIIOE
KOJIMYECTBO KPYIHBIX HH(GUUIMPOBAHHBIX KIIETOK, COAEpKalIMX CHUMOMOCOMBI (B
OTIIMYME OT KIyOEHBKOB, MHIYLIMPOBAHHBIX IITaMMOM R. johnstonii 3841). B
JOTIOJTHEHUE K ATOMY LUTOIUIa3Ma WH(MUIIMPOBAHHBIX KJIETOK BBIMJISI/IEINIA «QKYyPHOID,

TO €CTh MEepUOAKTEPOUTHBIC MPOCTPAHCTBA B CHUMOMOCOMAaxX OBLUIM yBEJIWYCHHI. B
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KIyOeHbKAaX MPHUCYTCTBOBAJIO 3HAYUTEIHHOE KOJIMYECTBO KJIIETOK, COJEPKaIIIX
rpanyisl kpaxmania (IIpunoxenne A Pucynok 1610).

Bo Bpems skcniepumenTa Ob110 oOHapyxkeHo uto mrtaMMmbl AMPS34, AMPS04
u AMPS22 uHnynupyroT Kpyrible Oelble, BEpOSTHO, Hed(p(EKTUBHbIE KITyOECHBKU
(Pucynoxk 27A, Ilpunoxenue A Pucynku 17A, 18A). I'uctomorudeckasi CTpykTypa
KJIIyOCHBKOB, HWHIYyIHUPOBaHHBIX ImTaMMoM AMPS04, oka3amach aHOMaJabHO
opranuzoBanHoi ([Ipunoxenne A Pucynok 17b). B Ttakux kimyOGeHbkax 30Ha
nHpeknuu ObUla yBelWueHa. bombliasgs 4YacTe IEHTpaIbHOM TKaHU KIIyOEHbKa
colepkaia  HEU(PUIMPOBAHHBIE  KJIETKH, 3aMOJHEHHbIE  MHOTOYHCIEHHBIMU
WH(EKITMOHHBIMA HUTSIMH M YBEIMUYEHHBIMU WH(GEKITMOHHBIMU KaTUISIMH, U3 KOTOPBIX
BBICBOOOXKAeHUE pr300uit ObL10 3aTpyaHeHo ([Ipunoxenue A Pucynok 17B). Bmecto
UCTUHHOM  30HBI  a3oTdukcanuu  oOHapyXuBajachb  30HA,  3alOJHEHHAs
HEM(DUIIMPOBAHHBIMU KJIETKAMU M KJIETKaMH, B KOTOPBIX OaKTepouabl OBICTPO
nereHepupoBanu. Kak nHUIIMpoOBaHHbIE, TAK U HEMHPUIMPOBAHHBIE KIJIETKU OBLIH
3anoJIHeHHBIN rpanynamu kpaxmana ([Ipunoxxenue A Pucynok 17T1).

B xiyOenbpkax, uHAYLMpPOBaHHBIX TaMMoM AMPS34, 30Ha nuH(pekuun u 30Ha,
COOTBETCTBYIOMIAs 30He asordukcanuu (30Ha III”), 6puM TpencraBnens! (PucyHok
27b-T"). boapmuncTBO KieTok B 30He III’ comeprkamu HeOONBIIOE KOJIHMYECTBO
CUMOMOCOM B TOHKOM CJIO€ ITUTOIUIA3Mbl, KOTOpas Ka3ajach YIUIOTHEHHOU. Kpome
TOr0, OBLJIO OTMEYEHO, YTO B KIyOeHbKax, MHAYLHpoBaHHBIX AMPS34, Gaktepou bl
MOJIBEPTIINCH MPEXKACBPEMEHHON JereHepanuu, a 0OJbIIOe KOJMYECTBO Kpaxmaia
OTKJIaJbIBasoCh B TKaHsAX (Pucynok 27T).

B cnydae unokymsiuu mrammomM AMPS22 oOHapyXMBanmuCh OJWHOYHBIE
0J1eTHO-PO30BbIE KITYyOEHBKH K MHOKECTBO OKPYTJIBIX O€JIbIX, B O€NbIX KITyOeHbKaX HE
ObUIO  30HBI,  COOTBETCTBYIOLIEH  30HE  a30TQUKCAlMH,  KIETKU  HE
muddepenuupoBanucs B azotdukcupyromue (Ilpunoxenne A Pucynok 18b-T).
Takue  kiIeTkM  ObUIM  3aMOJIHEHbl  OJAMHOYHBIMM  CHMMOMOCOMaMH  CO
crnabomuddepeHIMPOBaHHBIMU  OakTepongaMu. Kpome Toro, B 3THX KIETKax

06p330BaJII/ICB MHOTOYHMCJICHHBIC MCJIKHUC BaKyOJH, 4YTO ABJACTCA CICACTBUCM
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JNEUCTBUS  CTPECCOBBIX  YyCJIOBMM. ['paHynel Kpaxmalia HakKaluIMBajJuCh B

HenHpumpoBanHbIX KieTkax (IIpunoxxenue A Pucynox 18I).

Rondo AMPS34

Bug knybeHbKka

MmcTonornyeckas OopraHu3auuA

Pucynok 27 — OOuuii BUJ M THCTOJIOTHYECKAS OPraHU3ANUSA TPEeXHeAeIbHbIX
KJIy0OeHbKOB ropoxa copra Rondo, HHAyUMpoBaHHLIX ITAMMOM Rhizobium
laguerreae AMPS34

CoBMelleHre ONTUYECKOro cpe3a auddepeHIHnaIbHO-UHTEPPEPEHIITMOHHOTO KOHTPACTa
(DIC) m xpacHoro kaHama (siapa u Oakrepuu; JIHK okpamena #omumom mpomuams). I —
mepucreMa, Il — 3ona uadexun, [II’ — 30Ha, cOOTBETCTBYIOIIAS 30HE a30THUKCALINU; ST — STIPO;
B — BakyoJib; UK — undunuposannas knerka; HUK — nenndumnuposannas knerka; JJUK —
JereHepupytoiias HHQUIMPOBaHHAS KJIETKA; 3BE3M0YKON (*) 0003HAuUEHBI TpaHyIbl KpaxMmala;
CTpEJKHU YKa3bIBaeT Ha MHPEKIIMOHHBIEC HUTH; HAKOHEYHUK CTPEIKU — Ha HH(EKIIMOHHYIO KaIlJIIO.
Macmradusie nuaeiiku: A — 2 MM, b — 100 mxm, B, I' — 10 mxMm.

Kak coobmanock panee, HEMOAXOASAIINE TEMIIEPATypPbl OTPUIATEIILHO BIUSIOT
Ha BBDKHUBAEMOCTb, KOHKYPEHTOCTIOCOOHOCTh U pocT puzodbuii (Khan et al., 2021).
[Monnep:kaHne BHYTPUKIECTOYHOTO rOMeocTaza pu3oouid, Bkiodas pH, Temmeparypy
¥ KOHIEHTPALMIO HWOHOB, HMEET pellallee 3HAYeHUEe s a30THHUKCALUU
MOCPEJICTBOM ~aKTHBHOCTH HHUTPOT€HA3bl M TECHO CBSI3aHO C TIPABUIIBHOM

TUCTOJIOTUYECKON CTPYKTYPOU U (DYHKIITMOHUPOBAHUEM CUMOMOTUYECKHUX KITYOEHBKOB
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(Li, Li, 2023). IlIpomecc konoHM3aIMK KOpHEW ObUT OmMMcaH Kak HauOoJiee
YYBCTBUTEIBHBIM K  JEHCTBUIO TEMIEPATyphl, TMOCKOJIbKY HEONTHMAaIbHAs
TeMIIepaTypa CHIXKAET KOJIMYECTBO KIyOCHBbKOB, W3-3a HAPYIIEHHOTO PUKPETUICHUS
OakTepuil K KOPHEBBIM BOJIOCKaM M oOpa3oBaHMs MH(peKIMOHHBIX HUTel (Hungria,
Franco, 1993; Zhang, Smith, 1996; Yuan et al., 2020). Beicokue Temneparypsl MOTYT
IPENsSTCTBOBATh O0OPa30BAHUIO KIYOEHBKOB, YMEHBIIATh KOJWYECTBO MPUMOPAMEB
KIIyO€HBKOB M M3MEHSTh aAre3uto 0akTepuil K KOpHEBBIM Bojockam ropoxa (Frings,
1976). Panee OBLIO YCTaHOBJIEHO, UYTO BBICOKHE TEMIIEpATyphl B KOPHEBOH 30HE
HApyIIaloT pPOCT HWH(MEKIMOHHBIX HUTeH u auddepeHIUpoBKy Oakrtepuii B
azoTdukcupytomue Oaxrepounst y Trifolium subterraneum L. (Roughley, 1970;
Pankhurst, Gibson, 1973). B xknyOenubkax Trifoliurn pratense L., moaBeprHyTbIX
BO3JICMCTBUIO  BBICOKOW  TeMIEpaTypbl, COXPAaHHOCTb TKaHW, 3aIllOJHEHHOU
Oaktepouamu, cHkanach (Roughley ef al., 1981).

B sToM uccnenoBaHum B KilyOeHbKaX, MHIYIIUPOBaHHBIX mTaMMamu AMPS04
u AMPS22, nabnroganock HapyiieHnne WHGEKIHMOHHOTO MpOoIecca, MPUBOIAIIEE K
pPEIKOMY BBIXOAY OaKTepuil B IUTOILIA3MYy KJIETOK X03sMHa, 00Pa30BaHUIO OOJIBIIIOTO
KOJIMYECTBAa HEHMH(MUIMPOBAHHBIX KJIETOK MW aHOMalbHOM auddepeHInpoBKe
oaktepounoB (IIpunoxxkenne A Pucynku 17B, I', 18B, I'). B pesynbrare 30Ha,
COOTBETCTBYIOIAs 30HE a30T¢uKcaluu, He oopazoBanack (IIpunoxenne A Pucynku
176, 18b).

Pannee crapenne kiryO0eHBKOB TOpOXa, KOTOPOE MPUBOAUT K MPEKACBPEMEHHOM
JIeTeHepall CUMOMOTHYECKUX CTPYKTYpP U KJIETOK, HaOII0AaIOCh MIPU BO3ACHCTBUU
pPa3TUYHBIX CTPECCOBBIX (aKTOPOB, B TOM yucie kaamus u ¢pyarununoB (Tsyganova
et al., 2019c¢c; Gorshkov et al., 2020; Gorshkov et al., 2023). HenaBHo ObLI0 TTOKa3aHO,
YTO BO3/ICHCTBHE MOBBIIICHHBIX TEMIIEPATYP HA PACTCHHS rOpOXa, MHOKYITHPOBAHHBIX
mraMMoM R. johnstonii 3841 BbI3bIBaE€T HEOOBIUHOE AMUKAILHBIX CTapeHue (Serova et
al., 2023). Kpome TOrO, COOOIIAIOCH O TOJHOM JereHepalu CUMOMOTHYECKUX
CTPYKTYp B MEJKHX O€NbIX KIyOeHbKax ropoxa JHMHHHM Sprint-2 B COUYETAaHWUU C
Hed(PekTuBHBIM  cUMOMOHTOM R. leguminosarum sv. viciae CIAMI1064,

BBIPAIIICHHBIX B TEIIMYHBIX ycinoBusax (Borisov et al., 1992). B atom uccnenoBanuu
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ObICTpas AereHepalrs 6akTepona0B HaOII0gaIach B KIyOeHbKaX, MHAYIUPOBAHHBIX
mrtammamu AMPS34 (Pucynok 2756, I') u AMPS04 (ITpunoxenue A Pucynok 1756, T).
BaxHO OTMETHUTH, YTO NpPU HHOKYISUMU mTamMmMoM AMPS23 ycTraHOBIE€HO
YaCTMYHOE BOCCTAaHOBJIEHHE CUMOMOTHYECKOro (heHoTHma. Tak, 4acTh KIIyOCHBKOB
XapaKTEPU30BAIUCh PO30BOM OKPAaCKOM M  IIOJHOLIEHHOM Pa3BUTOM 30HOU
azoTuKkcaluu 0e3 SBHBIX MPHU3HAKOB JEreHEepalud CUMOHOTUYECKUX CTPYKTYP
(Pucynok 26A, b), uTo oTIM4aeT 3TH JaHHBIE OT MOJIYYEHHBIX paHee B 1a00paTOPHBIX
ycnoBusix (Pucynox 19A). Jlanubiii (hakT yka3pIBaeT Ha TO, YTO MHOTIa OKPY>KaOIIAst
Cpezia MOXKET ChITPATh KIIFOUYEBYIO POJIb B COBMECTUMOCTH NapTHEpoB. [lo-BunMomy,
MOBBIIICHHE TEMIIEPATypbl MOKET BOCCTAHABIMBATH MH(MEKIHMIO, KaK OMUCAHO IJIs
MOA3EMHOr0 KJIeBepa IpHu KiyOeHbKooOpazoBaHuu ¢ R. leguminosarum sv. trifolii
ANU794 (de Boer, Djordjevic, 1995). Opmmako ™Mbl Takxke HaOIIOIATH
POTUBOIONOKHBIN A(DPEKT, MOCKOJIBbKY pacTeHHsl, MHOKYJIUPOBAHHBIE IITAMMOM
AMPS34, o0pa3oBbIBaJIM TOJBKO Oeible KIyO€HbKH ©0€3 HWCTUHHOM 30HBI
azotpukcanuu (Pucynox 27A, b) B ominMuue OT yJIMHEHHBIX PO30BBIX, KOTOPHIE
00HapPYKHBAIKCH PaHEe B X0JI€ TA0OPaTOPHBIX IKCIIepUMEHTOB (PrucyHok 16A).
Cnenyer OTMETUTh, YTO B XOJI€¢ HCCJCAOBAHMS HAOIIOAATOCH OOMIBHOE
HAKOIUJIEHUE TpaHyJl Kpaxmaia Kak B HeMH(DUIIMPOBAHHBIX, TAK U B MHDUIIMPOBAHHBIX
KJIETKaX B KIIyO€HbKax, MHAYIMPOBAHHBIX BceMU ITaMMaMu R. laguerreae (Pucynku
200, 27T, Ipunoxenane A Pucynku 1517, 16I°, 17B-TI, 18I'). Ilpexne yxe ObLI0
POJIEMOHCTPUPOBAHO OTJIOKEHUE KpaxMmasia B KJIETKax KIyOeHbKOB B OTBET Ha
BO3JCiicTBUE H3KcTpeManibHbix Temmeparyp (Dart, Mercer, 1965). Kpome Toro,
OTJIO)KEHHE KpaxMmayla SBISIETCA OJHUM M3 XOPOLIO HW3BECTHBIX MPU3HAKOB

Hed(pdekTuBHOCTH 00pa30BaHHBIX KiIyOeHbKOB (Forrest et al., 1991).
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3akiroueHue

A3zoTrdukcupyomuii cuMOno3 Mexay O0OOBBIMHU KyJIbTypaMU U PU30O0HUSIMU
UTpaeT KIIOYEBYIO POJIb B Pa3BUTHUU YCTOMYUBOTO CEJIHCKOTO XO3sCTBa, MO3BOJISS
COKpaTUTh HCIOJIb30BAaHUE MUHEPAIbHBIX YJIOOpPEHW M CHHU3UTh HArpy3Ky Ha
OKpY’KaroIlyo cpeny. B cenbckom xo3siicTBe OMOIOrnyecKkre nporeccsl GopMUPYIOT
KOMILJIEKCHYIO CHCTEMY, IJIeé TeHETHUYECKUE OCOOEHHOCTH PACTEHHM, 3KOJIOTHYECKHUE
YCIIOBUSI U TIOYBEHHBIA MHUKpPOOMOM 0Opa3yloT €AMHYI0 B3aMMOCBSI3aHHYIO CETb.
HecMmoTps Ha TO, 4TO cUMOMOTHYECKHE OTHOLICHHS Mex 1y BoOOBbIMU 1 pu30OHSIMU
JIOCTATOYHO CTAOMJIbHBI OJarofapsi 3BOTIOIMOHHO Pa3BUTHIM MEXaHHU3MaM KOHTPOJIS
U KOOpAMHAIIMM B3aUMOJICHCTBUS, ITOT OalaHC OCTAETCS XPYNKUM U HAIPSIMYIO
3aBHCUT KakK OT TEHOTHIIOB OOOHMX MAapTHEPOB, TaKk U OT (PAKTOPOB Cpelbl.
CuMOMoOTHYEeCKasi ~ COBMECTUMOCTh  CIHYXKHUT  CBSI3YIOIIMM  3BEHOM  MEXKIY
TeHEeTUYECKUMHU M SKOJIOTHYECKUMH (DaKTOpaMH U OIpeNessieT KOHEUHBIH pe3ysbTat
B3aUMOIeHCTBUS — 3(PhEKTUBHBIM WM HEIPHEKTUBHBIM CUMOHNO3.

[IpoBenenHOe wccaenoBaHNE OBLIO MOCBSIIEHO WM3YYCHHIO CUMOHOTHYECKON
COBMECTUMOCTH MEXIY Pa3IMYHBIMU IITaMMaMu OakTepuit Rhizobium v pacTeHUSIMU
ropoxa. BeisiBieHa 3HaunTeNbHAS BapHaOeIbHOCTh CAMOMOTHYECKONH COBMECTUMOCTH
B cucteme R. laguerreae — ropox moceBHoi. OOHapyKeHbI Kak 3QGEeKTHUBHBIC, TaK U
Her((PEeKTUBHBIE AacCOLMAIlMM MEXAY KOHKPETHBIMU IITaMMaMu OakTepuil u
reHotunamMu pacteHuid. [lo pesympraTam pabOTBI MOKHO BBIJEIUTH HECKOJIBKO
XapaKTEPUCTHUK CUMOMOTUYECKOW COBMECTHUMOCTH B  0000BO-pH300HaTIHLHOM
cumbuose. [TonHass cuMOMOTHYECKasi COBMECTUMOCTH JOJDKHA OTBEYATh CIIETYIOIINM
KPUTEPUSIM:

e Mopdosioruueckue (po30BbIii IBET KIYOEHBKOB; YMJIMHEHHAS (opma
KJIyOE€HBKOB; OTCYTCTBUE MPU3HAKOB a30THOT'O T'OJIOJIaHMUS);

e [uTOJOTHMYEeCKHEe  (IpaBWJIbHAS  TUCTOJIOTUYECKAs  30HAIBHOCTH;
HOpMaJlbHOE pa3BUTHE HHQPEKUMOHHBIX HHUTEW; BBIXOJ OakTepuil u3

MH(EKIIMOHHBIX Karellb; npaBuwibHas quddepeHunpoBka 0AKTEPOUIOB;
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OTCYTCTBHE IIUTOJIOTMUECKUX MapKEpOB aKTUBAILIMU 3aIUTHBIX PEAKIIHil;
OTCYTCTBHE MPEXKIEBPEMEHHOTO CTAPEHHUS KITyOEHbKA);

¢ (¢usnonoro-omoxumuueckue (3ppexTuBHas Gukcamus a3ora);

® MOJICKYJISIPHBIC (mpaBuUIBHAS nepecTponka KOMITOHEHTOB
cUMOMOTHYECKOTO HuHTepdelica; OTCYyTCTBHE AKTUBHOCTH TE€HOB,
BOBJICUEHHBIX B 3aIUTHBIE pEAKLUUM PACTEHUH WIM OTBETHl Ha
OMOTUYECKHUE CTPECCHI).

YcranoBneHo, uyto coptr Rondo  gemoHcTpupoBanm — HaMOOJBIIYIO
BOCIIPUUMYMBOCTh K HMHOKYJISIITUKA PU300UsAMH, a mTamMM R. laguerreae AMPS05
IPOSBUII MAKCUMANIbHYIO 3(hPexkTuBHOCTD. [lomyueHHbIie pe3yabTaThl MOAYEPKUBAIOT
HEOOXOJMMOCTh TIIATEIBHOTO AaHallM3a pa3IMYHBIX COPTOB TOpOXa, a TaKKe,
BEPOATHO, APYrHX OOOOBBIX KyJNbTYyp IpPH MOAOOPE KOMIUIEMEHTApHBIX LITAMMOB
MUKPOCUMOMOHTOB. [Ipu 3TOM cliefyeT y4UThIBaTh YCIOBHS OKPYXKAIOUIEH Cpenbl, B
KOTOpBIX Oyner (¢opMuUpOBaTbCA CUMOMO3: TEMIEPATYpHBIM pPEKUM IOYBBI;
BIQXKHOCTb; pH; HamuuuMe NUTATENbHBIX BEIIECTB; KOHKYPEHLMIO C IOYBEHHBIMU
MUKpoopranuzmMamu u apyrue. [lon6op 3¢ dekTuBHBIX map pacTeHU U pru300uit 1is
BBIPAIMBAaHUS B IOJIEBBIX YCJIOBMSX IPEICTABISET CIOXKHYIO 3a7ady, TpeOyroIlyro
IPOBEJCHUS OOIHUPHBIX UCCIEA0OBAHUM.

B nanbHelimem BUANUTCS LENecO00pa3HbIM pa3padoTaTh HOBbIE METOIbI OTOOpA
BbICOKOA()()EKTUBHBIX IITAMMOB JUUIsl KOHKPETHBIX COpPTOB IOpOXa, INPHUHHUMAs BO
BHUMAaHUE MOJy4YE€HHBIE B XO7€ pabOThI JaHHBIE O CUMOMOTHYECKO COBMECTUMOCTH.
Tonpko KOMIUIEKCHBI MOAXOA K OLEHKE BceX (PaKTOpOB CUMOMOTHYECKON
COBMECTHMOCTH TO3BOJIUT CO3[aTh ONTHMAJbHBIE Mapbl, CIOCOOHBIE 00ECIEeUYHTH

MaKCUMaJbHYI0 3 ()EKTUBHOCTD a30THHUKCALIMU B arpoCcUCTEMAaXx.
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BbiBOABI

1. Ha ocHoBaHMM  JaHHBIX  CEKBEHMpPOBAHUS  TMOJIHBIX T'E€HOMOB,
aHaNMM3UpyeMble MTaMMmbl Rhizobium laguerreae OTHECEHBI K TPEM TECHOBUIAM B
npejenax KoMIuiekca BUusoB Rhizobium leguminosarum: AMPS22 — k reHoBuny N;
AMPS05 u AMPS34 — x renoBuny O; AMPS04, AMPS17 u AMPS23 — k reHOBH Y
R. Tonbko mrammbel AMPS04, AMPS17 u AMPS23 moryt paccMaTpuBaThesl Kak R.
laguerreae sensu stricto.

2. BrpisiBieHbl aHOMaIMM  THUCTOJIOTMYECKOM W YJIBTPACTPYKTYPHOMU
OpraHu3alMi CUMOMOTUYECKHX KIyOEHBKOB Tropoxa IIOCEBHOTO pPa3jIMYHbIX
TeHOTUIIOB, ompenensomue (GopmupoBanue HedPPeKTUBHOTO cumbuoza ¢ R.
laguerreae: aHOManuy, CBSI3aHHBIE CO CTPYKTYPOW HH(EKIUMOHHBIX HUTEH — IS
mramMmmoB AMPS04, AMPS17, AMPS22, AMPS23; ¢ noazuepxaHueMm CTPYKTYpbI
CUMOMOCOM — JIS BCEX aHAJIM3UPYEMbIX IITAMMOB.

3. YcranoBineHo, 4to mramMM R, laguerreae  AMPS05 wMoxer
paccMaTpuBaThCa Kak Hanbosee COBMECTUMBINM MUKPOCUMOHMOHT, 0OecreunBatouuil
3HAYUMBINA MIPUPOCT OMOMACCHI U HAKOIUICHHE a30Ta PaCTEHUSIMH FOpOXa MOCEBHOTO.

4. [TokazaHbsl MPU3HAKK AKTUBALMU 3AUIUTHBIX pPEAKIUi, WHIYLHpPYyEMbIe
mramMmamu R. laguerreae B KiyO€HBKax: OTJIOXKEHHE KaJIO3bl MPU HHOKYIISILIUH
mraMmmMoM AMPS34; mnoBblllIEHHE YPOBHEW SKCIPECCUU TE€HOB, BOBJICUCHHBIX B
3alUTHBIE PEAKIMU, U TIOHM)KEHHE YPOBHEW HSKCIPECCHUU TE€HOB, YYaCTBYIOIUX B
KIIyOeHpKo0Opa3zoBaHuy, Mpu HHOKYIsiiu AMPS04.

5. BpisBIEHBI HApYLIEHUS MOJIEKYJSIPHOTO  B3aUMOJCHUCTBHUSL  MEXKIY
napTHepamH Nnpu GOpMUPOBAHUU CUMOUOTHYECKON MOBEPXHOCTH: mTaMMbl AMPS04
u  AMPS23 He BBI3BIBAIOT  Je3TepU(UKALMIO TOMOTAJAKTypOHAaHOB B
MH(QUIMPOBAHHBIX KJIETKAaX W HE MHAYLUHUPYIOT HAKOIUIEHHE apaOWHOTaJIaKTaHOBOIO
Oenka-mapkepa B HOBHHUJIBHBIX cuMmOumocoMmax; mramMmmbl AMPS04, AMPSI17 wu
AMPS34 BbI3bIBAIOT aHOMAIBHYIO CEKPEIMI0 apaOMHOTAIAKTAHIIPOTENH AKCTCHCHUHA
MaTpuKca B MEKKJIETHUKH; mTamMmM AMPS34 ctuMynupyer OTIOKEHHE Kajllo3bl B

CTEHKaX WH(UIIUPOBAHHBIX KIIETOK.
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6. [TnacTuyHOCTh CHMOMOTHYECKOTO (PEHOTHUITA 3aBUCUT OT YCIIOBUH CPEIBI;
st mramma R, laguerreae  AMPS23  yCcTaHOBIIEGHO  BOCCTAaHOBJICHHE
CUMOMOTHYECKOTO (PeHOTUNa YacTh KIyOCHBKOB B YCIOBHUSIX JUHAMHUYECKOTO

NOBBILICHUS TeMIiepatypbl; 1 mramma AMPS34 nokaszan oopaTHbii 3pdeKT.
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Cnmcok cokpameHui
ABB — Onoxupytomiuii 0ygep Amepmiema (anri. Amersham blocking buffer);
ANI — cpenssisi MISHTUYHOCTh HYKJICOTH10B (COKp. aHri. Average Nucleotide
Identity);
BSA — Oblunii CBIBOPOTOUYHBIN aTbOYMUH;
BSA-C — anetunupoBansbiii BSA;
CCRC-M — anrturena u3 cepun «Complex Carbohydrate Research Center-
Monoclonaly;
JIM — anrturena u3 cepun «John Innes Monoclonaly;
LM — antutena u3 cepun «Leeds Monoclonaly;
MAC — antutena u3 cepuu ECACC («European collection of authenticated cell
culturesy);
ONT — texnomnorus cekBenupoBanusi Oxford Nanopore Technologies;
OrthoANI — cpeaHsisi MAEHTUYHOCTD HYKJICOTHIOB OPTOJIOTOB (COKp. aHTIL.
Orthologous Average Nucleotide Identity);
PBS — ¢docdarnsiit 6ydep;
Rlc — xommnexce BunoB Rhizobium leguminosarum (auri. Rhizobium leguminosarum
complex);
TBS — tpuc-06ydepHblit GU3HOIOrHYECKUA PACTBOD;
AI'b — apabuHOTrasakTaHOBBIN OEIOK;
AI'b-D — apaOGuHoranakTaHOBbIN OEJIOK-3KCTEHCHH;
I'T — romoranaktypoHas;
JIIN — JIeHb TI0CTIE UHOKYJIALINM;
JIIIC — nunononucaxapuisl;

PI'-1 — pamuoranakryponan I.
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baarogapHocTu

ABTOp BBIpaXKaeT TIIyOOKYI0 MPHU3HATENBHOCTh U OJArOJapHOCTh CBOEMY
Hay4yHOMY pyKoBoauTeno Bukropy EBrenbeBuuy lLIpIraHoBy 3a BCECTOPOHHIOIO
NOJAJIEP)KKY Ha BCEX ATamax BBIMNOJHEHHUS JAMCCEPTAllMOHHBIN pabOThl, COBETHI U
KOHCTPYKTHUBHYIO KPUTHKY.

ABTOD BbIpakaeT 0J1aroIapHOCTh CBOMM KOJIIEram, COTpyAHUKaM J1abopaTopuu
MosekyysipHoit U kierodHoit Omosniorun ®I'BHY BHUMWCXM: Anne BukropoBHE
[{eiranoBoii, Aane bopucoBue Kuraepoii, [letpy ['me6osuuy Kycakuny u Apremuro
[TaBnoBuuy ['OopmIKOBY 3a WX BKJIAJ B COBMECTHBIE HCCIIECIOBAHMS, APYKECKYIO
aTMocQepy, TOMOIIb U TOIIEPKKY.

ABTop OnaromapeH corpyaHukam pecypcHoro nerrpa ®I'BHY BHUNCXM
«I'eHOMHBIE TEXHOJOTUU, TPOTEOMHUKA U KJIETOYHAas OMOJIOTHs», ocoOeHHO [IuHaeBy
Anecannpy ['eoprueBnuy, a Takxke AnApoHOBY EBrenuro EBrenbeBuuy u I'ypo
[Tonuue JIMuTpueBHE 3a MOMOIIb M IIEHHBIC COBETHI, CBSI3aHHBIC CO COOpPKOM U
aHaIM30M OAKTPHAJIbHBIX T€HOMOB.

ABTOp HCKpeHHe OaroapeH cBouM poauteiasim Auapeto Hukonaesuuy u Mune
Hukonaesne Kupuuek 3a moaaep:ky, 3a00Ty U JIFOOOBb; a TaKke JTydlIeMy JApYry
AnnpeeBy Makcumy BrnagumupoBuuy, 3a TO, YTO Mbl HAayaju UCCIEIOBATEIbCKUN

IIyTb BMECTEC, XOTb ceryac u HUACM Pa3HbIMHA JOpOraMu.
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HPUJIOKEHUE A. MiuirocTpaTUBHBIE MATEPHAJIBI
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P. sativum cv. ‘Frisson’ + R. johnstonii 3841

T e R e IR =
Pucynok 1 — O0mmii BUl, THCTOJIOTHYECKAS U YIbTPACTPYKTYPHASA
OpraHM3anys KJIy0OeHbKOB ropoxa, MHAYHHUPOBAHHBIX ITAMMOM Rhizobium
johnstonii 3841

A, E — o6mmii Bua kopueii. b, B, XK, 3 — coBmemnieHue onTuueckoro cpesa
muddepennpanbHo-uHTEpPepeHunonHoro koutpacta (DIC) m kpacHoro kaHanma (sapa u
oakrepun; JIHK okpammena ioguaom nponuaus). | — mepucrema, Il — 3ona nadexunmn, 11 —
30Ha azoTdukcauuu. UK — uHpuuupoBaHHas KleTKa; B — BaKyOJlb; CTPEJIKa YKa3bIBaeT Ha
MHQPEKIMOHHYI0O HUTh, HAKOHEYHHKH CTpPEJIOK — Ha uHpekunonnsle kammm. I, 1, U, K —
MIPOCBEUYMBAIOLIAS AJIEKTPOHHASI MUKPOCKOIHUS. UH — MH(PEKUNOHHASI HUTh; 0 — OaKTepus; M
— MHUTOXOHpuUs; 6a — OakTepous. Macmrabubie nuneiiku: A, E — 2 mm, b, 2K — 100 Mk,
B,3— 10 mxm, I', I, U, K — macmtab ykas3aH moj Kaxk10i TUHEHKOM.
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‘Frisson’ + R. Iaguen’eae AMPS22

P. sativum cv.

Pucynok 2 — O0mmuii BUl, THCTOJIOTHYECKAS U YJIbTPACTPYKTYPHAA

OpraHmM3anys KJIy0OeHbKOB ropoxa, MHAYUHPOBAHHBIX ITAMMOM Rhizobium
laguerreae AMPS22

A, X — oOmwuit Bung kopueir. b, B, 3, I — coBmemnieHne ontuyeckoro cpesa
muddepenpanbHo-uHTEpPepeHunonHoro koutpacta (DIC) m kpacHoro kaHana (sapa u
oakrepun; JIHK oxpamena iiomunom nponuaust). | — mepucrema, II — 30na undexmuu. KK
— KOJIOHHM3HpYyeMast KIIeTKa; 1 — SAPO0; B — BaKyOIlb; CTPEIKU YKa3bIBAIOT HA WH(EKIIMOHHBIC
HUTH, HAKOHEYHUKH CTpelIoK — Ha uH}peknuonnsle kamm. [ -E, K—-M — npocBeunBatommas
ANEKTPOHHAS MUKPOCKOMHS. HH — UH(PEKINOHHAS HUTh; CHH — CTE€HKa WH()EKIIMOHHOW HUTH;
0 — Oaktepusi; 6a — OakTepouj; KC — KJIETOYHAs CTEHKA, YepHas 3Be3modka (*) —
MYJIbTHOAKTEPOUIHAST CUMOUOCOMA; ST — SAPO; JK — JIMMUIHAS Karljis; YepHasi CTpelka —
BBIPOCT CTEHKH MHGEKINOHHONW HUTH; NP — SHOIIIa3MaTHUECKHI peTuKy1yM. MaciutabHble
muHeiku: A, K — 2 mm, b, 3— 100 mxm, B, I — 10 mxMm, I'-E, K-M — macmtab ykazas o
KaKIOU JUHENKOU.
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P. sativum cv. ‘Frisson’ + R. laguerreae AMPS05

‘ ety — N g
Pucynok 3 — O0mmuii BUl, THCTOJIOTHYECKAS U YIbTPACTPYKTYPHAA
OpraHM3anys KJIy0OeHbKOB ropoxa, MHAYUUPOBAHHBIX IITAMMOM Rhizobium
laguerreae AMPS05

A, X — oOmwuit Bung kopueir. b, B, 3, I — coBmemnieHne ontuyeckoro cpesa
muddepenpanbHo-uHTEpPepeHunonHoro koutpacta (DIC) m kpacHoro kaHana (sapa u
oakrepun; JIHK okpammena ioguaom nponuaus). | — mepucrema, Il — 3ona nadexummn, 11 —
3oHa azordukcanun. UK — undunupoBanHas KIeTka; s — SApO; B — BAKYyOJb; CTPEIKH
YKa3bIBalOT HA UHPEKIIMOHHbIE HUTH, HAKOHEYHUK CTPEJIKM — Ha MHQEKIMOHHYIO Karo. ['—
E, K-M — npocBeunBaromias 3J1eKTpOHHAs MUKPOCKOUS. MH — WH(MEKIMOHHAS HUTh; CHH —
CTeHKa MH(PEKIUOHHON HHUTH; 0 — OakTepus; 6a — OakTepoua, n10a — JereHEPUPYIOIINMA
OakTepoua; T — TIEPOKCMCOMAa;, M — MUTOXOHJPHS; 4YepHas 3Be3gouka (*)
MyJIbTHOAKTEpOUIHAs cuMOrocoma. Macimtabusie muaenku: A, XK — 2 mMm, b, 3 — 100 MxwMm,
B, 1 — 10 mxm, ['-E, K-M — macmTab ykazaH 1moja KakJ0i JTHHEHKOM.
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P. sativum SGE + R. laguerreae AMPS34

P. sativum cv. ‘Frisson’ + R. laguerreae AMPS34

Pucynoxk 4 — O0umuii BUa, rHCTOIOTHYECKAS U YIbTPACTPYKTYPHAS
OpraHM3anys KJIy0OeHbKOB ropoxa, MHAYUUPOBAHHBIX IITAMMOM Rhizobium
laguerreae AMPS34

A, X — oOmwuit Bung kopueir. b, B, 3, I — coBmemnieHne ontuyeckoro cpesa
muddepenpanbHo-uHTEpPepeHunonHoro koutpacta (DIC) m kpacHoro kaHana (sapa u
oakrepun; JIHK oxpamena ogumom nponuaus). | — mepucrema, Il — 3ona nndexun, 111I°
— 30Ha, COOTBeTCTBYIOIAs 30He azordukcanun. UK — undunupoBannas kierka; KK —
KOJIOHM3HMpYyeMas KIIETKa; sl — sIIpO; B — BaKyOJb; CTPEJIKU yKa3bIBalOT Ha MH(EKIMOHHbBIE
HUTH, HAKOHEYHHK CTpeNKku — Ha uHpekuuonHyto kammo. [-E, K-M — npocseunBaromas
AJICKTPOHHAS MUKPOCKOIIUS. MH — WH()EKIIMOHHAs HUTh;, 0 — OakTepus; 6a — OaKTepouI; KC
— KJIETOYHAsl CTEHKA; s — AJpO; I — MEPOKCHCOMA; @ — aMUJIOIUIACT; M — MUTOXOHAPUSI.
Macmrabasie quHerkn: A, XK — 2 mm, b, 3 — 100 mxm, B, 1 — 10 MM, I'-E, K-M —
MacmTal ykas3aH MoJl KaXJ10 JTMHEHKOM.
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P. sativum SGE + R. laguerreae AMPS04

P. sativum cv. ‘Frisson’ + R. laguerreae AMPS04

Pucynok 5 — OO0mmuii BUl, THCTOJIOTHYECKAS U YIbTPACTPYKTYPHAA
OpraHM3anys KJIy0OeHbKOB ropoxa, MHAYUUPOBAHHBIX IITAMMOM Rhizobium
laguerreae AMPS04

A, E — oOmuii Bun xopueit. b, B, K, 3 — coBmemeHne ONTUYECKOTO cpe3a
muddepennpanbHo-uHTEpPEepeHunonHoro koutpacta (DIC) m kpacHoro kaHana (sapa u
oakrepun; JIHK oxpamena fioqunom nponuaust). | — mepucrema, II — 30na unpexmuu. KK
— kosoHn3upyemas kietka; HUK — HemHuuupoBaHHas KieTka; s — Sp0o; B — BaKyoJIb;
CTPEJIKH YKa3bIBAIOT HAa MH()EKIMOHHbIE HUTH, HAKOHEYHUKU CTPEJIOK — Ha MH()EKIMOHHBIE
karwm. I', I, U-JI — mpocBeunBaromias 31€KTPOHHAS MUKPOCKONHS. MH — HH(EKIIMOHHAS
HUTb;, CHH — CTE€HKa MH(PEKIIMOHHON HUTH; 0 — OakTepwusi; 6a — GaKTepouI; KC — KICTOYHAS
CTEHKa; s — SIpO; JIK — JUMHJIHAS Kaljsl; UK — WH(pEeKunoHHas Kars. MacmraGHble
muneriku: A, E— 2 mm, b, )K — 100 mxm, B, 3 — 10 mxm, ['-J1, U-JI — macmrad ykaszas mo
KaXJ0M JINHENKOM.
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‘Frisson’ + R. laguerreae AMP317

P. sativum cv.

e e X
e = : 3

Pucynok 6 — O0mmii BUl, THCTOJIOTHYECKAS U YIbTPACTPYKTYPHAA
OpraHM3anys KJIy0OeHbKOB ropoxa, MHAYUUPOBAHHBIX IITAMMOM Rhizobium
laguerreae AMPS17

A, E — oOmuii Bun xopueit. b, B, K, 3 — coBmemeHne ONTUYECKOTO Ccpe3a
muddepennpanbHo-uHTEpPepeHunonHoro kontpacta (DIC) m kpacHoro kaHana (sapa u
oakrepun; JIHK oxpamena ogumom nponuaus). | — mepucrema, Il — 3ona nndexun, 111I°
— 130HA, COOTBETCTByMmIas 30He a3zordukcammu, [V — 3o0Ha crapenus. UK —
nereHepupytomias nHpuuruposannas kierka; UK — nnduuupoBanHas kieTka; B — BaKyoOJb;
CTpeJIKa yKa3bIBaeT Ha MH(EKLIMOHHYIO HUTh; Oemnast 3Be3mouka (*) — rpanyinsl kpaxmana. I,
I, N-JI — nmpocBeunBaroiias 31eKTpOHHAsS MUKPOCKOIHSI. UH — WH(PEKIIMOHHASI HUTh; CHH —
CTeHKAa MH(EKITMOHHON HUTH; 0 — OakTepus; 6a — OaKTepous; KC — KIETOYHAsl CTEHKa; MT
— MHEJIMHOBOE TENblle; 4YepHas CTpelka — OeNIKOBbIE arperarbl; 1 — SIp0; UK —
MH(EKIMOHHAs Karlisl; 4epHas 3Be3nouka (*) — MmynbTuOakTepougHas cumOuocoMa; a —
aMUJIOIIACT; M — MHUTOXOHApUs. MacmtabHbie muHeriku: A, E — 2 mm, b, XK — 100 mxwMm, B,
3 — 10 mxwm, I', 11, U-JI — macmtab yka3aH moJ| Kax10i JTHHEHKOI.
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P. sativum cv. ‘Frisson’ + R. laguerreae AMPS23

Pucynok 7. — O0mmii BUg, THCTOJIOTHYECKAS U yﬂLTpaéprKTypHaﬂ
OpraHmM3anms KJIy0OeHbKOB ropoxa, MHAYUHPOBAHHBIX IITAMMOM Rhizobium
laguerreae AMPS23

A, X — oOmwuit Bung kopueir. b, B, 3, I — coBmemnieHne ontuyeckoro cpesa
muddepenpanbHo-uHTEpPepeHunonHoro koutpacta (DIC) m kpacHoro kaHana (sapa u
oakrepun; JIHK oxpamena itoguaom npornuausi). | — mepucrema, I — 3ona nndexnun, [V —
3oHa crapenus. HUK — nenndunupoBannas knerka; MK — unnpunmupoBanHas kieTka; s —
SIPO; B — BAKYOJIb; CTPEIIKA YKa3bIBaeT HA WH(EKIIMOHHYIO HUTh, HAKOHEUYHHUK CTPEIIKA — Ha

nH(EKIMOHHYI0 Karumo; Oernas 3Be3mouka (*) — rpanymel kpaxmama. [-E, K-M —
MPOCBEUMBAIONIAS AJICKTPOHHAS] MUKPOCKOMHS. MH — HWH()EKIIMOHHAS HUTH, CHH — CTEHKa
MH(EKIMOHHOW HUTH; 0a — OakTepoua; n0a — JETeHEPUPYIOUIN OaKTepous; I

MEPOKCUCOMA; MT — MYJIBTUBE3HUKYISIPHOE TeNiblle; KC — KJIETOYHAs CTeHKAa;, OM —

JeTreHepupyroiiast MUTOXOHIpust. MaciraOubie nuHeiiku: A, K — 2 mm, b, 3 — 100 mMxm, B,
N — 10 mxwMm, '-E, K-M — macmTab yka3aH 1moja Kaxaou JTUHEHKOH.
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Rondo AMPS04 —— | Rondo AMPS05

Rondo AMPS17 T — Rondo AMPS22

Rondo AMPS23 —— | Rondo AMPS34

Pucynok 8 — UMmyHoJI0KaIM3a1Msl SMUTONA BHICOKO METHJI-
ITepUPUUMPOBAHHOIO FTOMOTAJIAKTYPOHAHA, MEYEHHOI0 aHTUTeJ oM JIM7, B
KJIyOeHbKaxX ropoxa

[IItamMM, WCMONB3YEMBIM [JIi WHOKYJSAIMHM, YyKa3aH Ha Kaxnod ¢otorpaduun. Jlus
HMMYHOJIOKQJIN3allU HCIIOJIb30BAJIN MOHOKJIOHAJIBHBIC BTOPUYHBLIC AHTUTCIIA IgG KO3bI IIPOTUB
KpbIChl, KoHbIOTHpoBaHHOe ¢ AlexaFluor 488. KK — xononmsupoBanHas kierka;, MK —
uHunuposanHas kietka; HUK — HennpunmpoBannas KieTka; s — siipo; B— BaKyOJIb; CTPEJIKaMU
0003HaveHbl HH(DEKITMOHHBIE HUTH. MaciTabHbie TUHEHKH — 10 MKM.
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Rondo AMPS17 —— |Rondo AMPS22

Rondo AMPS23 Rondo AMPS34

Pucynok 9 — UMMyHoOI0KaIH3a0MS SNUTONA YACTUYHO METHIJI-
ITepUPUUMPOBAHHOI0 FTOMOTAJIAKTYPOHAHA, MEYEHHOT0 aHTHTeJI0M JIMS, B

KJIyOeHbKaX ropoxa
[IItamMM, WCMONB3YEMBIM [JIi WHOKYJSAIMHM, YyKa3aH Ha Kaxnod ¢otorpaduun. Jlus
HMMYHOJIOKQJIN3allU HCIIOJIb30BAJIN MOHOKJIOHAJIBHBIC BTOPUYHBLIC AHTUTCIIA IgG KO3bI IIPOTUB

KpbIChl, KoHbIOTHpoBaHHOe ¢ AlexaFluor 488. KK — xononmsupoBanHas kierka;, MK —
uHunuposanHas kietka; HUK — HennpunmpoBannas KieTka; s — siipo; B— BaKyOJIb; CTPEJIKaMU
0003HauYeHbl MH(EKIIMOHHBIE HUTH, TPEYTOJIbHUKOM — WH(EKIHOHHAs Karisd. MacmraOHbie

JTuHERKH — 10 MKM.
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Rondo AMPS04 —— | Rondo AMPS05

Rondo AMPS17 —— |Rondo AMPS22

Rondo AMPS23 —— | Rondo AMPS34

Pucynoxk 10 — UMMyHoT0KAIM3A0MS 3MUTONA JUMEPHOI acCCONMALMY Lenei
roMorajaKTyponana uepes uonnl Ca’**, meuennoro anturesaom 2F4,
KJIy0OeHbKaX ropoxa

[IItamMM, WCMONB3YEMBIM [JIi WHOKYJSAIMHM, YyKa3aH Ha Kaxnod ¢otorpaduun. Jlus
HMMYHOJIOKQJIN3allU HCIIOJIb30BAJIN MOHOKJIOHAJIBHBIC BTOPUYHBLIC AHTUTCIIA IgG KO3bI IIPOTUB
KpbIChl, KoHbIOTHpoBaHHOe ¢ AlexaFluor 488. KK — xomonusupoBannas kietka, MK —
UHOHUIMPOBAaHHAS KJIETKA; 1 — SJIPO; B — BaKyOJIb; CTPEIKaMH 0003HaYeHbI HH(EKIIMOHHBIC HUTH.
Macmtabubie TuHeHKH — 10 MKM.
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Rondo AMPS04  —— |Rondo AMPS05

O

Rondo AMPS23 —— |Rondo AMPS34

Pucynoxk 11 — UmmyHonokaausanus 3nurona 1,5-0-L-apadunana

paMHorajakryponana I, meyennoro anturesom LM6-M, B kiiy0eHbKax ropoxa

[IItamMM, WCMONB3YEMBIM [JIi WHOKYJSAIMHM, YyKa3aH Ha Kaxnod ¢otorpaduun. Jlus
MMMYHOJIOKQJIM3aLlUN HUCIIOJIb30BAIM MOHOKJIOHAIbHBIE BTOpHYHBbIE aHTUTENa [gG KO3bI MPOTUB
KpbIChl, KoHbIOTHpoBaHHOe ¢ AlexaFluor 488. KK — xomonusupoBannas kietka, MK —
uHpunupoBanHas kierka, HUK — wneundummpoBannas kierka; UK — nerenepupyromas
MH(GUIUPOBaHHAs KIIETKA; 1 — SIPO; B — BaKyoJIb; TPEYroJbHUKaMU 0003HaYeHbl HH(DEKIIMOHHBIE
karmu. MacimraOHbie THHeHKH — 10 MKM.
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Rondo AMPS05

a8

&S

Rondo-AMPS17

Rondo AMPS23 —— | Rondo AMPS34

Pucynok 12 — UmmyHos0kaau3anus 3nurona Gyko3uaupoBaHHOIO

KCHJIOTJIIOKaHAa, MedeHHOro anturejiom CCRC-M1, B kiy0eHbKax ropoxa
[IItamMM, WCMONB3YEMBIM [JIi WHOKYJSAIMHM, YyKa3aH Ha Kaxnod ¢otorpaduun. Jlus
HMMYHOJIOKQJIN3allU HCIIOJIb30BAJIN MOHOKJIOHAJIBHBIC BTOPUYHBLIC AHTHUTCIIA IgG KO3bI IIPOTUB
MbIH, KoHBIorUpoBaHHOe ¢ AlexaFluor 488. KK — komonusupoBannas kierka; MK —
uHunmposanHas kietka; HUK — HennpunmpoBannas KieTka; s — siipo; B— BaKyOJIb; CTPEJIKaMU
0003Ha4eHbl HH(DEKITMOHHBIE HUTH. MaciTabHbie TUHEHKH — 10 MKM.

158



KK

Rondo AMPS04 —— | Rondo AMPS05

Rondo AMPS17 —— |Rondo AMPS22

Rondo AMPS23 —— | Rondo AMPS34

Pucynok 13 — I'mcroxumMu4eckas JJIOKAJIN3AIUA OTJI0KEHUH KAJNJI03bI B

KJIyOeHbKaX ropoxa
[IItamMM, WCMONB3YEMBIM 7SI WHOKYJSAIMH, yKa3aH Ha kKaxzaou ¢ororpadpum. KK —
KoJIOHM3HpoBaHHas kieTka; MK — undunuposannas kinerka; HUK — HenndunupoBannas kiertka.
Macmrabusie TuHeHKH — 10 MKM.
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Rondo 3841 Bupg knybe
B s o2

M'mctonornyeckan opraHusauusa

Pucynok 14 — OO0muii BUA ¥ THCTOJIOTHYECKAS] OPraHU3aNMs TPeXHeAeJdbHbIX
KJIy0eHbKOB ropoxa copta Rondo, unaynupoBanabix muiraMmmom Rhizobium
johnstonii 3841

CoBmeleHHE ONTHYECKOro cpe3a audepeHaIbHO-MHTePPEPEeHIIMOHHOTO KOHTpPACcTa
(DIC) m xpacHoro kaHama (siapa u Oaktepuu; JIHK okpamena #omumom mpomuams). I —
mepuctema, Il — 3ona nndekunu, I — 30Ha a3orpukcanuma; st — A1po; B — Bakyosb; UK —
nHumpoBanHas kietka, HUK — nemHdunupoBanHas kieTka; 3Be3104K0oi (*) 0003HAYCHBI
rpaHyJibl Kpaxmala; CTpejKa yKa3blBaeT Ha MH(GEKIMOHHYIO HUTh; HAKOHEUHUKH CTPEJIOK — Ha
nH(peKnoHHbIe Karmu. MacimraOusie muHeku: A — 2 mm, b — 100 mxm, B, I' — 10 MxwMm.
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Rondo AMPS17

Bug kny6eHbka

MMcTonoru4yeckas opraHusauus

Pucynok 15 — OO0muii BUA ¥ THCTOJIOTHYECKAS] OPraHU3anMs TPeXHeAedbHbIX
KJIy0eHbKOB ropoxa copta Rondo, unagynupoBanabix muraMmmom Rhizobium
laguerreae AMPS17

CoBmeleHHE ONTHYECKOro cpe3a audepeHaIbHO-MHTePPEPEeHIIMOHHOTO KOHTpPACcTa
(DIC) m xpacHoro kaHama (sapa u Oaktepuu; JIHK okpamena #omumom mpomuams). I —
mepuctema, I — 3ona undexuuu, 11 — 30Ha azoTduxcanuu; st — sa1po; B — Bakyoib; MK —
nHumpoBannas kietka, HUK — nemHdunmpoBanHas kieTka; 3Be31049K0oi (*) 0003HAYCHBI
rpaHyJibl Kpaxmaia; CTPeJIKH yKa3bIBaloT HAa WH(EKIIMOHHbIE HUTH; HAKOHEYHUKH CTPEJIOK — Ha
nH(peKnoHHbIe Karmu. MacimraOusie muHeku: A — 2 mm, b — 100 mxm, B, I' — 10 MxwMm.
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Rondo AMPS05 Bup knyb6eHbka

MucTonornyeckas opraHun3auuA

Pucynok 16 — OO0muii BUA ¥ THCTOJIOTHYECKAS] OPraHU3aNMs TPeXHeAeJdbHbIX
KJIy0eHbKOB ropoxa copta Rondo, unaynupoBanHbiX luiraMmmomM Rhizobium
laguerreae AMPS05

CoBmeleHHE ONTHYECKOro cpe3a audepeHaIbHO-MHTePPEPEeHIIMOHHOTO KOHTpPACcTa
(DIC) m xpacHoro kaHama (siapa u Oaktepuu; JIHK okpamena #omumom mpomuams). I —
mepuctema, I — 3ona undexuuu, 11 — 30Ha azoTduxcanuu; st — sa1po; B — Bakyoib; MK —
nHumpoBannas kietka, HUK — nemHdunmpoBanHas kieTka; 3Be31049K0oi (*) 0003HAYCHBI
rpaHyibl KpaxMalla; CTpejKa yKa3blBaeT Ha MH(PEKIHMOHHYIO HUTh; HAKOHEUHHMK CTPEJIKH — Ha
MHEKIMOHHYIO Karuto. Macmtabubie muHeiku: A — 2 mm, b — 100 mxm, B, I' — 10 MxMm.
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Rondo AMPS04

Bup kny6eHbka

rVICTOHQrVI'-IeCKaFI opraHusauusa

Pucynok 17 — OO0muii BUA ¥ THCTOJIOTHYECKAS] OPraHU3aNMs TPeXHeAeJdbHbIX
KJIy0eHbKOB ropoxa copta Rondo, unagynupoBanabix muraMmmom Rhizobium
laguerreae AMPS04

CoBMelreHre ONMTUYECKOTo cpe3a auddepeHImanTbHO-UHTEPPEPEHIIMOHHOTO KOHTpACTa
(DIC) m xpacHoro kaHama (siapa u Oakrepuu; JIHK okpamena #omumom mpomuams). I —
mepucteMa, Il — 3ona uadekun, [II’ — 30Ha, cOOTBETCTBYIOIIAs 30HE a30THUKCALINU; ST — STIPO;
B — Bakyousib, MK — undumnuposannas kinetka, HUK — nenndunupoBannas kiuerka; UK —
JereHepupytomas WHGUIMpoBaHHas KJIETKa; 3Be3M04YKON (*) 0003HAUEHBI TPaHyJbl Kpaxmaia,
CTPEJKH YyKa3bIBaIOT Ha WH(EKIMOHHBIE HHUTH, HAKOHEYHHK CTPEIKd — Ha HH(EKIMOHHYIO
Kartro. Macmra0OHble TuHerku: A — 2 MM, b — 100 mxm, B, I' — 10 MKM.
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Rondo AMPS22

Bug knybeHbka

McTonornyeckas opraH3auus

Pucynok 18 — OO0Omuii BUA ¥ THCTOJIOTHYECKAS] OPraHU3aANMs TPeXHeAedbHbIX
KJIy0eHbKOB ropoxa copta Rondo, unagynupoBanabix muraMmmom Rhizobium
laguerreae AMPS22

CoBMelreHre ONMTUYECKOTo cpe3a auddepeHImanTbHO-UHTEPPEPEHIIMOHHOTO KOHTpACTa
(DIC) m xpacHoro kaHama (siapa u Oaktepuu; JIHK okpamena #omumom mpomuams). I —
MmepucteMa, Il — 30Ha uHpekunu; 1 — A1po; B — Bakyonb, MK — uHpUIIMpOBaHHAS KIIETKA;
HUK — nemnpunmupoBaHHas KJeTKa; 3Be3709Koi (*) 0003HaUEHBI TpaHyJbl KpaxMaja; CTpeika
yKa3blBaeT Ha MHQPEKUMOHHYI0 HUTh; HAKOHEYHHMKH CTPENIOK — Ha HH(QEKIMOHHBIE KarIliu.
Macmradusie muaeiiku: A — 2 MM, b — 100 mxm, B, I' — 10 mxM.
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