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J11s1 6aKkTepuii-CMMOMOHTOB paCTeHMIA XapaKTepHEBI ITIOBBIIIIEHHEIE, IT0 CPABHEHUIO CO CBOOOTHOXUBYIIIH -
MU COpOAMYaMU, TEMIIbl JUBEPCUDUKAIIUYN TTOMYJISLIMNI (MUKPOIBOIIOINM), & TAKXKe 00pa30BaHUST HOBBIX
BUIOB U HAIBUIOBBIX TAKCOHOB (MaKpo3Bomonun). Ha npuMepe KIIyOeHbKOBBIX OakTepuii (pu3o0uit) —
N,-dukcupyommnx CMMOMOHTOB OO0OBBIX MOKA3aHO, YTO 00a HAMPAaBJIEHUS 3BOJIIOLIUU ONPENESIOTCS
pPacTeHUSIMU-X035€BaMM, KOTOPbIe OKa3bIBalOT HA MUKPOOPTaHU3Mbl MyTareHHOe U PeKOMOUHOTEHHOE
BO3/IeiiCTBHE, a TAKXKE aKTUBUPYIOT B UX TOIYJISILIUSIX €CTECTBEHHBIN 0TOOD, OTIpeNeIIoInii Cyab0y BHOBb
BO3HUKIIINX TEHOTUIIOB. BaXkHyI0 pOJIb B 9BOIIOLIMU PU300UI MTPAET MHIAYLIMPYeMasl paCTeHUSIMU MUTpa-
1Y, BKJItoYasi: 1) COBMECTHOE MPOIBUXKEHUE CUMOMOHTOB M UX XO35I€B B HOBbIE 3KOJOTMYECKUE 30HBI;
2) TOKaJIbHYIO LIMPKYJISIIUIO CHMOMOHTOB B CUCTeMax “pacreHue—IiouBa”. B mepBoMm ciydae y pu3zoouii
MMPOUCXOIUT aJlIoNaTpUYecKoe BUI000pa3oBaHUe, OTIpeesisieMoe MTepeHOCOM Sym-TeHOB MEXITy IITaMMa-
MM-UHTPOAYLEHTAMU U MECTHBIMU OaKTepUSIMU, UYTO TIPUBOIUT K TOSIBJIEHUIO HOBBIX CUMOMOHTOB. Bo
BTOPOM cJlyyae TIPOUCXOIUT CUMITaTpUiecKasl IMBepreHIIus OaKTepUualbHBIX MOy 1 0Opa3oBaHUE
BHYTPUBUIOBBIX TAKCOHOB (OMOTUIOB, CUMOMOTUIIOB), Pa3IMYAIOLIMXCS 10 XO3SIMCKOI cnelu(pUIHOCTH.
YV 5BOJIIOIMOHHO MOJIOABIX BUIOB Rhizobium leguminosarum w Neorhizobium galegae, BCTynalomux B CUM-
6103 ¢ 6000BBLIMM PAaCTEHUSIMU TajleroMaHOTro Komiuiekca (Tpubbl Fabeae, Galegae, Trifolieae), aTu npo-
1IECCHI CBSI3aHBI C MUBEPTECHIIMEH Sym-TeHOB, KOTOPasl IPOUCXOIUT MO/ JaBJIeHUEM TU3PYNITUBHOTO OTOO-
pa. OH aKTUBUPYETCS B JIOKAJTBHBIX MOMYJISIIMUAX PU300UIA IPU B3aUMOIEUCTBUM C XO3sieBaMU, 00J1ana0-
UMM PA3IMYHBIMA CUMOMOTHYECKUMM cBoicTBaMM. [lapajienibHO ¢ 3TUM B TIOMYJSIIUSIX PU30OUIA
HabJII01al0T 00pa3oBaHUe KPUNITUYECKUX BUIOB, ONpeae/sieMOe TUBEPreHIMe KOPOBbIX YacTeil reHoMa.
OHa MOXeT ObITh Pe3yJIbTaTOM KaK M'eHeTUYeCKOoro aApeiida, Tak 1 0TOOpa Ha yCTOMYMBOCTD K JIOKATLHBIM
snadrUIecKUM CTpeccaM, KOTOPBIil B COYETAaHUU C TU3PYNITUBHBIM OTOOPOM TOBBIIIAET U3MEHUMBOCTD PU-
300MiT M UBMEHSIET CTPYKTYPY UX MTAHTEHOMOB.

KioueBble cioBa: KJlyOeHbKOBbIE OakTepuu (pru30o6umn), 6060BbIe pacTeHUs], cuMOuoTuueckast N,-pukca-
LM, 3BOJIIOLIMS CMMOMO3a, ajljlonaTpuyecKasl U cCuMIaTpuyeckasi IMBepreH1us, KOpoBble U aKIIECCOPHbIE
YacTHU TeHOMa, MaHTeHOM, €CTECTBEHHBIM 0TOOP, MUTPAIIsl, TOPU3OHTAIBHBIN MEPeHOC TEHOB, MAaKpPO- 1
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bakTtepun — CMMOMOHTBI 3yKapuOTUYECKHUX Opra-
HU3MOB IIPEICTABIISIIOT COO0M yIOOHBIE MOACIN IS
U3Yy4EeHUS] MHOTUX POGJIeM SBOIOLUOHHOM TeHETH -
KU, BKJIFOYasi MEXaHU3Mbl BUI000OpPa30BaHUs Y MPO-
KapuoT, a TaKXe UX TpaHC(hOpMAIUU B KJIETOYHEIE
opraHeJuTbl 3yKapruoT. M3BecTHO, 9TO ¥ CMMOMOTH -
YEeCKHUX MUKPOOPTaHM3MOB MPOLIECChl IMBEPTEHTHOI
SBOJIOLNU YCKOPSIOTCS TON BIUSIHUEM pPaCTEeHUIA-
WA KUBOTHBIX-X035eB. Tak, maTtoreHHbIe (OpMBI
Salmonella n Shigella TeHeTnYecku 06ojiee pa3HOOO-
pa3HbI, 4YeM KOMMEHcanbHBIe (opMmbl Escherichia
(Ronald, 2003; Williams et al., 2010). Emie 6oabimm

pa3HooOpa3ueM 00J1agaroT KJIyOeHbKOBBIE OaKTEpUU
(pu3006uK), KOTOphIE BKIIOYAIOT cBbIlIe 10 ceMeicTB
o-riporeodakTepuii  (rmop. Rhizobiales) w B-tipo-
teobakrtepuii (Berrada, Fikri-Benbrahim, 2014). Otu
OakTepuU pa3nessioT Ha: a) “IepBUYHEIC” pU300UU
(Bradyrhizobium), KOTOpbIe BO3HUKIIA 13 CBOOOTHOXKI -
Bylux N,-dukcatopoB, poacTBeHHbIX Rhodopseudo-
monas; 06) “BropmaHble” puzoduu (Rhizobium, Sinorhi-
zobium, Neorhizobium, Mesorhizobium), XoTopbie
TIPUOOPENTN CITOCOOHOCTE K CUMOMO3Y O1aromapst repe-
HOCY CUMOMOTHUYECKH CIELMAIN3UPOBAHHBIX (Sym) re-
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HOB B pa3JIM4HbIe ITouBeHHBIE OakTepun (IIpoBopos,
AHapoHoB, 2016).

B xone xosBosonnu ¢ 6000BEIMU PACTCHUSIMU Y
pU300Mi1 TIPOU3OINIIO YCIOXHEHUE TEHOMOB, CBSI-
3aHHOE C paclIMpeHMeM HX aKIECCOPHBIX YacTei,
KOTOpBIE COIepXKaT Sym-T€HbI, KOOUPYIOIINe obopa-
30BaHue KIIyoeHbKOB (nod) u dukcaiuio N, (nif, fix).
BTO0 ycnoXHEHUEe OIpeaesieTcsl MOBbIIIEHUEM T1j1a-
CTUYHOCTU OaKTepHabHBIX TEHOMOB, KOTOpOe 00Y-
CJIOBJICHO MX BHYTPEHHUMMU II€PECTPOMKAMM 1 TOPHU-
30HTaJIbHBIM NepeHocoM reHoB (I'TIT), BeI3bIBasI cy-
IIeCTBeHHbIE M3MeHeHUs1 ImaHreHoMoB (IIpoBopos,
AnapoHos, 2016; Andrews et al., 2018). [Toka3saHo,
YTO BenIyIIUMU (paKTOpaMM 3TOM IBOJIIOLIAM SIBJISIOT-
CSl paCTeHUsI-X035IeBa, OJHAKO MEXaHM3MBbI X BIUSI-
HUS Ha IUBEPCUPUKALIAIO0 MUKPOOHBIX ITOIYJISIINIA
1 00pa3oBaHME HOBBIX BUIIOB OCTAIOTCS Majio U3Yy-
YEeHHBIMMU.

JIas1 3BOMIOLIMOHHO MOJIOABIX OBICTPOPACTYIIINX
pur300uii, KOTopbie 001a1aI0T MHOTOKOMIIOHEHTHBI-
mu reHomamu (ceM. Rhizobiaceae), xapaKTepHa OT-
HOCHUTEIbHO HEe3aBUCHUMAs 3BOJIOLMS X KOPOBBIX U
aKllecCOpHbIX 4Yacteit. Hampumep, B momyasiuu
R. leguminosarum, cocTtosiiieil U3 KOHTPACTHBIX IO
xXo3stiickoi crienuduaHocTr 6motunos (bv. viciae —
PU300MM BUKH, TOPOXa, YMHBI U YeUeBULIBL; bv. trifolii —
pH1300UU KJieBepa), ObLII BBISIBJICH PSIT KPUIITUUECKUX
BUIOB, KOTOPEIC Pa3jIndaloTCs II0 CTPYKTYype KOpo-
BBIX YacTeil TreHoMa, He IIPUHUMAOIINX HeIoCped-
CTBeHHOTrO yyactus B cuMouro3se (Kumar et al., 2015).

Ilens Hameit cTaTbM 3aKiIIOYaeTCS B aHaIM3e
MPOLIECCOB BHYTPU- U MEXKBHUAOBOI TUBEPreHIIMU
pu300uii, KOTOpass MOXKeT IIPUHUMATh KaK CUMIIAT-
puyYecKuii, Tak M ajionaTpudeckuii xapakrep. Ha
TEHOMHOM YPOBHE 3TH IPOLECChl BBI3BIBAIOT IIPO-
IPECCUBHYIO BBOJIOLMIO (YCIOXHEHNE OpraHu3aiun
VHOIUBUAYATbLHBIX TEHOMOB Y BUIOBBIX IIAaHT€HOMOB)
U aJanTUBHYIO 3BOJIOLMIO (U3MEHEHUS SYym-T€HOB,
BXOJSIIIIMX B aKIIECCOPHBIEC YaCTU reHoMa). byneT mo-
Ka3zaHo, YTO, HECMOTPsI Ha OOIITHOCTb MOJIEKYJISIPHBIX
MEXaHU3MOB MaKpO- Y1 MUKPO-3BOJIIOLINH, UX IIOITY-
JISIIAOHHBIE MEXaHU3MBI CYILIECTBEHHO Pa3/InyaloTCs.
MuKkposBodOLUS pPU300MIT 00yCIOBJIEHA AU3PYII-
TUBHBEIM OTOOPOM, ITPOMCXOOSIIMM IIPU WX B3aMMO-
JIEVICTBUU C XO3sI€BaMM, KOTOPbIe 00JIaIal0T Pa3HbIMU
CUMOMOTUYECKUMHU CBOMCTBAMHM. MaKpO3BOJIOLIMS
puU300Mii MOXET OBITh CBSI3aHAa KakK ¢ ApeiichoM reHOB,
KOHTPOJIUPYIOIIMX (PYHKIINY JOMAIITHETO X035i1CTBa,
TaK ¥ C OTOOPOM Ha YCTOMYMBOCTH K JIOKAJIbHBIM 3a-
duyeckuM (akropam, JIMOO ¢ YaCTOTHO-3aBUCUMBIM
OTOOPOM, 0OECTIEUUBAIOIINM 3aKPETUICHUE B TTOMTYJISI-
OUSX peIKUX IITaMMOB, 00J1agalonuxX N3MEeHEHHOMN
opraHu3zaluei reHoMa.

BO3PACTAHUE TEHETUYECKOW
N3MEHUYMNBOCTHU

MN3yyeHne MeXaHU3MOB KOB3BOJIOIUM OpPraHU3-
MOB, HaXOISIIUXCS Ha pa3HBIX YPOBHSIX OpraHM3a-
UM, TI0Ka3alo, YTO 3YKAapUOTHI-XO3seBa WIPAIOT
KJIIOYEBYIO POJIb B (DOPMUPOBAHUU ITyJia HacJel-
CTBEHHOIT MI3BMEHYMBOCTH CBOMX ITPOKAPUOTUYECKUX
cUMOMOHTOB. JloKa3aTenbCcTBa 3TOM PO, ITOTydeH-
Hble Oosiee 50 jeT Ha3am MPU CpaBHEHUM ILITAMMOB
Sinorhizobium meliloti, BbIIEIEHHBIX U3 KIIyOCHBKOB
JIIOLIEPHBI Y BRIPAIIEHHBIX Ha JIAOOPaTOPHBIX Cpeaax
(KpacunbHukoB, MenkyMoBa, 1963), Gbl1u TTo31Hee
JIOTIOJIHEHBI BBHISIBJIEHUEM WMHIYLIMPOBAHHBIX XO3sIe-
BaMU TeHOMHBIX TepecTpoek (PyMsiHIIeBa M COAaBT.,
2004) u I'TIT" (YepHoBa u coaBT., 1986; Broughton
et al., 1987; Pretorius-Gtith et al., 1990).

PsanoM uccienoBarteseilt mokazaHo AECTBHE B O-
OYJISIIASIX MUKPOCUMOMOHTOB €CTECTBEHHOTO 0TOO-
pa, BBI3BIBAEMOTO X03sieBaMU. Y ITaTOTeHHBIX OaKTe-
puil OH CBSI3aH C OTHOIICHUSIMU “TeH-Ha-TeH”’ U
OOBIYHO IIpMHMMAET (OPMY OTPHUIATEIBHOIO 4Ya-
CTOTHO-3aBUcUMOro oroopa (Y30), MOCKOJIBKY Yy XO-
351€B OTCYTCTBYET YCTOMYMBOCTD K PEAKUM I'eHaM BU-
pynentHocTU napasutoB (Thompson, Burdon, 1992;
Jones, Dangl, 2006). ¥ pu3o6uii ¢ TOMOIIBIO METO-
JIOB MaTEMaTUYECKOI0 MOASINPOBAaHMS YIAIOCh Pa3-
rpaHnunTh Y30, neiicTBYIOMINI IIPpU KOHKYPEHIINN
3a MH(ULIMPOBaAHUE paCTeHUI, 1 JTapBUHOBCKUI OT-
0Op, KOTOpHI ompenenasercs auddepeHInaTIbHbIM
pa3zMHOXeHHUeM (OTMHpaHneM) OaKTepHii B CUMOMO-
TUYECKUX U MOYBEeHHBIX HUIIax (Provorov, Vorobyov,
2006). Pons Y30 B 3BOJIOLIMK pU30OUIT MOXKET OBITH
CBsI3aHA C 3aKPEIUICHUEM B IIOIYJIILMSIX PEIKUX
IITAMMOB, B TOM 4YUCJIe 00JaJalolInX U3MEHEHHOM
Te€HOMHOM opraHu3alueil M MOBBIIIEHHON CUMOMO-
Tyeckoit apdexkruBHOCTHIO (BOopooheB, [IpoBOPOB,
2015). Hy10 poJib B 3BOJIIOLIMY PU3001it UTpaeT dap-
BUHOBCKUIA OTOOP, KOTOPBIM MOAAEPKUBAECT BbIKIM-
BaeMOCTh B II0YB€ IITAMMOB, YCTOMYMUBBIX K d1apu-
YeCKMM CTpeccaM, HO 4acTo OO0JagamllInX HU3KOM
akTUBHOCTBIO N,-uxkcauuu (IIpoBopoB U COaBT.,
2014).

CpaBHUTENbHBIM aHAIW3 MNOMYJSLIMOHHOIO TO-
JuMopdu3Ma y TeHeTUYECKU POJICTBEHHBIX PU300MIi
BUKMU U KieBepa (R. leguminosarum bv. viciae n bv. tri-
Jolii), TIpoBeIeHHbIII C ITOMOIIBIO BHICOKOIIPOU3BO-
JIUTEJIbHOTO CEeKBEHUPOBAaHMUSI, MO3BOJIMI TTOKa3aTh,
4yT0o 3¢p(PEeKThI YKa3aHHBLIX (DOPM OTOOpaA 3aBUCST OT
YPOBHS1, Ha KOTOPOM M3y4aloT CTPYKTYPY MOMYJISIIIUUA —
rarIOTUITMYECKOTO (MHAWBUAYaJIbHbBIE ITOCJIeIOBa-
TEeJIbHOCTU SYyM-T€HOB), JUOO TE€HOTUIINYECKOIO
(omepaliMOHHbIE TAKCOHOMUYECKUE EAMHULIBI, KOTO-
pble OOBEIUHSIIOT MOCAEA0BATEILHOCTH C YPOBHEM
cxonctBa 97—98%) (AHIpoHOB U coasT., 2015). Ha-
npuMep, TPU TIepexoae pU300Mii U3 IIPUKOPHEBOMN
30HBI 0000BBIX B KJIIYOEHbKH U3MEHUYMBOCTb 10 TEHY
nodA (KoaupyeTt mprucoeauHeHe XUPHOKUCITOTHBIX
OCTaTKOB K OJIMTOXUTUHOBBIM 1IETISIM CUTHAJIbHBIX
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Nod-(pakTopoB) CHIKAeTCI Ha T€HOTUIINYECKOM
YPOBHE, IMTOCKOJIBKY B KIIyO€HbKW MPOHUKAIOT JIUIIIb
BbICOKOBUDPYJIEHTHbIE W KOHKYPEHTOCIOCOOHbBIE
mraMMbl. OgHAKO Ha TaluIOTUIIMYECKOM YPOBHE
M3MEHYMBOCTb BO3pacTaeT Ojaroaapsi OTpullaTeb-
HoMmy Y30, KOTOpHIil OefiCTBYeT B MOJb3Y PEAKUX
ajuiesneil nodA, BOZHUKAIOIIUX Y BUPYJIEHTHBIX Oak-
TEpUM.

MN3yyeHne MONEKYISIpHBIX MEXaHU3MOB CUMOMNO-
3a MOKa3aJio, YTO B OCHOBE KO3BOJIIOLIMU PU300OUIL 1
HUX XO351€B JieXaT IMPOIIECChl B3aMMHOIO y3HaBaHUS
MapTHEPOB, OMPEAEISIEMOTO NEMCTBUEM CUTHAIbHBIX
Nod-daxkrTopoB Ha pactuteabHble LysM-coaepxka-
mue peuentopsel LRR-tuma (Wang et al., 2012). Me-
TareHOMHBINM aHAJIN3 MMO3BOJIMJI BEISIBUTh Y PU300UIA
JIBVKYIIUI (MTO3UTUBHBIN) OTOOP, YBEJIMYMBAIOLIUIA
YHUCJI0 HECUHOHUMMYECKUX 3aMeH B GYHKLMOHAIBLHO
3HAYMMBIX ydacTKax nod-reHoB (AHIPOHOB M COABT.,
2015). I'pu B3auMoneiicTBUM ¢ HECKOJbKUMU XO3sie-
BaMM, 00JIaJlalollIMMU Pa3HbIMU CUMOUOTUYECKUMU
MPEeAnoYTEHUsIMUA, B TIONYJISLIMU OaKTepuii Mpouc-
XOJIUT AU3PYIITUBHBIN OTOOP, KOTOPBI Mbl pACCMOT-
pUM HUXKE.

Bonbliiylo posib B 3BOJIOLMU pU300UiT UTpatOT
BbI3bIBa€Mbl€ X035€BaMU Fr€HETUKO-aBTOMATUYECKUE
(“croxacThueckue’) TPOLECChl, BKJItOYasi TeHeTuYe-
cKmii apeii, KOTOPBIii CBSI3aH C KJIOHAJIBHBIM MH(pH-
LMpoBaHueM KopHeit (Bassam et al., 1987) u, B coueta-
HuU ¢ orpuliarebHbIM Y30, 3HAYUTEILHO TTOBbIIIAET
MOMYJISIIUOHHYI0 W3MEHYMBOCTb OakTepuii. Eiie
OOJIBIITYIO POJIb B 3BOTIOLIUY pHU300UIf UTpAET MUTPa-
1IMsI, BKJIIOYasi: a) COBMECTHOE C pacTeHUSIMU TPO-
JIBVKEHUE B HOBbIE 9KOJOTMYECKUE 30HBI, KOTOPOE
BBI3BIBAET y OAKTEpU ajlioraTpuiecKoe BUI000pa-
30BaHUe; 0) UX JJOKAJIbHYIO LIMPKYJISILIAIO B CUCTEMAaX
“pacTeHre—II09Ba”, KOTOpasl BBI3bIBAET CUMIIATPU-
YeCcKoe BUJI000pa30BaHuE.

MUTPALUA U AJUIOTIATPUYECKOE
BUJOOBPA3OBAHUE

DBOJIIOLIMOHHbBIC IPOLECCHI, IIPUBOASIINE K 00-
pa30BaHUIO Y pU300Mii BUIOB Y HAIBUIOBBIX TaKCO-
HOB, MOTYT OBITb MHAYLIMPOBAHBI 1P COBMECTHOM
MIPOABILKEHUM OAKTEpUid M pacTCHUIA B HOBbIE KO-
JIOTUYECKME 30HBL: agalTalis X0351€B K “HeIpUBbIU-
HBIM” yCJIOBUSIM HambOoJjiee 3(p¢peKTUBHA B TOM CIIy-
yae, e€CJIM MX COIPOBOXIAIOT CUMOMOHTBI-MYTYaJIM-
ctol (Richardson et al., 2000; Bena et al., 2005; van der
Putten et al., 2007; Litchman, 2010). CoBMmecTHas
Murpauus naptTHepoB N,-DUKCUPYIOLIEro CUMOUO-
3a B HOBBIE MECTOOOUTAHMS MHOTOKPAaTHO IPOMCXO-
IIMJIa B 3BOJIIOIIMM OOOOBEIX, KOTOPHEIC BO3HUKIN B
TpOMUKaX U PacipoCTPAaHUINUCH BO BCE KIMMaTUUE-
ckue 30HbI 3emau (Sprent, 2001), a Takke Ipy UH-
TPOOYKIIUY PACTEHUI U3 LIEHTPOB IIPOUCXOXKIACHUS B
paiioHbl Bo3menbiBaHusl (Allen, Allen, 1981). [ns
U3Y4YCHUS IIPOUCXOMSIINX IIPU 3TOM dBOJIIOLIMOHHBIX
MIPOLIECCOB OBUIN IPEIIOXKEHBI MOAESIM, OTIMChIBAIO-
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mue nHTponyKiuuio Mcxonapix CumouonToB (UC) B
HOBBIE€ 5KOCHUCTEMBbI, KOTOpas BBI3BIBACT: a) MUKPO3-
BOJTIOLIVIO, CBSI3aHHYIO C UBMEHEHUEM Pa3HOOOpas3s
HMC, Bkmoyasgs UX Tmepexombl HAa HOBBIX XO3SCB;
0) MaKpO3BOJIOLIIO, OIIPEACIIEMYI0 IIEPEHOCOM
Sym-TeHOB B MECTHHIE, B TOM UYMCJIe U HEPOICTBEH-
Heie UC GakTepuy, KOTOPBII MPUBOIUT K 00pa3oBa-
Huio Hoseix CumbuonToB (HC), BkiItoyass pacumm-
peHue BUIOBOIO pa3HOOOpa3nst OaKTepHit.

HawnbGomee mpocToii cuieHapuii 3TOM 3BOJIIOLIHA
peanu3yeTrcss TOM Cciydae, €ClId OHa OrpaHuyeHa
amanTtauueii MC K HOBBIM 3KOJOTMYECKUM YCIOBU-
aMm. Tak, mpu MUTpallUM MEMNJIEHHOPACTYLIMX PHU-
300uii JitonuHa u cepanesuibl (Bradyrhizobium spp.) B
IOxny10 AdQpuKy 1 3anagHyo ABCTpaTUIO 0aKTepUn
COXpPaHUJIM MHOI'ME€ TeHETUYECKHE MapKephbl, XapaK-
TEpHbIE JII UCXOOHBIX €BPOMEMCKMX TOIMYJISLUMA
(Stepkowski et al., 2005). OmHako npu BO3AeiCTBUU
CTpeccoBBIX (haKTOPOB cpelbl pa3Hoobpasue MC mo-
KET CHMXKATbCA, YTO 6])1.)10 IIOKa3aHO Jid 1TaMMOB
R. leguminosarum bv. trifolii, "HTpOXYLIMPOBAHHbBIX
COBMECTHO C KJIEBEpOM IMepeMeHYUuBBLIM, Trifolium
ambiguum, B CeBepHyI0 AMEpUKY U3 KaBKa3CKOTO
LeHTpa npoucxoxaeHus (Seguin et al., 2001).

CuJibHOE Cy:KeHUE CIeKTpa CUMOMOHTOB BhISIBIIC-
HO Yy COY, MHTPOAYLIMpOBaHHOI1 B CeBEpHYI0 AMEPUKY
U3 KUTACKOro LIeHTpa MpoucxoxaeHusi. I1pouspac-
Taolue B HeM (opmbl Glycine max u G. soja BBICOKO
MOJIMMOPMHBI IO Rj-reHaM, KOHTPOJIUPYIOIIUM CIie-
HU(GUYHOCTh K Pa3JIMYHBIM IITaMMaM pPU300UIA,
MpUYeM IIMPOKOE pacHpoCTpaHeHUE ITOIyJYniia ai-
Jienib Rfgl, oTBeTCTBEHHAs 32 CUMOMO3 ¢ ObICTpOpac-
TyIIUM BuaoM Sinorhizobium fredii (Triplett, Sadows-
ky, 1992). [ToaTomMy B MOMyJSILUSIX PU3OOUI cOU U3
KwTast BBISIBISIOT HE TOJBKO pa3UYHBIE BUIBI
Bradyrhizobium, Ho u S. fredii, Torna xak B CILIA 06-
Hapy>XeHBI JIMIITb HEKOTOpPbIE TEHOTUIIHI B. japoni-
cum, 4TO CBSI3aHO C HU3KUM ITOJTUMOP(MU3IMOM pac-
teHuii o Rj-renam (Devine, Kuykendall, 1996).

Bonee cnoxHbIil clieHapuii, TP KOTOPOM Y PU-
30011 MPOUCXOOUT aJIIoNaTpUIecKoe BUI00Opa30-
BaHUeE, OCYILECTBIISIETCSI B TOM ClIydae, eCJIM UX IIpo-
JIBVKEHUE B HOBBIE MECTOOOUTAHMS BbI3bIBAET Iepe-
HOC Sym-T€HOB W3 IITAMMOB-WHTPOAYLIEHTOB B
MecTHBIe OakTepuu (Tadi. 1). Hanbonee nzydyeH atot
clLeHapuii I pru300uii (hacomn, KoTopas B IOXKHO- 1
LIEHTPATbHO-aMEePUKAHCKUX LIEHTPAX IMPOUCXOXKIEC-
HUS BCTynaeT B cuM0Ouo3s ¢ R. tropici u R. etli (Eardly
et al., 1995; Bernal, Graham, 2001; Aguilar et al.,
2004). B EBpore, kyna ¢acoJjib Oblj1a MHTPOIYLIMPO-
BaHa okoio 500 mer Haszanm, BBISIBIISIETCS ITMPOKUIN
CIIEKTp €€ HOBBIX CUMOMOHTOB, BKIto4as R. gallicum,
R. giardinii n R. leguminosarum bv. phaseoli (Amarger
et al., 1994; Laguerre et al., 2001). HecmoTpst Ha 110-
JMduIeTUIEeCKOe MPONCXOXIACHNE, OTH PU300UH CO-
JIepKaT YHUBEepCaJIbHBIIT HAaOOp nod-TeHOB, KOTOPHIS
xapakTepHbl Is1 R. tropici u R. etli, onpenensisi CTpyK-
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0COOEHHOCTH Nod-

TYpPHEIC
¢daKkTOpOB.

CHUHTEC3NPYCMBbIX

bricTpoe BozHukHOBeHUMe HC Ha ocHOBe rubpu-
auzauuu MC ¢ MeCTHbIMM OakTepusiMU ITOKa3aHO
ISt InraMMoB Mesorhizobium (cem. Phyllobacteriaceae),
HECYIIUX 1od- U nif-TeHbl B COCTaBe XPOMOCOMHBIX
OCTPOBOB, KOTOPbIE MOTYT MEPEHOCUTHLCSI KaK KOHb-
IOTaTUBHbIE TPAHCIIO30HbI YEPE3 CUCTEMBI CEKPEIIUU
4-ro turna (Sullivan et al., 2002). DTOT nepeHOC BbISIB-
JIeH y pu3obuii gsinBeHua poraroro (Lotus cornicula-
tus), nHTpOAyLIMpoBaHHBIX 13 EBponsl B HoByio 3e-
JIaHAWIO, TAe B TeueHue 7 JeT chopMUPOBATIUCH CTa-
owibHble onyasuuu HC. Y HUX oOHapyXuBamTCs
reHeTUUYeCKre MapKepbl MECTHBIX IMpeacTaBuTelieit
ceM. Phyllobacteriaceae B coueTaHUM C Sym-Te€HaAMU
(“cumbmnoTndyeckuMm octpoBamu’”) mrammoB MC,
KCII0JIb30BaHHBIX IS MHOKYJISILIMM JISIABEHIIA B HO-
Bo3eJIaHACKUX 3KocucteMmax (Sullivan et al., 1995,
2002). CxomHbIe TIPOIIECChI COITPOBOXIAIN COBMECT-
Hoe npoaBkenue Mesorhizobium ¢ Robinia pseudoa-
cacia n3 CeBepHoii AMepuku B EBpolry, a Takxe C
Amorpha fruticosa n3 CeBepHoii AMepuku B Kuraii u
¢ Biserrula pelecinus n3 EBponibl B ABCcTpanuio (Ta0J1.
1). OgHOBpeMeHHBbII TIepeHOC 10d- U hif-TeHOB B CO-
cTaBe “CUMOMOTMYECKUX OCTPOBOB” oOIlpenessieT
KOHIPYPHTHOCTb (DMJIOTEHUI 3TUX T€HOB, BbISIBJIEH-
Hylo TIpu aHanuze TonaumopdusMa M. loti (Qian,
Parker, 2002).

BricTpyio aBomtonuio HC Habmonanm Takke mpu
nHTpOonyKimu cou u3 CesepHoit AMepuku B [lapar-
Bali, KoTopasi mpoucxoauyia Ha ¢GoHe WHOKYJISILIUN
KOMMEpUYECKMMU ITaMMaMu B. japonicum. bnaroga-
psi TIEPEHOCY UX Sym-T€HOB B MECTHBIE pU300MHU, B
teueHue 80 et chopMUpPOBaATIUCH OOILIMPHEIC TTOITY-
sy HC, Bxkmovass Bradyrhizobium, Rhizobium n
Agrobacterium (Chen et al., 2000). 3akpeninenune HC
B IMoyBax JIaTMHCKOIt AMepUKHU MPOU30IILIIO HECMOT-
psI Ha TO, YTO OOJIBIIMHCTBO IITAMMOB B. japonicum —
BEPOSITHBIX IOHOPOB SyM-TE€HOB JIMIIIEHO CUMOMOTH -
YeCKUX I1a3MuI 1in octpoBoB (Okazaki et al., 2015).
HX posib MOTJIM BBIIIONHATDH COAEpKallle Sym-TeHbI
HeCcTaOMIbHBIC 3JIeMEHTBI TeHOMa, oOpa3yeMble Ora-
rofapsi HUIMYUIO Y B. japonicum MHOXeCTBa ITOBTO-
PSIIOIIUXCS. K MTHCEPLIMOHHBIX II0CIEI0BATEIbHOCTEM
JHK (Minamisawa et al., 2002).

Oco0BIiT MHTEpPEC TIPEACTABIISICT PEKOHCTPYKIINS
TEHETUYECKUX IIPOLIECCOB, CONPOBOXKIABIIMX ITPO-
IBIXKeHNE 0000BO-pU300UANTBLHBIX CUCTEM U3 TPO-
MMUKOB, rae ceM. Fabaceae BO3HUKIIO 0KOJ10 60 MIIH
JIET Ha3ald, B yMEpeHHBIC IIMPOTHI, TIe IIpou3pacTacT
b 10% 60060BBIX — TPaBIHUCTBIX MPEACTaBUTE-
el moacemeiictBa Papilionoideae, BKimodass TpruObI
Fabeae, Galegae, Trifolieae, Bxonsiinue B cocTaB ra-
JIETOMIHOTO KOMIUIEKCA. YIUBUTEIBbHBIM SBIISIETCS
TO, YTO y O0OOBBIX YMEPEHHBIX IIUPOT, HECMOTPSI Ha
CHMZKEHHYIO IOTPEOHOCTh B a30Te, OIpeAeIsieMylo
MPOM3pacTaHMEM Ha CTaGMIIbHBIX, CONEePXKAIINX 3HA-
YUTEIbHBIE KOJINYECTBA OPTAHUKHU ITOYBAX, IIPOU30-

IIJIO CYIIECTBEHHOE YCJIIOXXHEHUE CTPYKTYpPhlI U TIO-
BbillleHHE N,-DUKCUPYIOlIeil aKTUBHOCTUA KITyOEHb-
KOB MO CPaBHEHUIO C TPOMUYECKUMU OOOOBBIMU,
KOTOpbIE PacTyT Ha KpaliHe OeIHbIX, HECTAOUIbLHBIX
nouBax (Sprent, 2001, 2005).

HMcnonb3oBaHue MaTeMaTUYeCKUX Mojelieit 9Bo-
monn cnuMo6mosa mmokasano (ITpoBopos, BopoOneB,
2012), uyro nosbIilieHUE ero N,-(puKcupyonein akTuB-
HOCTHU MPpHU nepexoe 6000BbIX U3 TPOITMKOB B yMEPEH-
Hbl€ IIUPOTHI MOIJIO OBITH CBS3aHO KakK C JIUBEPIreH-
LIMEN pU300Mii IO TTPU3HAKY XO3STMCKOM crieudUIHO-
CTH, TaK M C CUHXPOHM3AIMEel peakluii Xo3sgeB Ha
U3MEHEHMSI BHELITHUX YCJIOBUSX, OTNPENessieMOil CHU-
>KeHWEM (DUIIOreHETUUECKOro pa3sHooOpas3usi pacTe-
Huii. B pe3ynbTare 3THX MPOLECCOB Y3KO crielnduy-
Hbl€ CUMOVOHTBI BBITECHSIU U3 TTOMYJISIIIMIA IIMPOKO
crieHU(pUYHBIX CHMOMOHTOB, a TAKXKe He (UKCUPYIO-
mux N, “cuMOUOHTOB-0OMaHIIMKOB” (Bopobnes,
IIpoBopos, 2013; Tabi. 2). Takoe nu3MeHEHNE MOMY-
JIIUMOHHOM CTPYKTYPbl pU300UIi BBI3bIBA€T OTOOP B
MOJIb3Y pacTeHUM, 00JIaNaIOINX BLICOKOW aKTUBHO-
CTbIO CUMOMOTPO(HOTrO MUTaHUSI a30TOM B cOYeTa-
HUU C y3KOM CUMOMOTHUYECKOM cIielaan3almeii.

JIU3PYNITUBHBIN OTBOP
N CUMITATPUYECKOE
B1UJOOBPA3OBAHUE

VY1no6HOI MOOeNbIo I U3YYeHUST CUMITaTpude-
CKOTo BUII0OOpa3oBaHUs sIBsieTcs BUIL R. legumino-
sarum bv. viciae — CMMOMOHT O0O0OBBIX paCTeHUI TPU-
obI Fabeae. Ot 0o611ero nmpenka 31oit TpnuobI, OJIM3KUM
poauyeM KOTOPOTO CUMTAETCs MpoM3pacTaroliiasl Ha
Kagkase Vavilovia formosa, npousouinu poabl Pisum
(mpu mpoaBvXeHUU pacTteHuit Ha bmukHmit Bo-
CTOK), a BO3MOXHO Takxke Vicia u Lathyrus (ipyu ux
MPOJIBWXKEHUU B CeBepHble peruoHsl EBpaszum)
(Mikic€ et al., 2013). OmHUM 13 MapKepOB IIPOKCXO-
JIUBIICH ITPU 3TOM 3BOTIOLUNY CUMOMOHTOB SIBJISIETCS
reH nodX — ¢axTop IIMPOKOIl XO3SIUCKOI CIIeL-
GUIHOCTH, KOTOpasi IIpEICTaBIIsIET COOOM aHIle-
CcTpajibHbI Mpu3HaKk puszodbuii (Lie et al., 1987). Co
CTOPOHBI PaCTEHU 3Ty CrieUPUUHOCTH KOHTPOJIM-
pyeT TeH SymZ2, pelecCHuBHasi ajlielb KOTOPOTO
(sym21), xapakrepHasd Mg IMKOpAcTylIux “adraH-
ckux” dopM P. sativum (sspp. abyssinicum, asiaticum),
ofpenessieT yCTOMYUBOCTh K MHOKYJISILIMM IIITaMMa-
MU R. leguminosarum bv. viciae, nuiieHHBIMU nodX. Y
KyJbTypHOTrO “eBporeiickoro” ropoxa (P sativum
ssp. sativum) annenb sym24 3ameneHa Ha sym2F, 6na-
rogapsi yeMy pacTeHUsI Tepeluii K CMMOU0o3y ¢ 6ak-
TepusiMU, JIMILIEHHbIMU TeHa nodX, BKJIIOYask CUM-
ouoHToB Vicia u Lathyrus (Mutch, Young, 2004)

(puc. 1).

TaknMm obpa3zoM, HHTPOOYKIINS Topoxa M3 OJK-
HEBOCTOYHOTO reHlieHTpa B EBporty, KoTtopast mpo-
n3onuta okono 2000 jmeT Hazad, mpuBea K TOMY,
YTO PacCTEeHMS, yTPATHB aHIIECTPAIBHBIX CUMOMOH-

MHUKPOBMOJIOTUA Ne 1

TOM 89 2020



OBOJIIOINOHHAA T’EOT'PA®HA KIIYBEHBKOBBIX FAKTEPUU

000 “Te 19 usyD

(Tarr (o8) exdony "dLHAY] «—
«— eyudony 93D

Xput dU1410)

“dds wmqoziyy
“dds wniqoziyidpvag

(¢) gHOMMIIIad
QUITIOIAG.LIJMAD
OHHAWadg

wnorodo/
wniqo21ydpoag

700z “'Te 19 woig 1100T
‘€661 “'Te 10 arrande|

$661 Te 10 13wy

(Zarr 0¢) euoday <
< eXndony "dIHI[T U KO

SLID3INA SNJ0ISVYJ

HUIPADIS Y WIS Y
‘1702sDYd ‘AQ WINIDSOUIUNSD] Y

MITANERLLI-UAG

12y ‘1idoy
wniqo1fy

(Xarr (OG) yeIny| «—
6661 “'Te 10 Suem « eudony ‘90D psoounLf vydiowtyy
(1a1r 0¢) LOdEY — -dds wmqoznyy
000¢ ‘1edsez ‘youin <« exudony ‘43D D19DIDPOPNISd DIUIGOY “dds wniqoziy.iosapy
(Torr 71) BULedLOdy
900C ‘'Te 12 BUISEPUBN <« 99dowoHwoenTad)) snu122jod DINLISIg

(IaIr /) BUIHEIE BRAOH <— egodioo | -dds wniqoziy.iosap
200T ‘S661 T8 19 ueAI[NS <« euodayg SMIDJNOIUIOD SNIOT “dds winiqoziy.iosapy QIHWOO0WOdY | ‘170] winiqo21y.iosapy
adora UUNITIATOdLHU ypudardeg I9LHIMATOALHA I9LHOUQWHUD BIWOHQI I9LHOWALE 9LHONATOdLHU
v Loedeod v ouHArgedie -0 — BUHALOR( QUIIDIMHEOY 990HY QIINMOOHAAI[ | -UUQOENJ

nndaryeg 9I9HLOOW g dOLHINMATOALHU-YNQOoend €M GOHI-1UAS BOOHIJOLI WALALI SOLHOMQWHO XI990H dMHed0£edQO 90X00hMdIelIONY °| BIHIQR],

2020

o 1

TOM 89

MUKPOBHUOJIOI'UA



8 ITPOBOPOB u np.

Taomma 2. M3aMeHeHUS MTONMYJISIIMOHHOM CTPYKTYPBI pU300Uid IIpH IIEpexoe U3 TPOIIMKOB B yMEpeHHBbIE IITMPOTHI (110
MaHHBIM MaTeMaTuyecKoro MoaeaupoBaHusi: BopooneB, I1posopos, 2013)

N3meHeHUst mapaMeTpoB MUKPOOHOM MOMYJISILII
MUKpOCHMOMOHTHI TEeHOTHIINYECKUE YACTOTHI AUCTIEpCUY TEHOTUITNYECKUX
MUKPOCUMOMOHTOB* qacToT (% 100)**
M1 0.16 — 0.31 10000 — 80
M2 0.16 — 0.31 10000 — 80
M3 0.16 —» 0.07 0.2 — 400
P 0.52 — 0.31 2—-3

IIpumeuanue. M1, M2, M3 — cUMOMOHTBI-MYTYaJIUCTBI, KOTOPbIE 06pa3yioT N,-puKcrpyomye KIyoeHbKI C OGHUM WU ¢ 000UMUI
IOCTyMHBIMU reHoTunamu pactenuii (I'l, I'2); P — cuMO1oHT-06MaHINKK, 06pa3yeT TOJIbKO He hukcHupyomue Ny KilyGeHbKH.

* MI3MeHeHUsl TTapaMeTpOB MUKPOOHBIX MOMYJISIUUI PErMCTPUPOBATIY MPU AUBEPIEHIIMM PU300UIA TTO MPU3HAKY XO3SIUCKOM crienu-
(uanocTu, mpu xoropoit M1 o6pasyet N,-pukcnpyromue Ki1yoeHsKH ToJbKO ¢ I'l, M2 — tonpko ¢ I'2, a M3 — ¢ o6oumu reHoTHIIAMI

pacTeHui (B MICXOMHOM cUCTeMe CeMMUIHOCTh OTCYTCTBOBAJIA).

** MI3MeHeHUs1 mapaMeTpPOB MUKPOOHBIX MOMYJISILIMIA PErUCTPUPOBAIA MPU CUHXPOHU3ALUU PeaKIMii paCTUTEIbHBIX TEHOTUIIOB Ha
OBICTpBIC CTOXaCTUYECKHUE KOJIebaHus TapaMeTPOB BHELIIHe# cpebl (oTpaxkaeT CHYXKEeHNEe (DUIOTeHETUYECKOro pa3HooOpa3ust 6060-
BBIX, KOTOPOE MPOU30LIO MIPU UX MIEPEXOJIE U3 TPOITMKOB B YMEPEHHBIE LLIUPOTHI).

TOB, BCTYNUJIU B KOHTAKT C MECTHBIMMU IIITAMMAaMU
R. leguminosarum bv. viciae. DTO IIPOBEIO K CyXe-
HUIO pa3HOOOpa3uss CUMOMOHTOB rOpoxa, CII0co0-
HOTO MCIOJIb30BaTh JUIIIb HEOOJBIIIYIO YACTh T€HO-
¢oHOa eBponelicKUX pr300uii, YTO OBLIO IT0KA3aHO

Rlv (Vicia, Lathyrus)
(nodX—)

/

Rlv (Vavilovia) (nodX+)

Rlv (Pisum — Afghan)
(nodX+)

OIl R. leguminosarum
bv. viciae (nodX+)

~

MyTeM FeHOTUTTMPOBAHUS IITAMMOB 13 KIIyOEHBKOB I'O-
poxa 1 BuKu, coopaHHbix B AHrmuu (Mutch, Young,
2004) u ®pannum (Laguerre et al., 2003). Baxxto otMme-
TUTb, UTO aHLIECTPpaIbHbIC (DOPMEI R. leguminosarum byv.
viciae (cuMOUOTHII vaviloviae) XapaKTepu3ylOTCsSI CUIb-

Rlv (Pisum— Euro)
(nodX—)

R. leguminosarum
bv. trifolii (nodX+)

OI1 Rhizobium
leguminosarum
(nodX+)

Puc. 1. IuBeprenuus Buna Rhizobium leguminosarum, cBsizaHHasi ¢ GOPMUPOBAHUEM PA3TUYAIONINXCS 10 XO3IHUCKOM Criei-
duunocTu 6uotunos (bv. viciae, bv. trifolii). O6mmii npenok (OI1) Buna R. leguminosarum BO3HUK IO €T0 pa3nesieHUusT Ha O1o-
TUIIBI Viciae W trifolii, npyudeM Bce 1ITaMMBbI bv. #rifolii coxpaHWIM aHLeCTpaIbHBIN Mapkep — reH nodX. Y R. [. bv. viciae nodX
COXPaHWJICS JINIITb HAa HAYaJIbHBIX CTAIUSIX SBOJIIOIINY — Y CUMOUOHTOB Vavilovia n nukopactynux “adranckux” ¢opm ropoxa
(Pisum — Afghan), omHako ObUT yTpayeH Ha MO3MHUX CTAIUSIX SBOIIOINH, CBSI3aHHBIX C BOSBHUKHOBEHUEM KYJIbTYPHBIX “€BpO-
nelickux” ¢opm ropoxa (Pisum — Euro), a Takxke ponoB Vicia v Lathyrus. B 6enom oBajie npeactaBieHbl TUTIOTETUYECKUE
npeaKoBbie GOPMBbI pU300Uii, B CBETJIO-CEPOM OBajie — MPUMUTUBHBIE (POPMBI C TeHOM 10dX, B TEMHO-CEPOM OBaJie — 3BOJIIO-

LIMOHHO MPOABUHYTbIE (hOPMBI Oe3 nodX.

MUKPOBHOJIOITNA Ttom 89 Nel 2020
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0.229

Puc. 2. [luBepreHuusi reHa nodA, onpezensieMasi MUrpalumeil lntaMMoB Rhizobium leguminosarum mexny pusocdepHbeimu (P)
u k1yoeHbkoBbIMU (K) HUIamu 6000BBIX pacTeHUii. PsimoM co cTpenkaMu, yKa3bIBalOIIMMU HAIlpaBIeHUSI MUTPALMU, TIPY-
BeICHBI OTHOCUTEJIbHBIE TEHETUYECKUE PACCTOSTHUS (AHIPOHOB M COaBT., 2015), KOTOpbIe OTPaKarOT AMBEPTEHIINIO 10d-TEHOB
pU300Uii TPU B3aMMOJIEUCTBUY C PACTEHUSIMU U3 Pa3HbIX TPYIII NMEPEKPECTHON MHOKYJISILMU: 1 — rpyra ropoxa, BAKU U Yu-

HBI, 2 — TpyIlNa KjieBepa.

HOI DUBEPreHIINEH 10 nod-TeHaM, XOTsl 000CO0IeHMS
3TOr0 CUMOMOTHUIA OT APYTUX ILITAMMOB bv. viciae 1o
MapKepaM KOPOBOit YacTH TeHOMa, a TakKXKe IO CITe-
IMGUIHOCTU K pa3HbIM BUIAM PACTCHUI-XO3s51eB
BBISIBUTD He ynanoch (Kumekiuc u coanrt., 2018).

OcoOBIif MHTEpeC TIPEACTaBIIsIET COOTHOIICHUE
R. leguminosarum bv. viciae ¢ R. leguminosarum bv. tri-
Jfolii — cumOroHTaMu 6000BEIX pona Kiesep (Trifoli-
um) u3 TpudsI Trifolieae. DTa Tpuba BKIIOYAET TAKXKeE
ponnbl mouepHa (Medicago), nonnuxk (Melilotus) v ma-
xutHUK ( Trigonella), pn3oouun KOTopsiX (Sinorhizobi-
um meliloti, S. medicae) HEPOACTBEHHBI PU3OOUSIM
kieBepa. OmHAKO Ha OCHOBE aHaIM3a MJIACTUIHOTO
reHa matK pon Trifolium 6p11 comxeH ¢ Vicia, Pisum,
Lathyrus (Wojciechowski et al., 2004), 4To MOXET OT-
paxkaTb CXOACTBO Pa3UYHbBIX TUIIOB BHYTPUKIETOU-
HBIX CUMOMOHTOB pPacTeHUM — APEBHUX IUIACTHUI U
9BOJTIOLIMOHHO MOJIOIBIX pu3oomii. B c¢BgI3m ¢ aTuM
OOJIBIIION WHTEepeC MNpPeACTaBisieT BBISIBJIEHUE Y pPU-
30011 KiIleBepa reHa nodX, KOTOPBII oKazajcs obs13a-
TeJIbHBIM KOMITIOHEHTOM MX T€HOMOB. Y 3THX pHU300Uii
reH nodX xapaKTepu3yeTcsl TOBBIIIEHHOM, 110 CpaB-
HeHUIo ¢ nodA n nodE, KOHCEpBAaTUBHOCTBIO U, B OT-
JIMYHE OT STUX TEHOB, TIOABEPKEH MEWCTBIUIO MHITYIIH -
POBaHHOTO XO3sieBaMU TO3UTUBHOTO (JABMXKYIIETO)
oT6opa (AKceHoBa 1 coaBT., 2019), yTo yKa3bIBaeT Ha
BBICOKYIO CUMOMOTHYECKYIO 3HAYNMOCTD nodX.

K uuicny npyrux nod-reHoB, 10 KOTOPBIM ITOKa3aHa
IuBepreHys Buna R. leguminosarum, OTHOCUTCS nodA,

MUKPOBUOJIOTHUA tomM 89 Nel 2020

OOBIYHO BKJIIOYAEMBbIiA B YUCJIO “OOLIMX” nOd-TEHOB
(Wang et al., 2012). OnHako nodA TIpyuHUMAaET yda-
CTHUE U B KOHTPOJIE XO3SIMCKON crieln(pUIHOCTH, TaK
Kak KomupyeT TipucoeaguHeHue K Nod-dakrtopy
OIPENEISIOIETO 3TOT MPU3HAK XXUPHOKUCIOTHOTO
ocrtatka (Moulin et al., 2004). JluBeprenius nodA,
BBISIBJICHHAsI TIPU CpaBHEHUU PU3OCHEPHBIX U KITy-
OEHBKOBBIX CYOIOITYJISILIMI KaXKIOTO U3 XO35IEB, OKa-
3ajach MEHbIIEW, YeM Mpu CpaBHEHUU puszochep
pa3HbIX X03s¢eB (puc. 2) (AHOIPOHOB U coaBT., 2015).
I1pu aTOM B pu3ocdepax Kaxkaoro u3 pacTeHuit Bbl-
apisietcsa 17—18% “uyxepomHbix” nodA-rariotTu-
OB, TOT/A KakK B KJIyDEHbKaX MX YACTOTA CHUKEHA /10
0.1—1.3% (ta6m. 3). DTH BeIMINHBI, TTO-BUIUMOMY,
OTpaxaroT U3peaKa MPOUCXOASIIYI0 PEKOMOMHAIIIO
reHoB nodA c nodEF, xoTtopble KOIMPYIOT CHUHTE3
JKUPHOKUCJIOTHOTO OCTaTKa, OMpPEAesIOnIero Xo-
3IMCKYIO CIIEU(PUIHOCT PU300OHIA.

JlornuaHo NpeAIooXUTh, YTO SBOIIOLNS TeHa HOo-
dA B metanonynsiuusix R. leguminosarum (bv. viciae +
+ bv. trifolii), opMupyeMbIX TP COBMECTHOM IIPO-
uzpactannu 6000BeIX TpuOBI Fabeae n pona Trifoli-
um, CBSI3aHa ¢ JU3PYIITUBHBIM OTOOPOM, BO3HUKAIO-
IIVMM PU B3aUMOJIEHCTBUM OaKTepUii C pa3IndYHBIMU
xo3sieBamu (puc. 2). OmHako ero 3¢ ¢eKT HUBEIUpY-
eTCs TIEPEHOCOM 10d-TE€HOB MEXIY Pa3HbIMU OMOTH-
namu R. leguminosarum, 4To MOBbIIAET PEKOMOWHAIIM -
OHHYIO UBMEHUYMUBOCTb aKIIeCCOpPHOTO reHoma. [1pu me-
pexone pu3oomii w3 puzochepbl B KIYOCHBKH
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Taomuuna 3. YactoTsl (%) nmociienoBaTeIbHOCTEM TeHa nodA, XapaKTepHBIX IUIST pa3HBIX OMOTUTIOB Rhizobium leguminosa-
rum, B cyononyiasuusix u3 puzocoepsl (P) 1 ki1ydeHbkoB (K) pazamyHbIX pacTeHU-X03s1eB (110 JaHHBIM AHIPOHOB U CO-

aBT., 2015)
IMpoucxoxneHue cyoronyasiiiuii pu3oouit
iﬁg;gg;l Vicia sativa, Lathyrus pratensis Trifolium hybridum
P P K
trifolii 17.3 £ 0.42 1.3+£0.12 81.8 £ 0.63 99.9 +£0.05
viciae 82.7 £0.43 98.7 £ 0.13 18.2 +£0.63 0.1 £0.05

neiictByeT oTpuniatesibHbIN Y30, KOTOPHIA, KakK 1 TN3-
PYIITUBHBIN OTOOP, MOBKILLIAET pa3HOOOPa3e MUKPOO-
Ho momnyasiuuy (AHIPOHOB M COaBT., 2015).

CXOnHBIN 3BOJTIOIMOHHBIN ClIeHApUii BBISIBJIEH Y
Buna Neorhizobium galegae, pa3aensseMoro Ha OUOTH-
IIEI orientalis n officinalis, KOTOpbIe BCTYIIAIOT B CUM-
0103 C KO3JISITHUKOM BOCTOUYHBIM (Galega orientalis)
u nekapctBeHHbIM (G. officinalis) (Mousavi et al.,
2014). Kaxnapiit u3 atux OMOTUNOB (puKcupyet N,
MpY B3aMMOICHCTBUU TOJBKO CO “CBOMM~ XO3SIM-
HOM, TOT[a KakK TepeKpecTHash UHOKYJISILIUS MEXIy
pasHBIMU BHIAMU KO3JATHHKA IIPUBOIUT K 00pa3o-
BaHUIO He (pukcupyromux N,, XOTd U HOPMaJTbHBIX
10 CTPYKType KiyoeHbkoB. Hanbosee cunbHOe pac-
xoxaeHue bv. orientalis n bv. officinalis HabogaIOT
o reHaM N,-bukcauuu (nif, fix), TposiBJieHWe KOTO-
poit y N. galegae onpenensieTcsl paCTEHUSIMHU-X0351€-
Bamu (Kapaces u coasr., 2019).

BaxxHO OTMETUTBH, YTO BBISIBJICHHBINA y R. legumi-
nosarum n N. galegae cuieHapuii IUBEPreHTHOI 3BO-
JIIOLIMU, TPUBOASIIIEH K CY>KEHUIO XO3IMCKOM CIIELIN -
¢uIHOCTHU, HE SABJISIETCS €AMHCTBEHHO BO3MOXKHBIM.
ITonrHOreHOMHBIM aHaaKW3 72 IITaMMOB M3 JOKaJlb-
Hoit nonyasuuu R. leguminosarum (Mopx, AHrmus),
MO3BOJIMII BBISIBUTH S5 KPUIITUYECKUX BUIOB, KOTOPHIE
pa3nnyaloTcs Mo CTPYKType KOPOBOIi YacTU TeHOMa,
OOHAKO coAepXaT INTaMMbI pa3HbIX OMOTUIIOB —
viciae u trifolii (Kumar et al., 2015). U3yyeHue nuBep-
FEHIIMM 3TUX KPUNTUYECCKUX BHUIOB I0KA3ajl0, YTO
IpU IIOCTPOCHUM (DUJIOTEHUH PU300Mi MOXET OBITh
HMCHOJIb30BaH TPAaOUILIMOHHBIN [JIs BBICIIIMX OpraHu3-
MOB KpUTEPpUil BUAOBOI UACHTU(PUKALIMM, OCHOBaH-
HBII Ha reHeTn4YecKoit n3ossauuu (Maiip, 1974), ko-
TOopast y OaKTepHuii orpaHnYeHa KOPOBOM Y4acThIO Te-
HOMa. AHaJIOTUYHBIM 00pa30M MOIJa MPOUCXOIUTh
U cuUMIIaTpuyecKasi OJUBEPTeHIIMs PacIIipOCTpaHEH-
HbIX B Kutae BunoB Bradyrhizobium, koTopblie He 00-

Hapy>XXUBaIOT CYIIECTBEHHOIO PACXOXIEHUS MO XO-
3SMCKOM crTeM(PUUHOCTH: OOJIBIIMHCTBO ILITAMMOB
B. japonicum v B. elkanii dopmupyeT N,-pukcupyro-
1IMe KIyOeHbKU C COeii, BUTHOI U IPYTMMU MpecTa-
BUTEISIMU CUMOMOTUYECKU HeCIelMaTu3upOBaHHOM
TpubOkEl Phaseoleae (Berrada, Fikri-Benbrahim, 2014).
Pacxoxxmenue cectpmHCKUX BUOOB Sinorhizobium me-
liloti n S. medicae Mo CTPYKType KOpPOBOI'O I'eHOMa
MPOUCXOAUJIO TIPU COXpaHEHWM OOIlero apeania, a
TakxXe creudUUHOCTU MO OTHOLIEHUIO K paCTeHU-
siM ponoB Medicago, Melilotus n Trigonella. 31 BunbI
pU300Uii pa3IMYarOTCs MO CIIOCOOHOCTU K CUMOMO3Y
JIUILIb C HEKOTOPBIMY OAHOJIETHUMU BUIAMM JIIOLIEP-
HbI, Hanpumep, ¢ Med. polymorpha (Rome et al.,
1996; Bailly et al., 2006).

Takum obGpasom, i1 pu300Mii XapaKTepHBI IBa
HaIpaBJIEeHUsI TUBEPreHTHOU 3BOJIOLUU, KOTOpPHIE
CBSI3aHbI C UBMEHEHUSIMU JIMOO0 KOPOBOIi YaCTU Te€HO-
Ma, Koaupytoleit GyHKIIMU JOMalIHEro X03giCcTBa,
JINOO ero axkieccopHoit yacTu, Kogupymolieil hyHK-
LMY cuMOuo3a. [IuBepreHiys aklieCCOpHOro reHoMa
ornpenensieTcss AU3PYNTUBHBIM OTOOPOM, KOTOPBIH
BO3HUMKAaeT MpU B3aMMOJCHCTBUM OakTepuil ¢ pas-
JIMYHBIMU PACTEHUSIMU-XO35IeBaMU U MOXET MMETh
KaK CUMITIaTpUYECKUM, TaK M ajlJIoNaTpUYeCKuii xa-
paktep (AHIpoHOB u coaBT., 2015). B pesynabTate
9TOi1 BBOJIOLIMY BOZHUKAIOT BHYTPUBUIOBbIE TAKCO-
HOMUWYECKUE €IUMHUILIbI (OMOTUIBI, CUMOWOTHIIBI),
COXpaHSIIoIIMe Majlo W3MEHEHHOU KOPOBYIO 4acTb
reHoMma. Ee nuBepreHuus Takxke BO3MOXHa, OJJHAKO
OHa He CBSI3aHa ¢ CUMOMO30M, UMEeT CUMITaTpuie-
CKMIi XapaKTep U MPOUCXOAUT B JOKATbHBIX MOTTYJISI-
LIMSIX BHE CBSI3U C XO34MCKON cHeluUYHOCTHIO.
bnaronaps aToii nuBepreHuMU B OroTumax N. galegae
U3MEHUYMBOCTh CUJIbHEE BbIpaxkeHa sl (PyHKIIMO-
HaJIbHO Pa3HOPOJHBIX 2JIEMEHTOB KOPOBOI'O TeHOMA,
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4yeM TS aKLIECCOPHBIX sym-TeHoB (Kapaces u coaBbT.,
2019).

COOTHOIIIEHNE ATHX MPOIECCOB, KOTOPHIE MOTYT
ObITH 0003HAYEHBI KAaK MaKPOIBOTIONUS (IUBEPIEHIIUS
KOPOBOIO TeHOMA) M MUKPOIBOJIIOLUS (AUBEPreHIINST
aKIIECCOPHOIO TeHOMa) OakTepHil IIPEeACTaBIISICT
Oosbioit uHTepec. OcoOOro BHMMaHMS 3aCTyXXK1Ba-
FOT BOIIPOCHI O TOM: a) MOXET JIU TUBEPTSHIIUST CUM-
OMOTMYECKNX TIE€HOB, HMHAyHUpyeMas XO3seBaMU,
paccMaTpuBaThCSI B KAYECTBE HAYaIbHOTO 3Tarla BUIO-
00pa3oBaHUsI, OIPEAC/ISIEMOIO M30JISILIME OaKTepHii,
B3aMMOICUCTBYIOIINX C Pa3IMIHBIMUA XO3S€BaMMU;
0) Kak BIUSIET KOBBOJIOLUS C pACTEHUSIMM Ha CTPYK-
Typy IIaHTeHOMOB OakTepuii? PaHee pe3koe paciim-
peHne ITaHTeHOMa OBIIO BBISIBICHO V “TICPBUYHBIX
puzoouii (Bradyrhizobium), y KOTOpbIX €ro akiiec-
COpHasl 4acTh yBeJIMUYeHa B HECKOJILKO pa3 I10 CpaB-
HEHMIO CO CBOOOMHOXUBYIIMMM aHAJIOTaMUd — -
azorpopamu Rhodopseudomonas (Oda et al., 2008;
Mornico et al., 2012; Tian et al., 2012). OCHOBHBIM
MEXaHN3MOM YBEIWYEHUS aKIIeCCOPHOIT YacTH IaH-
reHOMa pU300Uii SIBJISIETCS] TOPU3OHTAIbHBIN MTEPEHOC
Sym-TeHOB, KOTOPbIil HanboJiee aKTUBEH Y ObICTPOpac-
TYIIUX “BTOPWYHBIX” (popM Oirarogapst BHEXpOMOCOM-
HOM JIOKAJIM3allu1 3TUX F€HOB.

SAKITIOYEHHME

Pu3obun — ynoGHass Moaeb IJ1s1 CpaBHUTEJILHOTO
aHaJIM3a IIPOILECCOB MUKPOIBOJIIOINU, BUIO000Opa30-
BaHMSI U MAaKpPO3BOJIOLMHU, OCYILECTBIISIEMBIX OaKTe-
pUsSIMU B COCTaBe HaAOPraHU3MEHHBIX KOMILIEKCOB.
N3ydyeHne MoneKyJISIpHO-TEHETUYSCKUX M TTOIYJISIIIN -
OHHBIX MEXaHU3MOB 3TOI 3BOJIOLIMU IT10KA3aJIo, 4TO
OHa BKJIIOYAeT OTHOCUTEJIFHO He3aBUCUMBbIE IIPOILIEC-
ChI IMBEPIreHIINM, KOTOpAsI 3aTparuBaeT: a) comepKa-
1IME SyM-T€HbI aKIIECCOPHBIE YaCTU FTeHOMa, TIPUBOISI
K 00pa30BaHUIO Pa3IMYAIOLIMXCS 10 XO3SIHACKOM CIIe-
M(PUIHOCTH BHYTPHMBUIOBBIX TAKCOHOB — OMOTHUTIOB 1
CUMOMOTUIIOB (MUKPO3BOIIONLNS); O) coaepKallue re-
HBI “TOMAIITHETO X0351iCTBa” KOPOBbIE YACTU, IIPUBOIS
K BO3HUKHOBEHUIO HOBBIX BUAOB U HAABUIOBBIX TaK-
COHOB (MaKpO3BOJIIOLMSI).

MHTEHCUBHOCTh 3TUX MPOILECCOB OMpeNesIeTCs
BBICOKOIf MUTPAllIMOHHOM aKTMBHOCTBIO OaKTEpMIiA,
MPOSIBJIsSIEMOi1 GJ1aronapsi COBMECTHOMY C pacTeHUSsI-
MU NPOJABUXKEHNIO B HOBbIE MECTOOOUTAHMUS, & TAKXKE
JIOKQJIbHOM LUPKYJISLUU MEXIY ajJbTepHAaTUBHBIMU
HUIIIAMU B CUCTeMaXx “Xo3simH—cpena”. B oboux ciay-
Jasgx KIIIOYEBBIM (PAKTOPOM SBOITIOLUNA CUMOMOHTOB
SIBJISIETCSI MHAYLIMPYEMBbIii X03sieBaMU OTOOP, OTHAKO
€ro MOIyJISIHMOHHbIE MEXaHU3Mbl, OIpeaeIsiolIue
MaKpo- U MUKPOS3BOJIIOLUIO, Pa3INYaloTCs.

MUKpO3BOIIOLIMI PU300UI OTNpeaesieTcs Au3-
PYIITUBHBIM OTOOPOM, KOTOPBII MPOUCXOOUT TIPU UX
MUTPALY MEKAY COBMECTHO IIPOU3PACTAIOIIMU pac-
TEHUSIMU, Pa3IMYAIOIIMMUCS T10 CUMOMOTHYECKOIM
cre(UIHOCTH, M BBI3bIBACT AMBEPIEHLIMIO T'€HOB,
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KOHTPOJIMPYIOIIMX 3TOT mpoiiecc (puc. 2). BaxxHbiM pe-
3yJIbTATOM MUKPO3BOIIOLNY PU300UIA SIBJISIETCS TIOBHI-
LIeHUEe CUMOMOTUYECKON 3(P(PEeKTUBHOCTH, KOTOPOE
YacTO COIIPOBOXKIAET CYKEHUE XO3SIUMCKOM CIielu-
¢uunoctu (ITpoBopos, Bopoores, 2012).

B T0 Xe Bpemsi, MaKpO3BOIIOLMOHHbIE TPOLIECCHI
MOTYT OBITh CBSI3aHbI KaK ¢ “IpeitpoM” Te€HOB HO-
MalllHeTO XO35MCTBa, TaK U C pa3JIMYHbIMU TUIIAMU
0TOOpa, NMEMCTBYIOILIETO B JIOKAJIbHBIX ITOMYJISILUSIX U
BJIMSTIOLLIETO HA 3TU TeHbl. OTHUM U3 HUX MOXET ObITh
JIU3PYNTUBHBIIA OTOOp, CBSI3aHHBIM C agaInTanueil K
pPa3IMYHBIMU MUKPOHUIIIAM, 3aHUMAaEMbIM OaKTepusi-
MU B TeTepOreHHOI MOYBEHHOM cpefie. JpyruM TUIoM
JIOKAJIbHO IeiiCTBYIOIIETO 0TOOpa MOXET OBITh OTPU-
nateabHbI Y30, KOTOpHIN aKTUBUPYETCS TIPU Mepe-
xo/ie 0aKTepuil U3 MPUKOPHEBOU 30HBI B KITYOCHBKU
U TIOIePXKUBAET peaKre (popMbl, B TOM YHCJIe 1 00-
Jlajalolire U3MEHEHHOM opraHu3almeil rfeHoMa.

BaxxHo OTMETUTBH, YTO 3BOJIOLIMIO CUMOMOTHYEC-
CKOI1 CICTEMBI 10 CUX 0P U3ydaIy Ha IIpUMepe ITeHOB
CUTHAJILHO-PELIENTOPHOIO KOMILIEKCA, IO KOTOPHIM
OOBIYHO HAOJIIOJAIOT YETKYIO (MMIIOTCHETUYECKYIO
KOHTPY3HTHOCTH ITapTHEPOB. B TO ke BpeMs1, 3BOJIIO-
LU IIyTeld UX COBMECTHOI'O a30THO-YIJIEPOTHOIO 00-
MEHa OCTaeTCsl MaJI0 M3yYEeHHOI: HalpuMep, HESICHO,
KaK IPOMCXOOUT KOIBOIIOLUS CUMOMOHTOB 1 XO35I€B
10 TeHaM, KOHTPOJIUPYIOIIUM IIPOLiecChl (pUKCaun
N, 1 acCUMWISILIUY €€ TIPOAYKTOB. YIOOHYIO MOAEb
IJIsl aHaJiu3a 3TOM HSBOJIOLMU TIPEICTABISIIOT pU-
3001u KoznsiTHUKa (Neorhizobium galegae): nnst HUX
XapaKTEepHO pacXoxXIeHne OMOTHUIIOB orientalis n offi-
cinalis MO MPU3HAKY XO3SIMH-CIELUDUIHON HUTPO-
F€HAa3HOM AaKTUBHOCTU, KOTOPOE COIIPOBOXKIACTCS
IyOOKOI nuBepreHumein nif- u fix-renon (Kapaces u
coasrT., 2019).

IMpencraBiaeHHBIE JTaHHbBIEC TTOKA3BIBAIOT MEPCIEK-
TUBHOCTb MCITOJIb30BaHUS OaKTEpHAIbHBIX MOJIE/ICH
IUIST OLIEHKM COOTHOIIEHUSI IIPOLIECCOB MUKpPO- M
MaKpOdBOJIIOLNN, KOTOPOE OCTaeTCsl IUCKYCCUOH-
HBIM IS BBICIIMX OpraHu3MoB. Ilo MHeHUIO psiaa
aBTopoB (Maiip, 1974; Tumodeen-PecoBckuit u co-
aBT., 1977), y pacTeHUi1 U XXUBOTHBIX MAaKpO- U MUK-
POBBOJTIOLIMS — 3TO TECHO CBSI3aHHbBIE CTAIMU SIUHOTO
npoiecca, KOHTPOJIMpyeMoro orbopom. Ilo MHeHMIO
npyrux aBropoB (Filipcenko, 1927), makpo- 1 MUK-
PO3BOJIIOLIMST OMPEAESIOTCSI Pa3HBIMU MeXaHU3Ma-
MU, U pOJib OTOOpa B BOSHUKHOBEHWU HAJIBUIOBBIX
TaKCOHOB HEOUYEBUIHA.

PaccMoTpenHble B Hamieil craThe pe3yJIbTaThI
9BOJIOLIMOHHO-TEHETUUECKOIO aHajiu3a pUu3oouit
COIVIACYIOTCSI CO BTOpPOI TOYKOI1 3peHus. elicTBU-
TEJIbHO, WX MHUKPOABOJIIOLIMS OIPENEIsIeTCs ajljilo-
NaTpUYECKOM U CUMIIAaTPUUYECKOW JIUMBEPTEHLMEHA
Sym-TeHOB, KOTOpasl IIPOUCXOAUT IO/ BIUSIHUEM MU-
rpanyi ¥ TU3PYIITUBHOTO OTOOPA, BEI3BIBAEMBIX pac-
TeHusIMU. CUMITaTpUYecKasl TUBEPreHILMsI XapaKTep-
Ha 1 JIs1 KOPOBBIX YacTeil OaKTeprUalbHOIO reHOMa,
KOTOpBIE TOpa3mo OoJjiee KOHCEPBATWBHBI, YeEM aK-
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IeCCOpHEBIE YACTH, 1, BO3MOXXHO, DBOIOIIMOHUPYIOT
oJ neiicTBrueM (paKTOpOB HECMMOUOTHUYECKOI TIPUPO-
IIbI, HaIIpUMeEp, JIOKAJIbHBIX 3Ma(UYECKUX CTPECCOB.
Kpome Toro, BOSHNKHOBEHHE Y PU300MIA HAIBUIOBBIX
TaKCOHOB (MaKpO3BOJIIOLIMS) SIBJISIETCS Pe3yJIbTaTOM
MX COBMECTHOII ¢ XO3sieBaMM MUIpPallMi B HOBBIC
’KoJoTudeckre 30HBI. OHa aKTHUBUpPYET ITEPEHOC
Sym-T€HOB 13 WHTPOAYLMPOBAHHBIX PU300UIi-T0-
HOPOB B MECTHEIE, B TOM YHCJIE ¥ B HEPOJICTBCHHbBIC
IOHOpaM OakTepHnM, a TaKxKe OTOOp, KOTOPBIN 3a-
KpeTuIsieT B TOMYJISIIMSIX BHOBb BO3HUKIIINX PEKOM -
OMHAHTOB.

HanbHeiiee pa3BuTre 3BOJIOLIMOHHONW TeHETUKU
cuMO1o3a OyeT B 3HAUUTEJILHOI CTEIIEHN CBSI3aHO C
CO3IaHMEM MOJEJIeii Ha OCHOBE PEIUKTOBBIX 0000-
BBIX, aHAJIM3 KOTOPBIX MMO3BOJISIET 1aTh CPABHUTEb-
HYIO XapaKTEepUCTUKY ITPOTPECCUBHOM 1 aJaliTUBHOM
9BOJIIOIUN CUMOMOTUYECKUX KOMILJIEKCOB. ¥ MHO-
TMX U3 3TUX OOOOBBIX BBISIBJICHBI aHIIECTpaJbHbIE
YepThl OpraHu3aly KIyOSHLKOB, BKIIIOYAsi HPUMU-
TUBHBIE MYyJIbTHOAKTEpUAIbHbIE CHMOMOCOMBI, B KOTO-
PbIX 0aKTEPOUIbl XapaKTepU3yIOTCS HU3KUM YPOBHEM
CTPYKTYpHO-(YHKIIMOHAILHOI  muddepeHIIMPOBKU.
Takue cumObmocoMbl xapakTepHbl 1 Vavilovia for-
mosa — BUAAa pacTeHUI, OJIU3KOro K O0IIeMYy TIPeaKy
TpuObI Fabeae, Torma Kak y apyrux mpeacraBUTeNei
aToit TpuOHkI (Pisum, Vicia) BbISIBICHBI CIIEIIUAIN3UPO-
BaHHbIE MOHOOAKTEpUATbHbIE CUMOMOCOMBI C TITyOOKO
mnddepeHpoBaHHbIMU OakTepouaamu (Llpiranosa
u coaBrT., 2018). MHTEpecHO OTMETUTD, UTO y IITAM-
MOB R. leguminosarum bv. viciae, BbIIEJICHHBIX U3
V. formosa, HaiineH reH fixW, KOogupyOIINii pa3phiB
IVMCYTbOUIHBIX cBI3eit. OHM XapaKTepHBI IJIs Oora-
TeIX HucTenHOM NCR-0e1KOB, onpeaeIsiomux Iiy-
00Ky10 muddepeHINPOBKY OAKTEPOUIOB, XapaKTep-
HYyI0 I ITaMMoB u3 Pisum n Vicia, y KOTOPBIX 3TOT
r'eH OTCYTCTBYET. ¥ CUMOMOHTOB BaBUJIOBUU BBISIBJIC-
HbI U Jpyrue 4epThl IPUMUTUBHON OpraHu3aluyu —
KPYHHBIM pa3Mep BHEXPOMOCOMHOIO CUMOMOTHYE-
CKOTO KJacTepa, T1U00 ero pasaejacHue MexXIy AByMsl
mIasMugaMy, a TakkKe NPUCYTCTBHE TIeHa nodX,
OMpPEIEIISIIONIETO MINPOKYIO XO3SMCKYIO CIelpuy-
HOCTb — aHLIECTPaIbHBIN NMpu3HaK pu3zoouii (Hupak
U coaBT., 2016).

He meHee 3HauMMO IS 3BOJIIOLIMM CUMOMO3a
MpencTaBisieTcsl OpraHu3alusi MUKPOOHBIX CO00-
IIECTB, OOMTAIOIIMX B PEJIMKTOBBIX 0000BBIX. Harpu-
Mep, B KiyoeHbkax Vavilovia Hapsiny ¢ TUNIMYHBIMU
111 Tprobl Fabeae cumomonTamu R. leguminosarum bv.
viciae BISIBIISIIOTCS Bosea n Tardiphaga, KOTOpbIE OT-
HocsTCsl K ceM. Bradyrhizobiaceae, BKIIO4alOIIEMy
HauOoJsiee ApPEeBHUE MEJIEHHO pacTyllue pu3o0uu
(Safronova et al., 2014, 2015). DTy mTaMMBbI HE UMe-
0T TOJIHOTO Habopa sym-TeHOB, ofHako y Tardiphaga
HalimeHa Turm4yHas Wit R. leguminosarum bv. viciae
cucrteMa cuHTe3a umToxpoMokcumasbel FixNOQP,
CMOCOOHOM (PYHKIITMOHUPOBATH B MUKPOA3pODUIb-
HBIX YCJIOBUSIX KIIyOeHbKa, Oy1arogapsi Ype3BblyaiiHO
BbICOKOMY cpoacTBY K O, (Komnatpe u coasr., 2017).

BBIHBJICHI/IC HO,Z[OGHHX IITaMMOB ITO3BOJIACT PEKOH-
CTPYUPOBATh IPOLIECCHI COOPKU CUCTEM Sym-TE€HOB,
HpOI/ICXO,[[HLLIeﬁ Ha OCHOBE BHYTPUIC€HOMHBLIX IIEPEC-
CTPOCK, a TAKXKC IIE€PpEHOCAa I'€CHOB B MI/IK])06HBIX CO-
oOI1IecTBax.

K gnciy akTyajbHBIX, HO TI0Ka €Ie MaJIo U3yYeH-
HBIX BOITPOCOB 3BOJIIOLIMOHHOM T€HETUKU PU300UIA
OTHOCHUTCS aHaJIM3 IMHAMUKU UX MMaHreHOMOB. [1o-
Ka3aHo, YTO y “IepBUYHBIX’ pusoowuii (Bradyrhizobi-
um) MAHTE€HOM CYIIIECTBEHHO YBEJIUYEH IO CpaBHE-
HUIO C BEPOSITHBIMU mpeakamu (Rhodopseudomonas)
B OCHOBHOM 3a CUET pacCIIMPEeHMS aKIIeCCOPHBIX Ya-
creit (Oda et al., 2008; Mornico et al., 2012; Tian
et al., 2012). ¥ “BropuuHbIX” pu3zoduii (Rhizobiaceae)
IIPONCXOIUT HE TOJILKO IIPHUOOpEeTeHNE HOBBIX TCHOB,
HO U yTpaTa HeraTUBHBIX PEryJisiTOpoB CUMOMO03a, B
CBSI3U C YEM JIOJISI aKLIECCOPHOM YacTu B MaHTeHOME
MOXKET ele 0oJiee BO3pacTaTb. DTOMY CIIOCOOCTBYET
M aKTHUBHO AEHCTBYIONIMI Ha PU300MU ITU3PYNTUB-
HbIIl OTOOP: pacxoxieHue OUOTUIIOB R. leguminosa-
rum i N. galegae mo cnennpUIHOCTU K Pa3HBIM
X03sIeBaM MOXKET yBEJIMYMBATh YMCJIO I'€HOB, KOIM-
DPYIOIIMX 3TOT MPU3HAaK.

PekoHCTpyKliMsl opraHejjloreHe3a MMeeT He
TOJIBKO (DYHIaMEHTaAJIbHOE, HO U BaKHOE TMPUKIIAI-
HOe 3HauYeHue. BrIsgBiIeHE MEXaHU3MOB IIepexoaa OT
aHIIECTPaJIbHBIX K 3BOJIOLIMOHHO IIPOJABUHYTHIM
dopmMaM cuMb103a MOXET pacCcMaTPUBATHCS KaK MO-
JIenb 1 pa3pabOTKA METONOB “CHMMOMOTHYECKOM
WHKEHEepUH” , KOTopasl yKe JIeJJaeT CBOU IepBhI¢ 1a-
ru (ITpoBopoB, OHuiyk, 2018) 1, HECOMHEHHO, TTO-
JIYYUT aKTMBHOE pa3BUTHE B OJVKaAMIIIEM OyIyIleM.

OUHAHCHUPOBAHUE PABOTHI
Pa6orta monnepskana rpantom PH® Ne 19-16-00081.

COBJIIIOAEHUE OTUYECKMNX CTAHIAPTOB

Hacrosiast cratbst He COOEPKUT pe3yJIbTaTOB HUCCIIe-
JIIOBaHMW, B KOTOPBIX B KaUyeCTBe OOBEKTOB MCIIOJIb30Ba-
JINCH JIIOIU WIN XKUBOTHBIE.
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Abstract—Compared to free-living relatives, bacterial symbionts of plants exhibit higher rates of population
diversification (microevolution), as well as of speciation and formation of super-species taxa (macroevolu-
tion). Analysis of rhizobia, the N,-fixing symbionts of leguminous plants, suggests that both evolutionary
modes are determined by the hosts, which have mutagenic and recombinogenic effects on their microsymbi-
onts, apart from activating the selective processes that determine the fate of newly emerged genotypes in their
populations. Migration induced by leguminous plants plays a key role in the evolution of rhizobia, including:
(1) joint propagation of the symbionts and their hosts into new ecological zones and (2) local circulation of
the symbionts in plant—soil systems. In the first case, allopatric speciation occurs in rhizobia due to transfer
of the symbiotically specialized (sym) genes from the introduced strains into local bacteria, which are trans-
formed into novel symbionts. In the second case, a sympatric divergence of rhizobium populations occurs,
resulting in formation of intraspecies taxa (biovars and symbiovars) contrasting in their host ranges. In the
evolutionarily advanced rhizobia, Rhizobium leguminosarum and Neorhizobium galegae interacting with gale-
goid legumes (tribes Fabeae, Galegae, and Trifolieae), these processes are associated with diversification of
the sym genes representing the accessory genome parts due to the interaction between bacteria and the hosts
differing in their symbiotic affinities. In parallel, formation of new cryptic (genomic) species was revealed in
local rhizobia populations, which is associated with divergence of the core genome parts. It may be caused
either by genetic drift or by selection for resistance against local edaphic stresses, which in combination with
disruptive selection can sufficiently enhance the rhizobia diversity and change the structures of their pange-
nomes.

Keywords: root nodule bacteria (rhizobia), leguminous plants, symbiotic N, fixation, evolution of symbiosis,
allopatric and sympatric speciation, core and accessory parts of the genome, pangenome, migration, natural
selection, horizontal gene transfer, macro- and micro-evolution
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