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OmHUM M3 OCHOBHBIX (DAKTOPOB 3BOIIOLUM OaKTepHii, COMMPOBOXIAEMON IITyOOKMMU U3MEHEHUSIMU X TEHETH -
YecKOol OpraHu3alvu, SIBJIsseTcsl 00pa3oBaHKEe CUMOMO30B ¢ 3yKapuotaMu. OHU MPeaoCTaBISIIOT OaKTepUsiM
9KOJIOTUYECKME HUIIIN, HAXOASICh B KOTOPBIX CHMOMOHTHI BHITIOJHSIOT TTOJIE3HBIE IJIST X035IeB TporuIecKue
WIM 3alIMTHBIE QyHKIMU. [IprodpeTeHre cCrnocoOHOCTH K CUMOMO3Y CBSI3aHO ¢ (DOPMUPOBAHMEM Y OaKTepuUii
CUCTEM CIELUATM3UPOBAHHBIX TEHOB (Sym), KOTOPOE OOBIYHO COIMPOBOXKIAETCS U3MEHEHUEM O0IIIeii opra-
HU3aIM TeHoMa. Y KIIyOeHBKOBEIX OaKTepuil (pru300uii) — a30TPUKCUPYIONINX CUMOMOHTOB O00OBBIX pac-
TeHMIi, OOJBIIMHCTBO U3 KOTOPBIX OTHOCUTCS K Qi-IIpOTeo0akTepusiM Topsiaka Hyphomicrobiales, xapakTep
CUMOMOTeHHBIX U3MEHEHU I TeHOMa 3aBUCHUT OT TAKCOHOMUYECKOTO TTOJIOXEHUs. Y 3BOJTIOLIMOHHO MepBUY-
HBIX pU300uii ceM. Bradyrhizobiaceae, BO3HUKIINX U3 CBOOOTHOXUBYIINX N,-(DHUKCATOPOB MyTeM Ipeodpaso-
BaHUs UX COOCTBEHHBIX TEHOMOB, IIepeXxo] K CMUMOMO03y COIIPOBOXKAAJICS CYIIeCTBEeHHBIM (B 1.5—2 pa3a) yBe-
JIMYEHUEM FeHOMa, OJTHAKO OH COXPAaHWJI YHUTAPHYIO CTPYKTYPY: Y OOJIBIIMHCTBA 1ITaMMOB Bradyrhizobium
6osee 95% TeHOB HAXOOUTCS B XpOMOcOMe. Y BTOPUYHBIX pu3obuii ceM. Phyllobacteriaceae (Mesorhizobium,
Phyllobacterium), BOBHUKILIMX ITyTeM IIepeHoca Sym-TeHOB B IIOYBEHHbIE OaKTepUH, BLISBISIIOTCS pa3indHbIe
cTaguy 006pa3oBaHUsI MHOTOKOMITOHEHTHBIX TEHOMOB, COepKallluX 3HAYMTEIbHYIO YaCThb TEHOB B COCTaBe
BHEXPOMOCOMHEIX 25ieMeHTOB (BX3D) — mmasmun 1 xpomua. Hamnbosee xapakTepHa Takasi TcHOMHAsI CTPYK-
Typa st 6akTepuii ceM. Rhizobiaceae (Rhizobium, Sinorhizobium, Neorhizobium), y KOTOPBIX CYMMAapHBIiA pa3-
mep BXD, comepxaliux sym-reHbl, MOXET IPEBBIIIATh pa3Mep XpOMOCOMBI. Y 3TUX pU300Uii IpU mepexoe
W3 TPOITUKOB B YMEPEHHBIE IITUPOTHI IIPOUCXOIUIIO CY;KEHHE XO3SICKOM CrieIM(UIHOCTH, OJHAKO U3MEHe-
HU€ CTPYKTYPhI FeHOMa HaOII00aIu TOJIbKO Y Sinorhizobium: obmuii pazmep BXD y atux 6akTepuii 1ocTUraer
51% reHoma. YcIoxXHeHUEe TeHOMa XapaKTePHO U I pU30CchepHBIX a30TrKcaTopoB Azospirillum: noas BXD
B UX reHoMax gocturaet 60%. @opMupyemble pu300MIMU HeOOpaTUMO nTruddepeHIIMPOBaHHbIC KIIETOUHBIE
(bopMbI — GakTEepOUIbI, BXOASIINE B COCTAB CUMOMOCOM, MOTYT PACCMaTPUBATLCSl KaK MpPeIIIeCTBEHHUKU
a30T(UKCUPYIOIIUX OPraHeJI, KOTOPbIE BHISIBJIEHBI Y HEKOTOPBIX ITPOCTEUIINX U KOHCTPYMPOBAHUE KOTOPBIX
MpeCTaBIIsIeT CO0OI MepCIIeKTUBHOE HaIlpaBIeHNE KJIIETOUHOM MHXKEHEPUY PaCcTCHUA.

Kmouesble coBa: Ki1yOeHbKOBBIE OakTepuH (pu3odun), dukcauus N,, 3BoOLUS CUMOMO03a, YHUTApHBIE
¥ MHOTOKOMITOHEHTHbBI€ TEHOMBI, TJIa3MUIbI U XPOMUbI, FTOPU3OHTATbHBIN MEPEHOC TEHOB, OAKTEPOUIbI
1 CUMOMOCOMBI, KJIETOUHBIE OpraHesulbl, co3aaHue N,-(UKCUPYIOLIUX PaCTeHUIA
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BBEAEHUE

W3yueHre 6aKkTepragbHBIX TECHOMOB, KOTOPOE Ha-
yaynoch 6ojiee 30 net Hasan (Koonin, Wolf, 2008),
HEeO0OXOAMMO MJISI BBISICHEHUSI TeHETUYECKUX OCHOB
pa3HOO0Opa3us MPOKApPUOT, a TAKXKe JJIST PACKPBITUS
MEXaHU3MOB UX IIPOTPECCUBHOMN U aNallTUBHOM 3BO-
mouun (Bobay, Ochman, 2017). DTa 3BomoLus 6a3u-
pyeTcs Ha IIpoieccax IIPUOOPEeTeHUS U YTPaThl TEHOB,
COOTHOIIIEHNE KOTOPHIX OTPAaHUUYEHO pa3MepaMu TeHO-
MOB CBOOOJHOXKMBYIIMX OaKTEpUil, BAPbUPYIOIIUMU OT

1.3 MJIH. T1.H. y MOpPCKOI1 a-1nipoTeodakTepuu Pelagibac-
ter ubique (Giovannoni et al., 2005) mo 13 MJH. I.H.
y MMOYBEHHOM O-TipoTeobakTepuu Sorangium cellulosum
(Schneiker et al., 2007).

M3yyeHne 3BoOJIIOIUM OaKTepuil CBSI3aHO C aHa-
JIN30M CBSI3W MEXIY WX aZalTHBHOMN CTpaTeruei
1 GYHKIIMOHAIBHBIM COCTABOM T€HOMOB, KOTOPBIH
AKTUBHO MPOBOAUTCS IS MATOTeHHBIX OaKTEPUiA, IO~
3BOJISS M3y4YaTh PacpOCTpaHeHWEe TeHOB BUPYJICHTHO-
CTU M MEXaHM3Mbl BO3HUKHOBEHUS 00JIE3HETBOPHBIX
dopm (Hacker, Kaper, 2000). ITonpo6Hoe n3yyeHue
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TEHOMHOI OpraHu3aluy MPOBEICHO ISl OOJIUTaTHBIX
CUMOMOHTOB HACEKOMBIX, UMEIOIINX TITyOOKO pemy-
LIMPpOBaHHBIE TEHOMBI, KOTOPbIE COXPAHUJIM JIUIIb
10—20% mnpenkosBrix reHos (Whittle et al., 2021).
WX penyKuuio CBS3BIBAIOT C OTKA30M CUMOMOHTOB
OT QYHKIIMIT aBTOHOMHOTO CYIIIECTBOBAaHMS, a TAKXKe
C TEHeTUYECKUM JpeitpoM, KOTOPHI 0OYCIOBIEH pe-
TYJASIPHBIM TPOXOXICHNEM MUKPOOHOM TTOMYJISIINN
yepes “OyThIIIOYHOE TOPIBIIIKO” BEepTUKAITBLHON Tepe-
npauyu (Naito, Pawlowska, 2016). Eiie 6omee riryookoi
penyKIei XxapaKTepHu3yloTCs KJIETOYHBIE OpTaHeUTHI,
KOTOpBbI€ 001a1a10T pyAUMEHTapHBIMU TeHOMaMMU (Co-
xpaHsieTcst 1—5% TIpeIKOBBIX TEHOB), a MHOTA TTOJTHO-
cthio ux quieHsl (Daley, Whelan, 2005).

JaHHbIE O BIMSHUU HAa TEHOMHYIO OpPTaHU3aINIO0
OakTepuil paKyJIbTaTUBHOTO CUMOKMO3a OTpaHUYEHBI.
IToka3zaHo, 4TO IIpu ero 00pa30BaHMUM T€HOMEI OaKTe-
pUil MOTYT KaK yBEJIWYMBATHCS, TAK U YMEHBIIATHCS
B 3aBUCUMOCTHU OT UX TAKCOHOMMYECKOTO TTOJIOXKECHMS
¥ OT MeXaHW3Ma B3aMOACCTBUS TapTHEPOB. Y MHO-
rux 0aKTepuil mpu Iepexoae K CMMOMO03y COXPaHSIIOTCS
XapakTepHbIe [IJI1 CBOOOTHOXUBYIINX (POPM YHUTAP-
HbIe TeHOMBI “KoJnitHOro” Tuma (cBbilie 95% reHoB
HaxoJIMUTCS B XpOMOCOME), OAHAKO Y HEKOTOPhIX OaK-
TepUii TEHOMBI TTIPUOOPETAIOT MHOTOKOMITOHEHTHYIO
dopmy (MacLean et al., 2007).

Haubonee paspaboTaHHON MOIEJIbIO 3BOJTIOLIMOH -
HOI TeHOMUKHU (haKyJbTaTUBHBIX CUMOMOHTOB SIBJISI-
IOTCS KIIyOeHBbKOBEIE OakTepuu (pu300MM) — IIOJIH-
(uireTnyHbIe M0 TporcxoxaeHNI0 N,-buKcupyonme
CUMOMOHTHI 000OBBIX PACTEHUI, BKIIOYAIOIINAE PSII
npencraBuTeliein a-nporeodbakTtepuii (10—12 ce-
MEMCTB, BXOASIIUX B nopsanok Hyphomicrobiales
unu Rhizobiales) n HeKoTopble B-MpoTeobaKTepUn
(ceM. Burkholderiaceae) (Berrada, Fikri-Benbrahim,
2014). ITokazaHo, 4TO y p1u300Uii B XOJ1€ KOIBOJIIO-
LIMU C PAaCTEHUSIMU BO3ZHUKAIOT CUCTEMbI CUMOMOTH -
YeCcKM CTEeINaTu3nPOBAHHBIX (sym) TeHOB, KOTOPBIE
00BIYHO 000CO0JIEHBI OT TEHOB IOMAIIHETO X035~
CTBa U BBISBJSIIOTCS B COCTaBe IJIa3MUI, XPOMUI
I XPOMOCOMHEBIX OCTPOBOB. [IpH 3TOM Sym-TeHBI
MpUOOPETAIOT BHICOKYIO0 MOOMJILHOCTD 1 JIETKO Mepe-
MEIIAIOTCS B pa3IMyHble MOYBEHHbIE OAKTEpPUM, UTO
MIPUBOINT K BOSHUKHOBEHUIO HOBBIX CUMOWOHTOB
pacteHuii. OMHAKO MOJIEKYJISIPHBIE U 9KOJOTMYEeCKH1e
MEXaHU3MBbI, OTIpeeIsIIolINe TeHOMHYIO 3BOJIOLMIO
pHu300Mit, OCTAIOTCS MAJIOM3YICHHBIMH.

B cBs131 ¢ 3TUM 1IeabIO0 Halllel paOOTHI cTajl aHa-
JIN3 BOMPOCOB O TOM: 1) Kak mpuodpeTeHue Crocoo-
HocTH K N,-(pukcupymoiemMy CMMOO3y C pacTeHUS-
MU BJIMSIET HA CTPYKTYpPY T€HOMAa B Pa3HBIX IpyIax
Q-TIpoTeo0aKTepuii; 2) KAKOBbI MOJEKYISIPHBIE Me-
XaHU3MBI 1 9KOJOTUUeCKHe (PAaKTOPhl CUMOMOTEH-
HOM 3BOJIIOIIUY MX TEHOMOB; 3) KaK UX OpraHu3anus
CBsI3aHa C MpolieccaMy BUA00OOPa30BaHUS U C U3Me-
HEHUAMH CUMOMOTHYECKUX TTPU3HAKOB OaKTepuit —
xo3siickoil cnennduyHocTH U N,-bUuKcupyouein
AKTUBHOCTHU.

IMTPOBOPOB, AHIPOHOB

OPTAHU3ALIUA TEHOMA

s pu3o0Mii xapakTepHbI IBa HaIlpaBJIEHUST BO-
JIILIMY TeHOMa: YBeJIMYeHHe ero pasMepa U repexosn
K MHOTOKOMITIOHEHTHOH cTpyKType. IlepBoe HaIpas-
JICHUE peaJin3yeTcs TJIaBHBIM 00pa3oM Y TTepBUYHBIX
pu300uil, BOSHUKIIUX U3 CBOOOAHOXUBYIIUX N,-
(buKcaTopoB IMyTeM BHYTPUTECHOMHBIX IEPECTPOEK,
KOTOpBIE TIPUBEIU K GOPMUPOBAHUIO CUCTEMBI Symi-
reHoB. OHa BKJIoYaeT reHsl N,-dukcaunu (nif/fix)
1 00pa3oBaHUs KIIyOEHBKOB (n0d), TIpeacTaBiisis coOoit
pacminpeHre 6a30BOTro reHoMa 3a cueT (popMHUpoBa-
HUsI HOBOTO TeHHOro (hyHKIIMoHana. Bropoe HampaB-
JIEHVE SBOJTIOLINY SIBJISIETCS KaUeCTBEHHBIM Pa3BUTHEM
TIEPBOTO HaMpaBJIeHUS U 3aKI04aeTcsl B 000CO0IeHUN
U MOBBIIIEHUN MOOUJIBHOCTU CUMOUOTHUYECKON CU-
CTEeMBI, KOTOpOE OBIIO pea30BaHO ITPY BOBHIKHOBE-
HUUY BTOPUYHBIX pU300UI ITyTeM MepeHoca Sym-TeHOB
B pa3jiMyHbIe MOUYBEHHBIE U ACCOLMMPOBAHHBIC C pac-
teHusIMu OakTepuu (Provorov et al., 2022).

ITokazaHo, 4YTO B XO/ie BOJIOLMU MEPBUYHBIX PU-
300uii poga Bradyrhizobium ux reHOMbI YBEIUYUIUCH
B 1.5—2 pasa 1mo cpaBHEHUIO C IPEIKOBBIMH (hopMa-
mu (Rhodopseudomonas). I1pu 3TOM IIPOU3OILIO €111
0osee 3HauuTeNbHOE (B 3—4 pasa) yBeJIuMdyeHue MaH-
TreHOMa, B TIEPBYIO OUepenb ero aKIleCCOPHOI YacTH,
OIpeaeIsIoNIeil 9KOJIOrnYeCcKyIo IIaCTUYHOCTh OaK-
tepuii (Oda et al., 2008; Mornico et al., 2012; Tian
et al., 2012). B pesynbraTe 3TOro OakTepuu poaa
Bradyrhizobium copMupoBanu Hauboaee KpyIHble
cpeau BceX pu300u1il TeHOMBI, pa3Mephbl KOTOPBIX 10-
crurarotT 11.7 MITH. I.H. (B cpeaHeM 8.6 MJIH. II.H.).
HexoTopple mTaMMbl Opagupu300Uii comepKaT KpUII-
TUYECKUE TUIa3MUIbI, OJHAKO OHU OTHOCUTEJIbHO He-
Beauku (mo 300 T..H.) 1 OOBIYHO COCTABJISIOT JIUIIb
2—3% reHOMa, COXPAHSIOLIEr0 TUITUYHYIO IJIs TIpe-
KOB yHUTapHYy10 ¢opmy (Ormefio-Orrillo, Martinez-
Romero, 2019).

OnHako yXxe y IepBUYHbIX pU3001ii MOXKHO IIpOCIIe-
JIUTh HayaJIbHbIE 3TAIbI ITepexoJa K MHOTOKOMITOHEHT-
HOU CTPYKTYpe TEHOMa, COCTOSIIIIETO M3 IBYX W O0JIee
COITOCTaBMMBIX 10 pa3Mepy peruinkoHoB (Hernandez-
Oaxaca et al., 2022). Tak, ripu u3ydyeHun 9 mMIraMMoB
Bradyrhizobium, BeiIeIeHHBIX N3 KIIyOeHBKOB TPOIIM -
yecKux 000OBBIX pacTeHU, y 2 IITAMMOB, 1JISI KOTO-
PBIX XapaKTepHbI HAUOOJIbIIIE Pa3MePbl XPOMOCOMBbI
(9882—10272 T.11.H.), OBUTH BHISIBJICHBI KPYITHOMOJIEKY -
JIIpHBIE TIa3Muabl. [10CKOIBKY Y 9TUX IITAMMOB, Kak
W'y OOJBIIIMHCTBA Opaaupu300Uii, Sym-TeHbl HAXOMSITCS
B XpOMOCOMaX, MOXHO TTPEIITOJIOXKHTh, YTO HETTOCPEI-
CTBEHHOI NMPUUYMHOI 00pa30BaHNSI MHOTOKOMITOHEHT-
HOTO reHOMa SIBJISIETCSl YBEJIMUEHUE €r0 pa3Mepa.

K HacTostimeMy BpeMeHH! OnvcaH JIUIITh OIMH IITaMM
Bradyrhizobium (DOAY), njst KoToporo xapakrepHa
BHEXpPOMOCOMHasI Jlokanusaius sym-reHoB (Wongdee
et al., 2018). Sym-nna3sMmma 3TOro mramMma, BhIIEICH-
HOro u3 6000BOro pacteHust Aeschynomene americana,
nMeeT pasmep 736 T.0.H. (9.4% reHOMAa) U CONEPKUT

MUKPOBUOJIOTHUA tomM93 Ne6 2024



TEHOMHAS DBOJIOLIUS A-TTIPOTEOBAKTEPUI B CUCTEME CUMBUO3A

TeHbl, KOHTPOJIMpYIolIue o0pa3oBaHUEe KIyOSHbKOB
(nod), N,-dukcaumio (nif, fix), a TAaKXKe CUCTEMY CEKpe-
uu 3-ro TUIla. DTa IU1a3Muia XxapakTepusyeTcs: 00-
Jiee HU3KuM coaepxanuem I'Ll-nap (60.1%), yeM xpo-
MocoMa (64.4%). BaxkxHo OTMETUTH, YTO B XpOMOCOME
mwramMa DOAY BbisiBIeHBI 2 HECLIETJIEHHBIX JIOKYCa,
ONIUH U3 KOTOPBIX COAEPXKUT Aif- U fix-TeHBI, a APYTroi
fix-rennl. [lo-BumuMomy, Sym-11a3Muma 3TOTO IMITaM-
Ma BO3HMKJIA IyTeM AYIUIMKAIU# CUMOUOTHUYECKU
CIeMaJU3UPOBAHHBIX YUACTKOB XPOMOCOMBI. AHAJIU3
TEHOMOB Pa3IUYHBIX IITaAMMOB Bradyrhizobium 1oxa-
3aj1, 4To DOA9 MoxXeT cuuTaThes IepexoaHoi hopMoit
oT oToTpOodOB, MUILIEHHBIX HOd-TE€HOB, K T€TePOTPO-
¢am, kotoprlie 3t reHsl nMmeroT (Okazaki et al., 2015).

CpaBHUTEIbHOE U3YyYe€HUE BTOPUYHBIX PU300UIA
ceM. Phyllobacteriaceae (Mesorhizobium, Phyllobacte-
rium) TI03BOJIUJIO OXapaKTepH30BaTh ITOCIEIOBATEIb-
Hble 3Tanbl ux 3Bojonuu (Wang et al., 2014): a) npu-
obpeTeHUe OOIIMM MPEeaKOM IaHHOTO CeMelcTBa
KJacTepa sym-reHoB, KOTOPHIN chopMHUpPOBAIl XpO-
MOCOMHBIH ocTpoB (XO); 6) nuBepcudUKaINIO 3TOTO
XO, koTopas NpuBeJia K BOSHUKHOBEHUIO IIIMPOKOTO
CIIEKTpa CUMOMOHTOB, PA3IMIAIOIITNXCS TT0 XO3SMCKOM
CrIeMMUIHOCTH; B) BBISIBICHHOE Y HEKOTOPBIX BUIOB
Mesorhizobium npeo6pazoBanue XO B Sym-1ia3mMuy.
IIIupokoe BapbrpoOBaHNE ME30PU300UI1 IO XO3SANCKOM
crieqM(PUIHOCTU MOXKET OBITh CBSI3aHO C IMBEPCU-
(bukarmeit reHOB, KOHTPOJIUPYIOIIUX Pa3BUTHUE KITy-
OCHBKOB, a TaKXKe 00pa30BaHME CUCTEM ceKpeunu 3, 4
¥ 6 TUIIOB. Y MMUPOKO CENUPUUHBIX IITAMMOB 3THUX
OakTepuii curHaibHble Nod-(haKTopbl, KOTUpyeMblIe
nod-reHamMu, UMeJTd OTHOCUTEIIBHO TTPOCTYIO CTPYKTY-
Py, KOTOpash yCIOXKHsIIach IO Mepe CUMOMOTHYECKOM
cnenmanu3auuu pusoouii (Laranjo et al., 2014).

MHOTrOKOMIIOHEHTHAsI TEHOMHAsT CTPYKTypa, CBSI-
3aHHas ¢ Haanuruem BXD, conmocTaBUMBIX IO pa3Mepy
C XpOMOCOMOI1, HanboJiee XxapaKTepHa JJIsl BTOPUYHBIX
pu3obuii cemeiictBa Rhizobiaceae (Ormeiio-Orrillo
et al., 2015; Kuzmanovi¢ et al., 2022): y Hux mera-
TUIa3MUIBl M1 XPOMUBI, B COCTaB KOTOPBIX BXOIST Sym-
TeHBI, MOTYT COCTaBIISITh OOJiee IMOJOBUHBI TeHOMA.
DBOoJIIOLIMS 3TOrO TeHOMa U3y4eHa y poloB Rhizobium
u Sinorhiobium (Ensifer), KoTopble BKIIOUAIOT aHIIE-
CTpaJIbHBIE TPOIMIECKIE BUALI M BOSHUKIIINE U3 HUX
BUIbl YMEPEHHBIX IIMPOT (Tad. 1).

Haubonee rnybokue n3aMeHeHUsI TEHOMOB, MPO-
WCXONSIINE TPH Tepexome O6aKTepuid U3 TPOIH-
KOB B yMEpeHHbIe IIUPOTHI, BHISIBIEHBI B poie
Sinorhizobium. OH BKJOYaeT CUMOUOTUYECKU aK-
TUBHBIC BUIBI, 00JIamaiomye J100 MUPOKOH X035~
CKOM crieliM(pUIHOCTHIO — CITOCOOHOCTBIO (OPMUPO-
BaTh N,-ukcupyomnue KI1yoeHbKH Y MPeICTaBUTE-
JIe pa3HBIX MOJACEMEMCTB OO0OBBIX (TPONUYECKIUE
BUJBI, U3 KOTOPBIX HauboJiee uzydeH S. fredii), 1ubdo
y3KO creu(GpUUHOCTbIO (BUABl YMEPEHHBIX IIIU-
pot S. meliloti n S. medicae — N,-bukcupyonine
CUMOMOHTHI JIOLEPHBI, JOHHUKA U IMaXXMTHUKA),
a TakXe CBOOOJHOXMBYIIIME BUIbI — BO3MOXHBIE
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MpenliecTBeHHUKU cuMOnoTuueckux BuaoB (Fagorzi
et al., 2020). Ha npumepe 3TOro poma ObUIO ITOKa3a-
HO, YTO PEIJIUKOHBI, BXOMSIINE B COCTAB MHOTOKOM-
MMOHEHTHBIX TEHOMOB PU300Mii, UMEIOT pa3HbIe MeXa-
HU3MHBI 3Bomonny. Tak, rpu aHanm3e 190 mraMMoB
S. meliloti, BbineaeHHBIX U3 KIIyOeHbKOB Medicago trun-
catula B paznuuHbIx peruoHax KOxHoii EBporibl, BbI-
SIBJIEHO CXOACTBO (prmoreHuit xpomua M1 (comepkut
nod-, nif- u fix-reHbl) 1 M2 (COIepXUT BaXKHbIE IJIsI
cuMOMO03a TeHbl, YYaCTBYIOIIME B CUHTE3€ K300~
caxapuaoB U B YCBOEHUH YIJIEBOIOB), KOTOPBIC OTJIM-
qaloTcs oT ¢puioreHuu xpomocoMsl (Riley et al., 2022).
[1pu 3TOM 3BOJIIOLMSI XPOMOCOMBI 1 M2 ompeaensieTcs
[JIABHBIM 00pa3oM ITepecTpoiiKaMy COOCTBEHHEBIX Te-
HOMOB, a 3BoJiIolsI M1 1 KpUTITUYECKUX TIJTa3MUI, —
IMyTeM TOpHU30HTaJIbHOTO TTepeHoca reHoB (I'TIT).

Bonbmoit maTEpeC s M3YYEHUST DBOJIOIHNU
Sinorhizobium mpencTaBiSIOT TepexoAHble (POPMBI,
K YMCJIY KOTOpPBIX oTHOcuTcs mtamMm T173T, Boime-
JIEHHBII U3 KIIyOeHbKOB NOHHMKA B KaHame m 0am3-
KMiA K acuMOuoTuueckomy Buny S. adhaerens (Brom-
field et al., 2023). BToT mITaMM O0Opa3zyeT HOpMalbHbIE
M0 CTPYKTYpe, HO He (pukcupyromune N, KITyOeHbKU
y JIIOIIEPHBI U TOHHMKA. ET0 TEeHOM COCTOUT M3 KOJb-
eBoit xpomocoMbl (4051 T.11.H.) u AByx xpomun (1914
u 947 T.1.H.), KOTOpbIE, KaK U XpOMOCOMAa, HECYT TE€HbI
pPHK. B oTinuue ot apyrux CMMOMOHTOB JIIOLIEPHBI,
wtamm T173T conepxut sym-reHsl (nod, nif, fix) Ha OT-
HOCHUTEJIbHO HeOobIoi (204 1.11.H.) I1a3Muae. AHaImu3
STUX T€HOB IT0Ka3aJl, YTO OHU ObUIM IIPUOOPETEHBI ITyTeM
ropusoHTaibHoro repeHoca reHoB (I'TID) ot S. medicae.

CpaBHUTENTBHBIN aHAJTN3 IIIMPOKO- 1 Y3KOCTICII(PII-
HBIX BUIOB Sinorhizobium T03BOSIET TIPEATIONOXUTD, 4TO
OCHOBHBIM HaIIpaBJIEHUEM WX 3BOJIIOLIMY ObLIO YBEINUE-
HI1E BHEXPOMOCOMHOM YacTu TeHoMa (Taoir. 1). Pazmay-
HbIE CTAIMU 3TOTO IMpoLiecca MPeACTABIeHbI IIMPOKOCTTe-
LIM(UYHBIMU IITaMMaMu S. fredii, y KoTopbix moiiss BXO
B reHoMe BapbupyeT oT 7.9 no 43.1% (Schmeisser et al.,
2009; Schuldes et al., 2012; Vinardell et al., 2015). I'opazno
MEHee U3MEHUMBBI Y3KOCTIeM(bUIHBIE BUIBI CHHOPU30-
ouii S. meliloti n S. medicae, y kotopeix BXD cocrapistior
45.5—50.7% reHoma.

Pon Rhizobium, xak v Sinorhizobium, BKIOYaeT
mupokocreuuuyHbie Tpornuueckue Buabl (R. etli)
U y3KOCIleM(pUUHbIE BUABI YMEPEHHBIX IIUPOT (R. le-
guminosarum). DTU BUAbI CXOAHbBI TTO0 OpraHU3alUU
TreHOMa, KOTOPBIN COCTOUT M3 XPOMOCOMBI (OKO-
110 65% renoma) u 2—6 BXD, BapbupyIoLIMX M0 pa3Me-
py ot 100 1o 1100 1.m.H. (Gonzalez et al., 2006; Reeve
et al., 2010; Perry et al., 2020). OcHOBHOE pa3andue
reHoMoOB R. leguminosarum n R. etli KacaeTcs ux pe-
KOMOWHAIIMOHHOM aKTUBHOCTH, onpeneasiemoit I'TIT.
V R. leguminosarum nepeHoOC sym-reHOB TPOUCXOIUT
CBOOOMHO BHYTPU BUAA, OMHAKO UX IIEPEHOC B OaKTe-
pUM IPyryx BUAOB HaOM0Aal0T penko. B To xke Bpems,
oist R. etli Toka3aH MHTEHCUBHBIN OOMEH Sym-TeHaMu
C HEPOICTBEHHBIMU TPOITMYECKUMU PU30OUSIMU, Ha-
npumep, ¢ S. fredii (Cervantes et al., 2011).
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Taomuua 1. CpaBHUTEIbHAS XapaKTepUCTUKA BUIOB pU300uii ceM. Rhizobiaceae, 0OMTAIOMINX B TPOIMMUECKHX

W YMEPEHHBIX IIMPOTaX

Ponpl 6akTepuii Sinorhizobium Rhizobium
Pacr%g?(ﬁ%ﬁglme Tponuku yhfﬁ;g;;’le Tponuku YMepeHHBIe IUPOTHI
S. fredii,
S. garamanticum, S meliloti

Bunbr S. numidicum, S' me dicae; R. etli R. leguminosarum

S. saheli, )

S. terangae

]LSHI/II/I(:Z?IPEE gﬁzi?;;m_ (b}\’/hz ?{fosleuil)l bv. viciae (Lathyrus, Lens,
X0351eB, C KOTOPBIMU 00- He BbISIBACHBI He BoisiBieHBI bv. mimosae P{fg”;’ fV(ll.v.léo]Yl.}a,’ [Vzcz;z),
pasyiotest Ny-prken- (Phaseolus, Mimosa,| " 200 L bhaseolus)
pyouiye Ki1yoeHbKU Leucaena) P
Xozsiickas crenubuy- H'[I;E g;iﬂz VY3kas: onHa H_[gg)l({);aeﬂ: Sg?gg};ﬁi?;;gzza
HOCTB OTICIIBHBIX o, Ic):eMeI?ICTBa Tp10a 6000BLIX o, I():eMeVICTBa Phaseoleae ,
TaMMOB (OMOBapOB) L (Trifolieae) H i

06000BbIX 6000BbBIX wm Trifolieae)
fﬁ“??“om’ 6.89—7.25 6.45-7.95 6.53 6.70—7.79

0JIsI XPOMOCOMBI, % .0-91. .3-54. . .0—68.
I % 57.0-91.2 49.3—54.5 67.1 63.0—68.4
XpOMMIbI WK Mera- ( Onxa
Yy HEKOTOPBIX Onna
IJ1a3MUIbI LITAMMOB HBe - OnHa WIM OTCYTCTBYET
(Gomee 1000 T.11.H.) otcyreTayen) YICTBY
1 ITnazmuna Iﬁ?iﬁiﬂ ITnasmuna ITnasmuna
OKATMBALMA Sym-TEHOB | (550650 T.1.1.) (1000 1000 7o £ )| (200-5007.m1) (300—400 T.m.H.)

BaxxHe# MM pe3ysIbTaTOM 3BONIONHUHM TeHOMA
pU300Uil SABISIETCS TOBBIIIEHUE €ro IMJaCTUYHO-
CTU: OHO BBISIBJISIETCS YK€ Yy MEPBUUYHBIX CUMOMOHTOB
(Bradyrhizobium), 1151 KOTOPBIX XapaKTepHO HaKOILIe-
HMEe MOBTOpsAIOIIUXCS nocienoBaTenbHocTelr JJHK
(Sameshima et al., 2003). OnpenensiemMass UMA PEKOM-
OMHALIMOHHAsT aKTUBHOCTb MOXET OBITh CTOJIb BEJIKa,
YTO MPUBOAUT K HECTIOCOOHOCTH MOAACPKMBATH TTOCTO-
SIHHYIO CTPYKTYpY F'éHOMa, YTO TTOKa3aHo IS ITaMMa
NGR234 S. fredii, y KOTOpOT0 IIOBTOPSIIOIINECS TTOCTIE-
JOBaTEIbHOCTU U MOOWJIBHBIE 3JIEMEHTHI COCTABJISTIOT
okojio 20% renoma (Broughton et al., 2000).

MHOTOKOMITOHEHTHBIE TeHOMBI BBISIBJICHBI U Y Ci-
npoTteobakTepuii poaa Azospirillum — accollMaTUBHBIX
(pusocdepHbiX, 3HT0OUTHBIX) N,-bHUKCcaTOPOB, KO-
TOpBIE CYIIECTBEHHO IIPEBOCXOIAT IO pa3MepaM YHU-
TapHbIe TEHOMBI CBOMX CBOOOTHOXMBYIIIUX POAUYEH
Y1 BO3MOXHBIX MpenKoB — Rhodospirillum n Magneto-
spirillum (Wisniewski-Dyé et al., 2012). Baxxao orme-
TUTD, YTO Y a30CTTUPWILI, B OTJIUMYME OT UMEIOLINX MHO-
TOKOMITOHEHTHBIE TeHOMBI pu300uii ceM. Rhizobiaceae,
KOIUPYIOIINe HUTPOTEHA3Y #if-TeHBI HAXOMITC B XpO-
MOCOMe, KoTopasi y Azospirillum cocTaBisieT JUIIb
40—45% renoma. SIpko BhIpaXkKeHHBIM MapajieIn3M

9BOJIIOLIMU MEePBUUYHBIX pu3obuit (Bradyrhizobium)
U azocrnupuiii (Tabii. 2) aenaeT MocaeAHUX YI0OHOM
MOJIEJIBIO ISl UBYYEHUSI MEXaHU3MOB BOSHUKHOBEHUS
06000BO-pu300ManbHOTO cuMOMo3a. Tak, 3aceiieHue
a30CIUpUIIIaMU KIIyOEHEK-TT0JOOHBIX CTPYKTYp, pa3-
BUTHUE KOTOPBIX Ha KOPHSIX 3/1aKOB (KYKYpY3bl, TIIe-
HHUIBI) MHAYUIMPOBAHO aHaJOroM aykcuHa 2.4-D,
PE3KO MOBHIIIAET HUTPOTEHA3HYIO aKTUBHOCTh DTUX
OakTepuii, mpeBpalasi uUX U3 HU3KOAKTUBHBIX PU30C-
depHbIX N,-pHUKCaTOPOB B BBICOKOAKTUBHBIX 3HI0-
cumbuoHToB (Saikia et al., 2007).

BOBOJIIOINA CUMBHUO3A
U BUJOOBPA3OBAHHME

HMcnonb3oBaHWEe METOA0OB CPaBHUTEIbHOMU U (DYHK-
LIMOHAJIbHOI TeHOMMKU TTO3BOJISIET OXapaKTep1u30BaTh
MEXaHM3MBI CUMOMOTEHHO 3BOJIIOLINN PU300Uii, KO-
TOpasi OCHOBaHA Ha BO3HUKHOBEHUU U MOCJEAYIOIIEH
JuBepcuduUKalnm Sym-TeHOB, TECHO CBSI3aHHOM C MPO-
1eccaMu BuaooOpa3oBaHus. B 3Toii 3BoonMM 3ameii-
CTBOBaHHI IBa MeXaHU3Ma — MYIIMKALWsI-I1UBEPreH-
st reHoB u I'TIT. IlepBbIidi MexaHW3M IpeodianaeT

MUKPOBUOJIOTHUA tomM93 Ne6 2024
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Taomua 2. CpaBHUTENIbHAS XapaKTEPUCTUKA TIEPBUIHBIX pU300MiIl M a30CTTUPUILT

IMoxazarenu Bradyrhizobium Azospirillum
OtcytcTBYeT (OOIBIIMHCTBO IITAMMOB
CI10cOOHOCTh K IMA30TPO(PHOMY
TPOSIBIISIET HU3KYI0 HUTPOT€HA3HYIO XapakTepHa

pocty ex planta

AKTUBHOCTbD)

PacTeHusi-xo3sieBa

bo6oBbie (Y HEKOTOPBIX IITAMMOB —
TaKke He00boBoe Parasponia)

Paznuunbie paCcTCHUA

Jlokanuzauus B pacTeHUsIX

B KOpHEBBIX, pexe B CTEOJIEeBBIX
KJIyOeHbKaX, OObIYHO BHYTPUKJIETOYHAS

Ha ITOBEPXHOCTHU UJIN
B TKaHsIX KOpHefI, BHEKJICTOYHAasA

WHokynsiiys pacteHui

qepe3 KOPHEBbLIC BOJIOCKH, MHOI'Aa 4Y€PE3I
Pa3pbIBLI AITUACPpMUCA

qepe3 MCXKKJIETOYHLIC ITPOCTPpAHCTBA

JeiicTBrE CUHTE3UPYEMBIX
GaKTepUSIMUA TOPMOHOB
Ha pacTeHUS

He BrIgBIEHO

CTuMyIsSILMST pa3BUTHSI KOPHEH,
MOBBIIIEHUE UX aCCUMUJISILIMOHHOM
AKTUBHOCTH

Pa3Mep 1 TUII r€HOMa

7300—10100 T.1m.H., 0OBIYHO YHUTAPHBII
(XpoMocoMa cocTaBiisieT boJjiee
95% renoma)

6400—7600 T.11.H., MHOTOKOMIIO-
HEHTHBIA (XpOMOCOMa COCTaBJISIET
MeHee 40—45% reHoma)

Jlokanu3zauus reHoB
N,-pukcauuu

OOBIYHO B XpOMOCOME, MHOTa
B IUTa3MMIaX

B xpomocome

Bo3MoxHbIe penku
WX TUIIBI IUTAaHUS
MX TEHOMBbI

Rhodopseudomonas
doro-mrazoTpodsl
Yuurapusie (5400—5600 1.11.H.)

Rhodospirillum, Magnetospirillum
Doto-a1azoTpodbl
Yuurapusie (4600—4900 1.11.H.)

y MEPBUYHBIX pU300MI, KOTOPbIE BOBHUKIN M3 CBO-
60onHOXUBYIINX N,-dUKCAaTOPOB, BTOPOI MEXaHU3M —
Yy BTOPUYHBIX pU300Uii, BO3HUKIIUX TMYTeM Mepe-
HOca Sym-T€HOB B pa3jiMuyHble TOYBEHHbIE OaKTEpUU
(Provorov et al., 2022).

OIHUM M3 OCHOBHBIX HaIpaBJIEHUU 3BOJIO-
LU Sym-Te€HOB SIBJSIETCS UX 000CcOo0JieHre OT “He-
CUMOMOTHUYECKON” YacTu OakTepuajJbHOrO TeHOMa
(knmactepusaliysi sym-TeHOB), TOCje Yero Mmpoucxo-
JIAT TIOBBIIIIEHWE KOMITAKTHOCTU SYM-KJIACTEPOB U UX
Mepexoll B COCTaB MOOUJIbHBIX TeHETUYECKUX DJIEMEH-
TOB (XpOMOCOMHbBIE OCTPOBA, MIA3MUIbI, XPOMUJIbI).
M HTEeHCUBHBIN TIEpEHOC Sym-TE€HOB COIPSIKEH C yC-
JIOXKHEHUEM TOMYJISIUMOHHON CTPYKTYPhl PU300UiA,
onpeneasseMoil 6aJaHcOM CUMOUOTHUYECKUX U He-
cuMmbuoTuueckux skotumnon (Denison, Kiers, 2004).
[TocnenHue Haubosee MPUCHOCOOIEHBI K aBTOHOMHO-
MY CYILLIECTBOBAaHUIO U MOTYT NMPUOOpPETaTh CUMOUOTU-
yeckue cBorictBa myteM I'TII. Takyio momyJssiMoHHYIO0
CTPYKTYpY NOJAepK1BaeT AU3PYNTUBHBII OTOOP, KOTO-
PBIi1 OoIIpeAensIeTcsl MUPKY/IIINeld pru300uii MeXIy SH-
JI0-CUMOMOTUYECKUMMU Y TIOYBEHHBIMU HUIIIAMU, CITO-
COOCTBYSI TTOAJIEP>KAHUIO BHICOKUX TEMIIOB FT€HOMHO
spomoumu (I1poBopoB u coasr., 2017).

JlaHHbIe HaMpaBJICHUS BOJIOLIMMY HauboJiee u3yde-
HBI Ha TIpUMepe BUIOB Rhizobium w Sinorhizobium, 06-
JIaJalo1MX MHOTOKOMITOHEHTHBIMU T€HOMaMU U pea-
JIN3YIOLIMX Pa3jIMyHble CTPATErMu BUI00OPA30BaAHMUS.
OHO MOXET NPUBOIUTH K MOSIBJICHUIO: a) MOJUTUIIHU-
YeCKHX BUIIOB, KOTOPbIE COCTOST U3 OMOBapOB, pa3-
JIMYAIOUINXCS TI0 XO3SIMCKOM creluPUIHOCTH U TI0
CTPYKTYpe KOHTPOJUPYIOIIUX €€ Sym-TeHOB, HO OJIN3KU

MUKPOBUOJIOTHUA  tomM93 Ne6 2024

10 KOPOBBIM TeHaM, ONpeAeISIoNuM (GyHKIIUN JOMalII-
HETO X035¥CTBa; 0) BUIOB-IBOMHNKOB, KOTOPHIE UMEIOT
CXOITHYIO XO3STCKYIO0 CHeIM(PUIHOCTD, HO TUBEPTHUPO-
BaJIM 110 KOPOBOM YaCTU reHoMma.

Y Rhizobium w Sinorhizobium 3Ta 3BOMIOLIUS TECHO
CBsSI3aHA C TIEPEXOIOM OT IIMPOKOCIICITN(DUIHBIX TPO-
nuyeckux ¢hopM K y3kocnelupuiHbIM (popMaM yme-
peHHBIX IUpoT (Taba. 1). Hanbosnee pe3kuM cyxeHue
XO3SIMCKOM criendUUHOCTU ObLIO y OaKTepuil poaa
Sinorhizobium: HeKOTOpbIE IITaAMMBI TPOIIMYECKOTO
Buna S. fredii (NGR234) BcTymnaioT B cuMOMO3 ¢ pacTe-
HustMu 13 6oj1ee yeM 100 pomoB, OTHOCSIIMXCS KO BCEM
TpeM mojaceMelicTBaM 0000BbIX, a Takxke ¢ Parasponia
(cem. Cannabaceae). B To ke BpeMsi BUAbI YMEPEH-
HbIX 1poT (S. meliloti, S. medicae) o6pa3yioT cuMO103
C MPEICTAaBUTEIISIMU TPeX OJIM3KOPOIACTBEHHBIX POJIOB
(Medicago, Melilotus u Trigonella) u3 TpuobsI Trifolicae.
Pazmamst 3Tx BUOOB pr300MiA KacaloTcsT B3aUMOIEH-
CTBUS JIUIIb C HEKOTOPHIMU TUTUIOMIHBIMU BUIAMU
mouepHbl (Medicago arabica, M. polymorpha), KoTopbie
obpasytoT N,-duKcupymomye KiyoeHbKY ¢ S. medicae,
Ho He ¢ S. meliloti (Rome et al., 1996).

VY 0akrepuii pona Rhizobium cyxxeHue X039iCKOM
CIeTNMUIHOCTH TIPU TIEPEeX0e M3 TPOITUKOB B yMe-
PEHHBIE IITMPOTHI MPOSIBISIETCS HE CTOJIb Pe3KO0, Kak
y Sinorhizobium. D10 pa3znnynre MOXeT OBITh CBsI3a-
HO C TeM, 4TO y Rhizobium BBIIBIIEHA OTCYTCTBYIOIIAS
y Sinorhizobium nonuTUIIMYECKas CTPYKTypa BUIOB:
R. leguminosarum paznensieTcsl Ha TpU pa3IndaroiXx-
CsI TI0 XO3SICKOM criennpuIHoCTA 61uoBapa, R. etli —
Ha naBa 6uoBapa (Tabi. 1). XoTs Kaxkablii U3 6uoBa-
poB R. leguminosarum obpasyetr N,-bUKCUPYIOIIUA
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CUMOUO03 ¢ MPEACTAaBUTEISIMU JUIIb OAHOU TPUOHI
6000BEIX, B paMKax 3TOTO BUIAa COXPAHSIETCS CITOCO0-
HOCTb K CUMOMO3Y C paCTeHUSIMU 13 pa3HbIX TPUO IO -
ceMeiicTBa MOTbUILKOBBIX, 00pa3yIoIIuX KOHTPACTHbIE
TUTIBI KJTyOeHbKOB (bv. viciae v bv. trifolii — HeneTep-
MUHMpPOBaHHbIE, bv. phaseoli — neTepMUHUPOBAaHHbIE
KinybeHbkM). IlepekpecTHass MHOKYJISIIUSI OMOBapoOB
R. leguminosarum MoOXeT IPUBOINTH K 00pa30BaHUIO
KJIyOEHbKOB, OJHAKO OHU JINIIEHBI N,-(UKCUPYIOLIEH
AKTUBHOCTH U YAaCTO UMEIOT OMYXOJICTIOAO0HYIO CTPYK-
Typy (OHMIIyK 1 coasT., 2023).

ITpu M3y4eHUM TTOTUTUTIMYECKON CTPYKTYPhI BUAA
R. etli oxazanoch, 4TO pa3Indus MexXIy ero ouoBapa-
MU TIPOSIBJISTIOTCS HE CTOJb KOHTPACTHO, KaK MEXIY
ouoBapaMu R. leguminosarum. Tax, mitaMmmbl R. etli,
OTHOCSIIMecs K OuoBapy mimosae, cnocoOHbI ¢op-
MupoBaTh N,-puKcupyolye KI1yoeHbKN ¢ 6060-
BBIMM PACTEHUSIMU M3 MOACEMENCTB MOTBUIBKOBBIX
(Phaseolus — obpa3yeT neTepMUHUPOBAHHBIC KITY-
OeHbKM) U MUMO30BEIX (Mimosa, Leucaena — o6pa-
3yI0T HeIeTEpPMUHMPOBAHHbIE KJIYOEHbKM ), TOTIa KaK
HITaMMbl OMOBapa phaseoli IPOSIBASIIOT 3Ty CMOCO0-
HOCTB TOJIBKO ¢ Phaseolus (Wang et al., 1999).

OcobeHHoCThIO BUaa R. leguminosarum siBIsIETCS
OIHOBPEMEHHO TPOUCXOIsIasi U B 3HAYUTEIbHOM
CTETIEeHW He3aBUCUMasl TUBEPTEHITNS CUMOMOTIIECKI
CcHeuuaJn3upoBaHHON YyacTU reHoMa (oOpa3oBaHUe
OMOBapOB C Pa3IMYHON XO3SIMCKOM cieu(UIHOCTHIO)
¥ eTO KOpOBOil yacTu (06pa3oBaHME XPOMOCOMHBIX
JIMHUR WY CECTPUHCKMX BUAOB, KOTOPHIE MOTYT BKJTIO-
YaTh IITaMMBI pa3HbIX ouosapoB) (Kumar et al., 2015;
Young et al., 2023). laHHass TAKCOHOMHYECKasI CTPYK-
Typa IO3BOJISIET paccMaTpuBath R. leguminosarum xKax
BUIOBOM KOMIUIEKC (HAABUI), BOBHUKIIUKI B PE3yib-
Tare “IBYMEPHOI” 3BOJIOLNUA MHOIOKOMIIOHEHTHOTO
reHoMa. 9OTO CYIIECTBEHHO OTJauYaeT pon Rhizobium
oT Sinorhizobium, y KOTOpOro JUBepreHIAsI KOPOBOI
YacTH TeHOMa TIpHBeJia K BOSHUKHOBEHUIO BUIOB-TBOI -
HUKOB S. meliloti n S. medicae: X pacXoXIaeHUE MO Sym-
reHaM HEBEJIMKO U He COMPOBOXKIAETCS 00pa3oBaHUEM
0MOBapOB C PA3TNYHON XO3SIMCKOM CIIeN(PUIHOCTHIO.

BakxHO OTMETUTD, UTO YpE3BbIYAHO HIMPOKAsI MIPO-
rpaMMa BuUgooOpa3oBaHUS peanu3yercst y Rhizobium
HECMOTpSI Ha TO, YTO TUBEepCU(PUKAIINSI TEHOMOB (MX
pasziesieHre Ha XpOMOCOMBI M XpPOMUBI) Y 3TUX PU-
30011 MeHee BhIpaxkeHa, yeM y Sinorhizobium. D10
pasnuaue, IMo-BUANMOMY, CBSI3aHO C MOBBIIICHHOM
BOCIIPUMMMYNBOCTBIO Rhizobium K MHTErpallui HOBBIX
Sym-TeHOB, TIpUBOsIel K 00pa3oBaHUIO peKOMOM -
HAHTOB C Pe3KO M3MEHEHHBIMU CUMOMOTUYECKUMU
cBoiictBaMu. K 1x 4yncCity MOXeT ObITh OTHECEH IIITaMM
Norway R. leguminosarum bv. viciae, KOTOpPbI CITIOCO-
0eH MH(PUIIMPOBATH “UyKEPOTHOT0” XO3sIMHA — JISIIBE-
Hell, 0OMHAKO Ha OCHOBHOM XO3$IMHE, Topoxe o0pasyeT
He ¢ukcupyromue N, KITyoeHbKH, MO0 BOOOIIE HE 00-
pasyet ki1yoeHbkoB (Liang et al., 2018).

OnHUM U3 pe3yJbTaTOB CYXKEHUSI XO35IMCKOM CIIell-
UDUUHOCTU, MPOUCXOISIIEH MPU Mepexoae pu3oduii
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ceM. Rhizobiaceae 13 TPONIMKOB B YMEpPEHHBIE IITUPO-
THI, SIBJISICTCSI BOBHUKHOBEHHUE “aIbTPYyUCTHUYSCKOM”
crpateruu cumbuo3sa (Provorov, 2021). OHa cBsi3aHa
¢ mpeobpa3oBaHUEM OaKTEpUIl B HECTIOCOOHBIE K pa3-
MHOXeHNI0 N,-buKcupyomue 6akTeponIbl, HaXxo-
JSIIAecsT BO BpeMEHHBIX OpTaHesiaX pacTUTEIbHON
KJIETKU — CUMOMOCOMaX, KOTOPbIE MOXXHO paccMaTpu-
BaTh KaK aHAJOTH MOCTOSTHHBIX KJIIETOIHBIX OpTaHeIT
(de la Pena et al., 2017). DBostouus cMMOMOCOM CBSI-
3aHa ¢ UX MepexoJoM OT MYJIbTUOAKTEpUaIbHON K MO-
HOOaKTepHaIbHON OpraHM3alliy, KOTOPHIM TTOKa3aH
MpY CpaBHEHUM aJbTEPHATHUBHBIX TUIIOB (IeTepMU-
HUPOBAaHHBIX U HEJETEPMUHUPOBAHHBIX) KJYOEHBKOB,
00pa3yeMBIX pa3IMYHBIMU TAKCOHOMUYECKIMU TPYII-
namu 60600BbIX (Sprent, 2001). Haubonee rnmydookas
nuddepeHIIMpoBKa 6aKTEpOUI0B HAOIIOAAETCSI B He-
MeTepPMUHUPOBAHHBIX KITyOGeHbKaX, 00pa3yeMbIX pac-
TeHUSIMU rajierouaHoro komiuiekca (Tpuonl Fabeae,
Galegae, Trifolieae) ¢ puzodbusmu cem. Rhizobiaceae.
KoroueBble aTarbl nepexoaa 3TUX pacTeHU K MOHOOAK-
TepraJIbHOIM OpraHM3alii CUMOMOCOM 3apernCcTprUpoBa-
HbI B IpYIIIIe MepeKpecTHON MHOKYJISILIMY, 00pa3yeMoli
R. leguminosarum bv viciae ¢ pacteHussMu TpuObl Fabeae.
OkKa3zanock, YTO aHLECTPATbHBIE IIITAMMBI 3TUX PU30-
Ouii, BbIACJIEHHBIE U3 PEIMKTOBOrO 6000Boro Vavilovia
formosa, o6pa3yioT MeHee nuddepeHIIpOBaHHbIE OaK-
TEPOUIIBI, CXOMHBIE C KJIETKAMM CBOOOIHOXMBYIIIUX
0akTepuil U BBISIBJSIEMbIE B MYJIbTUOAKTEpUATbHBIX
CUMOMOCOMaX, YeM 3BOIOIIMOHHO TTPOABUHYTHIC CHM-
OMOHTHI rOpoXa, KOTOpbIe 00pa3yloT MOHOOAKTEepUAIb-
Hble cuMmOurocoMsbl (Tsyganova et al., 2018).

BaxHo ormetuTh, uro muddepeHIupoBKa 0aKkTe-
POUIOB KOHTPOJUPYETCS 000MMU MTapTHEpaMU CUM-
6uoza. Co CTOpOHBI OaKTepuil B HEil y4acTBYeT I'eH
bacA (XomupyeT MOBEpXHOCTHBIN 0€JIOK, BOBICUYEH-
HBIl B 00pa30BaHUE BHYTPUKIETOYHOTO CUMOMO3a
He TOJILKO Y pU300Uii, HO U Y POACTBEHHBIX UM Tla-
TOT€HOB XUBOTHBIX — Opyuein; Parent et al., 2007;
Karunakaran et al., 2010). Co cTopoHBI pacTeHuUi
B nuddepeHInpoBKe OakTepouaoB yyacTByioT NCR-
TIETITUIBI, CXOMHBIE C 3aIlIMTHBIMY (DaKTopaMu Te(peH3u-
HaMU 1 OJIOKUpYIOIIKE IejeHre OaKTepuil B CUMOMOCO-
Max. [ToaTomMy nx oOpazoBaHMEe MOXET ObITh ITPEICTABIIC-
HO KaK pe3yJIbTaT KOIBOJIOINHY ITAPTHEPOB, OCHOBAHHOM
Ha NEHCTBUM B MUKPOOHBIX TTOMYJISILIVX CIIEIU(PUIHBIX
JIJIs CMMOMO3a CeJIEKTUBHBIX MU CTOXaCTUYECKUX (haKTO-
POB, MHAYIIMPYEMBIX pacTeHusIMI-Xo3sieBaMu (I1poBo-
POB U cOoaBT., 2017).

SAKJIIIOYEHHUE

CuMm0mo3 ¢ 3yKapuoTaMHu — OOWH W3 HamboJiee
3HAYUMBIX (PaKTOPOB 3BoOJMIOLINU OakTepuii. OH Mmo-
BBIIIAET UX U3MEHYUBOCTD, CBS3aHHYIO C TEHOMHBIMU
TepecTPOMKaMI U ¢ TOPU3OHTATBLHBIM ITEPEHOCOM Te-
HOB, a TAaKX€ BbI3bIBAET JEUCTBUE CEJIEKTUBHBIX (haK-
TOPOB, KOTOPbIE MPUAAIOT IBOJIOLUUU MUKPOOHOTO
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Taomna 3. M3MeHeHne cocTaBa IaHTeHOMA B 3BOJIIOLINM NMEPBUIHEIX ( Bradyrhizobiaceae) n BTopuaHEIX (Sinorhizobium)

pu3oomit
o181 pa3IMYHbBIX IPYI reHoB (%) B IaHreHoMax pu300uit
Ferb CewmeiictBo Bradyrhizobiaceae™ Pon Sinorhizobium™**
CBOOOIHOXUBYIIE CuMbOnoTuyecKme CBOOOIHOXMBYLIE CuMoOmnoT4ecKue
BUIbI BUIBI BUIbI BUIBI
KopoBbie 45.2—49.3 8.0—39.8 28.7 24.7
AKIIeCCOpHBIE 50.4—54.2 40.2-92.0 71.3 75.3
Bcero renos meHee 8000 12000—35000 12225 10820

IMTpumeuanue. JJannwie *Oda et al., 2008; Mornico et al., 2012; Tian et al., 2012; **Fargozi et al., 2020.

reHoMa HalpaBJIeHHBII XapaKTep, ONpeaesieMblil ero
00BEIMHEHNEM C TECHOMOM XO3STMHA B €IMHYIO0 CUCTEMY
HacliencrBeHHOCTU (Provorov, Tikhonovich, 2023).

BaxHelIuM pe3yJbTaToM Ilepexoia CBOOOJ-
HOXUBYHINX N,-GUKCAaTOpOB K (HaKyIbTaTUBHOMY
CUMOMO03Y C PAaCTEHUSIMH SIBJISIETCS YCIOKHEHUE MU-
KpoOHoro reHoMa. OHO HauboJiee IPKO MPOSIBISIETCS
V A-TIPOTE00AKTEPUIT — OTHOU M3 HAMOOJIee MOJIOIBIX
U OBICTPO DBOJIOLUMOHUPYIOMINX TPYIIT MPOKAPUOT
(Moreno, 1998). N3yyenne KiTyOeHBKOBBIX OaKTepUid
(pu3o0wmit) mopsinka Hyphomicrobiales (Rhizobiales) moka-
3aJ10, YTO CUMOMOTHUYECKU OOYCIIOBJIEHHbBIE NU3MEHEHUS
TeHOMa TT0-Pa3HOMY IMPOSIBISIOTCS B Pa3IMYarOLIIXCS
TT0 TIPOMCXOXKICHUIO TPYITITAaX 3TUX OAKTEPHIA.

Y 3BOJIIOLIMOHHO MEPBUYHBIX pru300uii (Bradyrhizo-
biaceae), BO3HUKIIUX U3 CBOOOMHOXUBYIMINX N,-
¢ukcaTtopoB, poacTBeHHBIX Rhodopseudomonas, my-
TeM MpeoOpa30BaHUs UX COOCTBEHHBIX TEHOMOB, CO-
XpaHsIeTCsl UX YHUTapHAasi CTPYKTypa: y OOJIbIIMHCTBA
ITaMMOB Bradyrhizobium cBpiliie 95% TeHOB, BKITIOYAST
Sym-TeHbl, HAXOOUTCSI B XpoMOcoMe. PaznuHbie craniu
rnepexona K MHOTOKOMITOHEHTHOH CTPYKType TeHoMa
BBISIBJICHBI Y BTOPUYHBIX pr3oouii ceM. Phyllobacteriace-
ae, KOTOpbIE BO3HUKIIY ITyTeM TiepeHoca chopMupoBaB-
LLIMXCSI paHee CUCTEM Sym-TeHOB B CBOOOTHOXUBYIIINE
GakTepnu. Y TIpeACTaBUTEJIC 3TOTO ceMeicTBa sym-
TeHbI HaXOIATCS B MOOMJIBHBIX XPOMOCOMHBIX OCTPO-
Bax, a UHoraa 1 Ha ra3muaax (Laranjo et al., 2014), yto
oIpenesIsieT BRICOKYIO 9acTOTy TepeHoca TeHOB B T0-
OYyJIIUMSIX U OBICTPYIO 3BOIIOLMIO cuMOKo3a. Hanbo-
Jiee BBICOKA MOOWJILHOCTD Sym-T€HOB Y OaKTepuil ceM.
Rhizobiaceae, KOTOpbIe XapaKTEpU3YIOTCS SIPKO BbIpa-
KEHHOW MHOTOKOMITOHEHTHOI OpraHu3aluei reHoMa.
OTu 6aKTepumn coaepxkat sym-TeHbl B cocTaBe BXD —
TIa3MUJ VJTM XPOMUI, KOTOPBIe Y HEKOTOPHIX IIITAMMOB
Sinorhizobium cocTaBJsIOT O0Jiee MOJIOBUHBI TEHOMA.

HNHTepecHO OTMETUTD, YTO Y OaKkTepuit ceM. Rhizo-
biaceae, B otiname ot Bradyrhizobiaceae n Phyllobacte-
riaceae, IlepexoJl K CMMOMO3y He COIPOBOXIAETCS YBE-
JIMYeHUEeM TeHOoMa, a y Sinorhizobium naxe IpUBOIUT
K ero yMeHbIIeHu1o (Tadi. 3). OHO MOXeT OBITh CBSI3a-
HO C yTpaTol psiia reHoB, MHTepGhepUPYIOIMNX C pa3-
BUTUEM CUMOMO3a — er0 HEraTUBHBIX PETyJISITOPOB,
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KOTOPBIE BBISIBJIEHBI Y Y3KOCTIEHU(UYHBIX CUMOMOHTOB
0000BBIX pacTeHMit rayieronaHoro komiuiekca (IIposo-
poB U coaBT., 2014). BaxxHO 1TOAYEepKHYTh, UTO BO BCEX
rpynmnax pu3oouii mpuodpeTeHue CrIoCOOHOCTU K CUM-
06103y COMPOBOXIAECTCS CXOMHBIMU N3MEHEHUSIMU
MMAaHT€HOMOB: MX aKIIECCOPHBIE YaCTH YBEIMUUBAIOTCS,
a KOpOBbIE YaCcTU yMeHblIaTcs (Tad. 3).

Ha npumepe S. meliloti mToka3zaHO, YTO PEIUIMKOHEI,
BXOJSIIIME B COCTAaB MHOTOKOMITOHEHTHBIX TEHOMOB,
BBOJIIOLIMOHUPYIOT TTOCPEICTBOM Pa3HbIX MEXaHU3MOB:
XpOMOCOMa 1 XpOMUIBI, TIPEICTABIISIONINE B OCHOBHOM
KOPOBYIO YaCTb TeHOMa — ITyTeM BHYTPUTEHOMHBIX TIe-
pecTpoek (AyIIMKauusi-IUBEPreHIUs U HeO(PYHKIINO-
HaJIM3aIus TeHOB), a Sym-TUTa3sMUIbl 1 KPUTITUIEeCKIEe
TJIa3MUJIBI, TIPEACTABIISIONIME aKIIECCOPHYIO YacTh re-
Homa — miyteM I'TIT (Riley et al., 2022).

Bonpimoit mHTEpeC MpeacTaBIsIeT CBSI3b MEXIY
SBOJTIOIIMET MHOTOKOMITOHEHTHBIX TEHOMOB U TPO-
leccaMy BUI000pa3oBaHusl, KOTopbie Y Rhizobium
u Sinorhizobium MpouUCXOAsAT MPU MEPEeXojae OT TPO-
nuyeckux popm, obJIagarouInX IMUPOKONU XO3SIHCKOMH
CcrneurUYHOCThIO (BCTYMAIOT B CUMOMO3 C PACTEHMSI-
MM M3 Pa3HBIX ITOACEMENCTB 6000BBIX, 00pa3yIOITNMHI
KakK JeTepMUHUPOBAaHHBIC, TaK M HEAETCPMUHUPOBAH-
HbIe KITYOeHbKM), K Y3KOCHeINDUUHBIM (hopMaM yme-
PEHHBIX IHUPOT (BCTYITAIOT B CUMOMO3 C paCTeHUSIMU
onpeaeseHHOW TpuObI Win poaa 6000BbIX, 00pa3ylo-
VMU JIMIITb OJUH TUIT KIIYOSHBKOB). Y Sinorhizobium
3TOT TIEPEXOI CBSI3aH C pe3KUM M3MEHEHHEM OpTraHM-
3allM¥ TeHOMA M C COKpallleHUeM pa3HOooOpas3us pac-
TeHUI-X0351eB OT MpeACTaBUTeNIeil BCeX TpeX Iojce-
MeHCTB 0000BBIX (5. fredii) mo ogHO# TpOBI OOOOBEIX
(S. meliloti, S. medicae).

VY Rhizobium niepexon B yMEpeHHbBIE IIUPOThI HE BbI-
3BIBa€T M3MEHEHMIT OTHOCUTEIBHBIX Pa3MepOB XpO-
MocoMbl 1 BXD, a criekTp pacTeHUIT-X035IEB OCTAaeTCs
IUPOKUM: y R. leguminosarum oH BKJIIOUAeT MpeACTa-
BUTEJIEH pa3HBIX TPHUO MTOACEMENCTBA MOTBITEKOBBIX.
BaxxHo OTMETUTD, YTO 3TOT BUJ, pU300UIA OCYILIECTBIISIET
JIBa MapaJijieIbHbIX U OTHOCUTEIbHO HE3aBUCUMBIX Ha-
TIpaBJICHUS SBOJIIOLNH, 3aTPAaTMBAIOIINX MO0 CUMOMO-
TUYECKU CIIEIMATM3MPOBAHHYIO YacTh TeHOMa (pasme-
JIeHUe Ha 61oBaphbl, 00IagalolINe pa3HbBIMU CIIEKTPAMU
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X0351eB), JTMOO €ro KOPOBYIO YacTh (pa3aesieHue Ha Xpo-
MOCOMHBIE JUHUU WU F€HOMHbIE BUIbI, KOTOPbIE
BKJIIOYAIOT MPENCTABUTENEN pPa3HbIX OMOBApOB U MOTYT
CTaOMJILHO COCYILIECTBOBATh B IOUBEHHOM BKOCHUCTE-
me; Young et al., 2023). Drta “mBymepHas” 3BOIIOLNS
MOXeT OBITh CBSI3aHA C BBICOKOI YacTOTON IEepeHO-
ca TeHOB B MoOnyasiuMsix R. leguminosarum, KoTopas
ornpenessieTcs JoKajlu3aluei sym-reHoB B MOOMIbHbIX
1a3mMuaax — HauboJsee aKTUBHO 3BOJIIOLIMOHUPYIOLIUX
KOMITOHEHTaX 0aKTepraabHbIX TeHOMOB.

BaxxHo OTMETUTB, YTO TIPOLIECCHl 0Opa30BaHUSI MHO-
TOKOMITOHEHTHBIX TEHOMOB, BbISIBJIEHHBIE Y TTPOTE00AK-
TEPUii O-TPYIINbI, HE XapaKTePHBI 1S 3- U Y-TPYIII, XOTS
OHU, KaK U A-MPOTeo0aKTepUM, BKIIOUAIOT MHOXECTBO
cuMOMoTHYeCKUX (hopM, Harmpumep, [-puzoduu. bo-
Jiee Toro, B- u y-nmpoTeodaKTepUun UMEIOT pa3HOOOpa3-
HBbIE CHCTEMBI IJII BHYTPUT€HOMHBIX ITepecTpoek u ['TIT
(KOHBIOraTUBHbIE TU1a3MU/IbI, TPAHCAYLMpPYIOIe (haru,
TPAHCIIO30HbI U [S-371eMeHTBI), ONPeaeISTIOIINX aKTUB-
HYIO 3BOJIIOLIMIO TeHoMa. B 3Toii CBSI3M BaxkHO Moauep-
KHYTb, UTO TpaHcdopmMalusi B KJIETOUHbIE OPTaHEIbI
MpPOM30IILIa TOJBKO Yy Q-IIpoTeodakTepuit (OJIU3KUMU
ponryaMy MUTOXOHIPUIA SIBJISIIOTCS MPEACTABUTENN T10-
psinkoB Rhizobiales u Rickettsiales; Georgiades, Raoult,
2011) 1 He BbIsIBIIEHA Y [3- U Y-TIPOTEOOAKTEPUIA.

Boicokue TeMIibl TEHOMHOW 3BOJIIOLIMU PU300MIA
CO3J1aI0T TIPEAITOCHUTKN JIJISI MOBBIIIEHUS 3 OEKTUB-
HOCTH cuMOuoTrieckoil N,-GbuKcalliy U orpenesnse-
MOTO eil BIUsIHUS OaKTepuil Ha MPOTyKTUBHOCTD pacTe-
HUM. DTO MOBBIIIEHNUE CBI3aHO C MEPEXOI0M pU300Uii
K “alIbTpyUCTUUECKOI” CTpaTeruu cuMOro3a, KoTopasi
XapaKTepu3yeTcs 00pa3oBaHMEM HECITOCOOHBIX K pa3-
MHOXEHHMIO 0aKTEpOUIOB, aKTUBHO (puKcHupyrommx N,
B COCTaBe CUMOMOCOM — aHaJIOTOB KJIETOYHBIX Opra-
Het (de la Pena et al., 2017). Mx u3yyeHune nMeeT Bax-
HOE 3HaYeHUE [IJI51 pa3pabOTKHU METOAOB KOHCTPYUPOBA-
HUSI BBICOKO3((HEKTUBHBIX MUKPOOHO-PACTUTEIbHBIX
CHUCTEM CeJIbCKOX03UCTBEHHOTO Ha3HAYeHUsI, OMHUM
U3 HaIpaBJIeHUA KOTOPOTO MOXET CUMTAThCS CO3IaHNE
N,-ukcupyomux opraHes, CTabUIbHO MOAAEPXUBa-
eMBIX KieTkoii-xo3smHoM (Lopez-Torrejon et al., 2016).
OTU OpraHeljibl, BbISIBJIEHHBIE Y HEKOTOPBIX OJHOKJIE-
TOUHBIX 3yKapuoT (Braarudosphaera bigelowii), o cBoeit
TeHETUYECKOUM OpraHu3aluu OJIM3KU K MUTOXOHIPUSIM
u wiactunam (Coale et al., 2024). IToaToMy nepcrek-
TUBHBIM HallpaBjieHueM OUOTEXHOJIOTUU PACTeHUI MO-
JKeT CUMTaTbCsl BBEJEHUE Mif-T€HOB B UX MOCTOSIHHBIE
KJIETOYHbIE OPTaHesUIbl, MPEAIIECTBEHHUKM KOTOPbBIX
(a-mIpoTeobakTepun U IMaHOOAKTEpUM) ObIIIN, IO BCEM
BUAMMOCTH, CLIOCOOHBI K (pUKCcALIMX MOJEKYISIPHOTO
asora.
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Poccun B pamkax Comtamenust Ne 075-15-2021-1055
oT 28 ceHts10ps1 2021 1. 0 mpeaocTaBIeHUU T'paHTa

IMTPOBOPOB, AHIPOHOB

B (popme cyocuanu U3 dheaepaibHOro Ol0aKeTa Ha pea-
JIM3aluIo MpoekTa “MoOmim3anus TeHeTUIECKNX pe-
CYpPCOB MHUKpPOOpPraHM3MoOB Ha 0a3ze BemoMcTBeHHO
KOJIJIEKIIMY MOJE3HBIX MUKPOOPTAHU3MOB CEJIbCKO-
xo3giicTBeHHoro HazHaueHust (BKCM) npu ®I'BHY
BHUHNCXM c ucrnojib30BaHUEM CETEBOTO ITPUHIIMITIA
opraHm3anuun’”.

COBJIIOJEHUE DTUYECKHWX CTAHIAPTOB

Hacrogias cratbst He COIEpXUT Pe3yIbTaTOB UC-
CJIEAOBAaHUM C UCIIOJIb30BaHMEM XMBOTHBIX B KaUeCTBE
00BEKTA.

KOH®JIUKT MHTEPECOB

ABTOpBI 3ad4BJIAI0T, YTO Y HUX HET KOH(i)J'[I/IKTa
MHTCPECOB.

CITMCOK JIMTEPATYPHI

Onuwyx O.11., Kypuax O.H., Kumexauc A.K., Axceno-
eéa T.C., Andponos E.E., IIposopoe H.A. buopasHo-
oOpa3ue cuMOM030B, 00pa3yeMbIX KI1yOeHbKOBLIMU
OakTepusimu Rhizobium leguminosarum ¢ 6000BbBIMU
pacTeHUSIMU TaJIeTOMTHOTO KoMmIurekca // CenbCKo-
x03. 6uonorus. 2023. T. 58. Ne 1. C. 87—99.

Onischuk O.P., Kurchak O.N., Kimeklis A.K., Akseno-
va T.S., Andronov E.E., Provorov N.A., Biodiversity
of the symbiotic systems formed by nodule bacteria
Rhizobium leguminosarum with the leguminous plants
of galegoid complex // Agricultural Biology. 2023.
V. 58. Ne 1. P. 77-85.

IIposopos H.A., Andpornos E.E., Onuwyx O.11. ®opmbl
€CTECTBEHHOTO 0TOOpA, OIIPEIeISTIONIero TCHOMHYIO
9BOJIOIUIO KIYOeHbKOBBIX OakTepuit // ['eHeTuka.
2017. T. 53. C. 401—410.

Provorov N.A., Andronov E.E., Onishchuk O.P. Forms
of natural selection controlling the genomic evolution
in nodule bacteria // Rus. J. Genetics. 2017. V. 53.
P. 411-418.

Ilposopoe H.A., Onuwyx O.Il., Opeeav C.H., Kyp-
uak O.H., Yuxceeckas E.II., Bopooves H.U., 3amos-
ckasn T.B., Cumapos b.B. KoHcTpynpoBaHIE BBICO-
K03 (HEKTUBHBIX CUMOMOTUUYECKUX IITAMMOB 0aK-
TepUii: SBOIOIIMOHHEIC MOJEIN W TeHETHYCCKUE
ronxonsl // I'enernka. 2014. T. 50. C. 1273—1285.

Provorov N.A., Onishchuk O.P., Yurgel S.N., Kurchak O.N.,
Chizhevskaya E. P, Vorobyov N.I., Zatovskaya T.V., Si-
marov B.V. Construction of highly-effective symbiotic
bacteria: evolutionary models and genetic approach-
es // Rus. J. Genetics. 2014. V. 50. P. 1125—1134.

Berrada H., Fikri-Benbrahim K. Taxonomy of the rhizobia:
current perspectives // British Microbiol. Res. J. 2014.
V. 4. P. 616—639.

MUKPOBUOJIOTHUA tomM93 Ne6 2024



TEHOMHAS DBOJIOLIUS A-TTIPOTEOBAKTEPUI B CUCTEME CUMBUO3A

Bobay L.M., Ochman H. The evolution of bacterial ge-
nome architecture // Front. Genet. 2017. V. 8. Art. 72.

Bromfield E.S.P, Cloutier S., Hynes M.F. Ensifer canaden-
sis sp. nov. strain T173T isolated from Melilotus albus
(sweet clover) in Canada possesses recombinant plas-
mid pT'173b harboring symbiosis and type IV secretion
system genes apparently acquired from Ensifer medi-
cae // Front. Microbiol. 2023. V. 14. Art. 1195755.

Broughton W.J., Jabbouri S., Perret X. Keys to symbiotic
harmony // J. Bacteriol. 2000. V. 182. P. 5641—5652.

Cervantes L., Bustos P, Girard L. Santamaria R.1., Ddvi-
la G., Vinuesa P., Romero D., Brom S. The conjuga-
tive plasmid of a bean-nodulating Sinorhizobium fredii
strain is assembled from sequences of two Rhizobium
plasmids and the chromosome of a Sinorhizobium
strain // BMC Microbiol. 2011. V. 11. Art. 149.

Coale T.H., Loconte V., Turk-Kubo KA., Vanslembrouck B.,
Mak W.K.E., Cheung S., Ekman A., Chen J.H., Hag-
ino K., Takano Y., Nishimura T., Adachi M., Le Gros
M., Larabell C., Zehr J.P. Nitrogen-fixing organelle
in a marine alga // Science. 2024. V. 384. P. 217—-222.

Daley D.O., Whelan J. Why genes persist in organelle ge-
nomes? // Genome Biol. 2005. V. 6. Art. 110.
https://doi.org/10.1186/gb-2005-6-5-110

de la Penia T., Fedorova E., Pueyo J.J., Lucas M.M. The
symbiosome: legume and rhizobia co-evolution to-
ward a nitrogen-fixing organelle? // Front. Plant Sci.
2017. V. 8. Art. 2229.

Denison R.F, Kiers E. T. Lifestyle alternatives for rhizo-
bia: mutualism, parasitism, and forgoing symbiosis //
FEMS Microbiol. Lett. 2004. V. 237. P. 187—193.

Fagorzi C., llie A., Decorosi F, Cangioli L., Viti C., Men-
goni A., diCenzo G.C. Symbiotic and nonsymbiotic
members of the genus FEnsifer (syn. Sinorhizobium)
are separated into two clades based on comparative
genomics and high-throughput phenotyping // Ge-
nome Biol. Evol. 2020. V. 12. P. 2521-2534.

Georgiades K., Raoult D. The rhizome of Reclinomonas
americana, Homo sapiens, Pediculus humanus and
Saccharomyces cerevisiae mitochondria // Biology
Direct. 2011. V. 6. P. 55.

Giovannoni S.J., Tripp H.J., Givan S., Podar M., Vergin K. L.,
Baptista D., Bibbs L., Eads J., Richardson T.H., Noor-
dewier M., Rappé M.S., Short J.M., Carrington J.C., Ma-
thur E.J. Genome streamlining in a cosmopolitan oce-
anic bacterium // Science. 2005. V. 309. P. 1242—1245.

Gonzdlez V., Santamaria R.1., Bustos P, Herndndez-Gonzdlez
1., Medrano-Soto A., Moreno-Hagelsieb G., Janga S.C.,
Ramirez M A., Jiménez-Jacinto V., Collado-Vides J., Ddvi-
la G. The partitioned Rhizobium etli genome: genetic and
metabolic redundancy in seven interacting replicons //
Proc. Natl. Acad. Sci. USA. 2006. V. 103. P. 3834—3839.

Hacker J., Kaper J.B. Pathogenicity islands and the evolu-
tion of microbes // Annu. Rev. Microbiol. 2000. V. 54.
P. 641—-679.

Herndndez-Oaxaca D., Claro-Mendoza K.L., Rogel M. A.,
Rosenblueth M., Velasco-Trejo J.A., Alarcon-Gutiér-
rez E., Garcia-Pérez J.A., Martinez-Romero J.,

MUKPOBUOJIOTHUA  tomM93 Ne6 2024

687

James E. K., Martinez-Romero E. Genomic diversity
of Bradyrhizobium from the tree legumes Inga and Ly-
siloma (Caesalpinioideae-Mimosoid clade) // Diver-
sity. 2022. V. 14. Art. 518.

Karunakaran R., Haag A.F, East A.K., Ramachandran V.K.,
Prell J., James E.K., Scocchi M., Ferguson G.P.,
Poole PS. BacA is essential for bacteroid development
in nodules of galegoid, but not phaseoloid legumes // J.
Bacteriol. 2010. V. 192. P. 2920—2928.

Koonin E. V., Wolf Y.1. Genomics of bacteria and archaea:
the emerging dynamic view of the prokaryotic world //
Nucl. Acids Res. 2008. V. 36. P. 6688—6719.

Kumar N., Lad G., Giuntini E., Kaye M. E., Udomwong P.,
Shamsani N.J., Young J. P, Bailly X. Bacterial geno-
species that are not ecologically coherent: population
genomics of Rhizobium leguminosarum // Open Biol.
2015. V. 5. Art. 140133.

Kuzmanovié¢ N., Fagorzi C., Mengoni A., Lassalle F., diCen-
zo G.C. Taxonomy of Rhizobiaceae revisited: proposal
of a new framework for genus delimitation // Int. J.
Syst. Evol. Microbiol. 2022. V. 72. Art. 005243.

Laranjo M., Alexandre A., Oliveira S. Legume growth-pro-
moting rhizobia: an overview on the Mesorhizobium
genus // Microbiol. Res. 2014. V. 169. P. 2—17.

Liang J., Hoffrichter A., Brachmann A., Marin M. Com-
plete genome of Rhizobium leguminosarum Norway,
an ineffective Lotus microsymbiont // Stand. Genom-
ic Sci. 2018. V. 13. Art. 36.

Lopez-Torrejon G., Jiménez-Vicente E., Buesa J.M., Her-
nandez J.A., Verma H.K., Rubio L.M. Expression
of a functional oxygen-labile nitrogenase compo-
nent in the mitochondrial matrix of aerobically grown
yeast // Nat. Commun. 2016. V. 7. Art. 11426.

MacLean A.M., Finan T.M., Sadowsky M.J. Genomes
of the symbiotic nitrogen-fixing bacteria of legumes //
Plant Physiol. 2007. V. 144. P. 615—622.

Moreno E. Genome evolution within the alpha Proteobac-
teria: why do some bacteria not possess plasmids and
others exhibit more than one different chromosome? //
FEMS Microbiol. Rev. 1998. V. 22. P. 255-275.

Mornico D., Miché L., Béna G., Nouwen N., Verméglio A.,
Vallenet D., Smith A.T., Giraud E., Médigue C., Mou-
lin L. Comparative genomics of Aeschynomene symbi-
onts: insights into the ecological lifestyle of nod-inde-
pendent photosynthetic bradyrhizobia // Genes. 2012.
V. 3. P. 35-61.

Naito M., Pawlowska T.E. Defying Muller’s ratchet: an-
cient heritable endobacteria escape extinction through
retention of recombination and genome plasticity //
mBio. 2016. V. 7. Art. e02057-15.

Oda Y., Larimer EW., Chain P.S., Malfatti S., Shin M.V,
Vergez L.M., Hauser L., Land M. L., Braatsch S., Beat-
ty J.T., Pelletier D.A., Schaefer A.L., Harwood C.S. Mul-
tiple genome sequences reveal adaptations of a phototro-
phic bacterium to sediment microenvironments // Proc.
Natl. Acad. Sci. USA. 2008. V. 105. P. 18543—18548.

Okazaki S., Noisangiam R., Okubo T., Kaneko T., Oshima K.,
Hattori M. Genome analysis of a novel Bradyrhizobium



688

sp. DOA9 carrying a symbiotic plasmid // PLoS One.
2015. V. 10. Art. e0117392.

Ormeiio-Orrillo E., Martinez-Romero E. A genomotaxono-
my view of the Bradyrhizobium genus // Front. Micro-
biol. 2019. V. 10. Art. 1334.

Ormeiio-Orrillo E., Servin-Garcidueiias L.E., Rogel M.A.,
Gonzdlez V., Peralta H., Mora J., Martinez-Rome-
ro J., Martinez-Romero E. Taxonomy of rhizobia and
agrobacteria from the Rhizobiaceae family in light
of genomics // Syst. Appl. Microbiol. 2015. V. 38.
P. 287—-291.

Parent M.A., Goenka R., Murphy E., Levier K., Carreiro
N., Golding B., Ferguson G., Roop R.M., Walker G.C.,
Baldwin C.L. Brucella abortus bacA mutant induces
greater pro-inflammatory cytokines than the wild-type
parent strain // Microbes Infect. 2007. V. 9. P. 55—62.

Perry B.J., Sullivan J.T., Colombi E., Murphy R.J.T.,
Ramsay J. P., Ronson C.W. Symbiosis is-lands of Lote-
ae-nodulating Mesorhizobium comprise three radiating
lineages with concordant nod gene complements and
nodulation host-range groupings // Microb. Genom.
2020. V. 6. Art. 81419.

Provorov N.A. Genetic individuality and inter-species altru-
ism: modelling of symbiogenesis using different types
of symbiotic bacteria // Biol. Commun. 2021. V. 66. P.
65—71.

Provorov N.A., Andronov E.E., Kimeklis A.K., Onish-
chuk O. P, Igolkina A.A., Karasev E.S. Microevo-
lution, speciation and macroevolution in rhizobia:
genomic mechanisms and selective patterns // Front.
Plant Sci. 2022. V. 13. Art. 1026943.

Provorov N.A., Tikhonovich I.A. The prospects for Symbi-
ogenetics: emergence of superorganismal genomes and
reconstruction of cellular evolution (mini-review) //
Biol. Commun. 2023. V. 68. P. 49—55.

Reeve W., O’Hara G., Chain P, Ardley J., Briu L., Nande-
sena K., Tiwari R., Copeland A., Nolan M., Han C.,
Brettin T., Land M., Ovchinikova G., Ivanova N., Mav-
rommatis K., KoMarkowitz V., Kyrpides N., Melino V.,
Denton M., Howieson J. Complete genome sequence
of Rhizobium leguminosarum bv. trifolii strain WSM 1325,
an effective microsymbiont of annual Mediterranean
clovers // Stand. Genom. Sci. 2010. V. 2. P. 347—356.

Rey EE., Harwood C.S. FixK, a global regulator of mi-
croaerobic growth, controls photosynthesis in RAo-
dopseudomonas palustris // Mol. Microbiol. 2010.
V. 75. P. 1007—1020.

Riley A.B., Grillo M. A., Epstein B., Tiffin P, Katy D.H.
Discordant population structure among Rhizobium
divided genomes and their legume hosts // Mol. Ecol.
2022. V. 32. P. 2646—2659.

Rome S., Fernandez M.P., Brunel B., Normand P.,
Cleyet-Marel J.C. Sinorhizobium medicae sp. nov. iso-
lated from annual Medicago spp. // Int. J. Syst. Bacte-
riol. 1996. V. 46. P. 972—980.

Saikia S.P., Jain V., Khetarpal S., Aravind S. Dinitrogen
fixation activity of Azospirillum brasilense in maize
(Zea mays) // Curr. Sci. 2007. V. 93. P. 1296—1300.

IMTPOBOPOB, AHIPOHOB

Sameshima R., Isawa T., Sadowsky M.J., Hamada T.,
Kasai H., Shutsrirung A., Mitsui H., Minamisawa K.
Phylogeny and distribution of extra-slow-growing
Bradyrhizobium japonicum harboring high copy num-
bers of RSa, RSP and 1S1631 // FEMS Microb. Ecol.
2003. V. 44. P. 191-202.

Schmeisser C., Liesegang H., Krysciak D., Bakkou N.,
Le Quere A., Wollherr A., Heinemeyer 1., Morgen-
stern B., Pommerening-Roser A., Flores M., Palacios R.,
Brenner S., Gottschalk G., Schmitz R.A., Brought-
on W.J., Perret X., Strittmatter A.W., Streit W.R. Rhizo-
bium sp. strain NGR234 possesses a remarkable num-
ber of secretion systems // Appl. Environ. Microbiol.
2009. V. 75. P. 4035—4045.

Schneiker S., Perlova O., Kaiser O., Gerth K., Alici A., Alt-
meyer M. O., Bartels D., Bekel T., Beyer S., Bode E.,
Bode H.B., Bolten C.J., Choudhuri J.V., Doss S., El-
nakady Y. A., Frank B., Gaigalat L., Goesmann A.,
Groeger C., Gross E, Jelsbak L., Jelsbak L., Kalinowski J.,
Kegler C., Miiller R. Complete genome sequence of the
myxobacterium Sorangium cellulosum // Nat. Biotech-
nol. 2007. V. 27. P. 1281—1289.

Schuldes J., Rodriguez-Orbegoso M., Schmeisser C., Krish-
nan H.B., Daniel R., Streit W.R. Complete genome se-
quence of the broad-host-range strain Sinorhizobium
fredii USDA257 // J. Bacteriol. 2012. V. 194. P. 4483.
https://doi.org/10.1128/jb.00966-12

Sprent J.I. Nodulation in Legumes. London: Kew, Royal
Botanic Gardens, 2001. 102 p.

Tian C.F, Zhou Y.L., Zhang Y M., Li Q.Q., Zhang Y.Z.,
Li D.F, Wang S., Wang J., Gilbert L.B., Li Y. L.,
Chen W.X. Comparative genomics of rhizobia nodu-
lating soybeans suggests extensive recruitment of line-
age-specific genes in adaptations // Proc. Natl. Acad.
Sci. USA. 2012. V. 109. P. 8629—8634.

Tsyganova A. V., Seliverstova E. V., Onischuk O.P., Kur-
chak O.N., Kimeklis A.K., Sazanova A. L., Kuznetso-
va 1.G., Safronova V.1I., Belimov A.A., Andronov E.E.,
Tsyganov V.E. Ultrastructural features of symbiotic
nodules of relict legumes // Plants and microbes: the
future of biotechnology / Ed. Tikhonovich I.A. Ufa:
Acad. Initiative Center, 2018. P. 246.

Vinardell J. M., Acosta-Jurado S., Zehner S., Gottfert M., Beck-
er A., Baena I., Blom J., Crespo-Rivas J.C., Goesmann A.,
Jaenicke S., Krol E., McIntosh M., Margaret 1., Pérez-Mon-
tario F, Schneiker-Bekel S., Serrania J., Szczepanowski R.,
Buendia A.M., Lloret J., Bonilla 1., Piihler A., Ruiz-
Sainz J.E., Weidner S. The Sinorhizobium fredii HH103
genome: a comparative analysis with S. fredii strains dif-
fering in their symbiotic behavior with soybean // Mol.
Plant-Microbe Interact. 2015. V. 28. P. 811—-824.

Wang E.T., Rogel M. A., Garcia-de los Santos A., Martinez-
Romero J., Cevallos M.A., Martinez-Romero E. Rhizo-
bium etli bv. mimosae, a novel biovar isolated from
Mimosa affinis // Int. J. Syst. Bacteriol. 1999. V. 49.
P. 1479—1491.

Wang S., Hao B., LiJ. Gu H., Peng J., Xie F., Zhao X.,
Frech C., Chen N., Ma B., Li Y. Whole-genome

MUKPOBUOJIOTHUA tomM93 Ne6 2024



TEHOMHAS DBOJIOLIUS A-TTIPOTEOBAKTEPUI B CUCTEME CUMBUO3A 689

sequencing of Mesorhizobium huakuii 7653R provides genomes provide insight into niche adaptation //
molecular insights into host specificity and symbio- Genes. 2012. V. 3. P. 576—602.

sis island dynamics // BMC Genomics. 2014. V. 15. Wongdee J., Boonkerd N., Teaumroong N., Tittabutr P., Gi-
Art. 440. raud F. Regulation of nitrogen fixation in Bradyrhizo-

Whittle M., Barreaux A.M.G., Bonsall M.B., Ponton F., bium sp. strain DOA?9 involves two distinct NifA regu-
English S. Insect-host control of obligate, intracellu- latory proteins that are functionally redundant during
lar symbiont density // Proc. Biol. Sci. 2021. V. 288. symbiosis but not during free-living growth // Front.
Art. 20211993. Microbiol. 2018. V. 9. Art. 1644.

Wisniewski-Dyé F., Lozano L., Acosta-Cruz E., Borland S., Young J. PW., Jorrin B., Moeskjzer S., James E.K. Rhizobium
Drogue B., Prigent-Combaret C., Rouy Z., Barbe V., brockwellii sp. nov., Rhizobium johnstonii sp. nov. and
Herrera A.M., Gonzdlez V., Mavingui P. Genome se- Rhizobium beringeri sp. nov., three genospecies within
quence of Azospirillum brasilense CBG497 and com- the Rhizobium leguminosarum species complex // Int. J.
parative analyses of Azospirillum core and accessory Syst. Evol. Microbiol. 2023. V. 73. Art. 005979.

OB30PHbI

Genomic Evolution of a-Proteobacteria in the Symbiotic System

N. A. Provorov!, E. E. Andronov" *

TAll-Russia Research Institute for Agricultural Microbiology, Saint-Petersburg, 196608, Russia
*e-mail: eeandr@gmail.ru

One of the major strategies for evolution of bacteria, accompanied by pronounced changes in their
genetic organization, is the formation of symbioses with eukaryotes. They provide their micropartners
with nutrients and ecological niches, in which bacteria implement trophic or protective functions used
by their hosts. Acquisition of the ability for symbiosis is associated with formation of specialized sym gene
systems, which is often accompanied by a modification in bacterial genome structure. In nodule bacteria
(rhizobia) — N,-fixing symbionts of leguminous plants, most of which belong to a-proteobacteria
of order Hyphomicrobiales, the symbiogenic changes in genomes vary depending on the taxonomic
position. In the evolutionarily primary rhizobia of family Bradyrhizobiaceae, which emerged directly
from free-living N,-fixers, transition to symbiosis is accompanied by a significant (1.5—2 times) increase
in the genome size. However, their genomes retain a unitary structure: in the majority of Bradyrhizobium
strains, more than 95% of genes are located in chromosomes. In the secondary rhizobia of family
Phyllobacteriaceae (Mesorhizobium, Phyllobacterium), which emerged by transfer of sym genes into soil
bacteria, various stages were revealed for formation of multipartite genome harboring a significant
part of genes in extrachromosomal elements (ECE) — plasmids and chromids. The most pronounced
multicomponent genome structure is found in the Rhizobiaceae family (Rhizobium, Sinorhizobium,
Neorhizobium), in which the total size of ECEs containing sym genes can exceed the size of chromosome.
In these bacteria, transfer from tropical to temperate ecosystems was accompanied by narrowing the
host specificity, however, modification of genome structure was revealed only in Sinorhizobium, in which
the proportion of ECE increases up to 51% of genome. Such genomes were also revealed in associative
(rhizospheric, endophytic) N,-fixers of genus Azospirillum, in which ECE comprise up to 60% of a
genome. The irreversibly differentiated N,-fixing cellular forms, bacteroids formed by rhizobia are
included into the temporary organelles, symbiosomes considered as precursors of N,-fixing organelles
which are revealed in some protists and are probably may be constructed for the crop plants.

Keywords: nodule bacteria (rhizobia), N, fixation, evolution of symbiosis, unitary and multipartite genomes,
plasmids and chromids, horizontal gene transfer, bacteroids and symbiosomes, cellular organelles, construction
of N,-fixing plants
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