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HHCTUTYT OMOXMMUH U TEHETHKH — 000CO0JICHHOE CTPYKTYPHOE mojpasenenue deaepaibHOro rocy1apcTBEHHOrO
OIO/KETHOTO HAYYHOTO YUPESKICHUS Y PHUMCKOTO (eIepaIbHOTO CCIeI0BATENbCKOTO IeHTpa Poccniickoil akagemMun
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Pesiome

buoruteHky ciyxat Ui MHOTHX OakTepuil (U3MUECKUM 0apbepoM OT TOKCHYHBIX COCMHEHHUH M 3alIUTON
OT HEONAarompHATHBIX YCIOBHH OKpyxkamomed cpensl. Kpome Toro, mist KIyOSHBKOBBIX OaKTepwHid
(pu3006mii) OumoruieHKOOOpa3oBaHWE SABISAETCS (AKTOPOM, ONPENEISIOIUM KOHKYPEHTOCIIOCOOHOCTD
IITAMMOB pH300MHl B TOYBEHHBIX YCIOBMSAX. B 3TOM mpoliecce HEMalIOBaKHYIO pOJb WIPAIOT
sx3ononucaxapuasl  (OIIC), Ouwocuntes u QyHkumum kotopeix it Rhizobium leguminosarum Ha
CETOHSIIHUM IeHb W3yYeHbl HEJIOCTATOYHO, B OTIaHYne, Hanmpumep, oT Sinorhizobium meliloti. B nanuoi
CTaTbe pacCMOTpeHa OCHOBHas MH(popMmamus o cTpykrype u OmocmnTtese JIIC y R. leguminosarum,
onuceiBaroTcsi ocHoBHbIe (yHKimu OIIC, a Takke SKCHEPUMEHTHI C T€HaMH, CBS3aHHBIMU C CHHTE30M
OIIC, ¢ uenpro MoaUpHUKAIIMHA OHOTIEHKOOOPa30BaHMs, B TOM YHCIIE IS Ieleld OMOTEeXHOIOTHH.
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Resume

For many bacteria, biofilms serve as a physical barrier against toxic compounds and protection against
adverse environmental conditions. In addition, for nodule bacteria (rhizobia), biofilm formation is a factor
determining the competitiveness of rhizobia strains in soil conditions. In this process, an important role is
played by exopolysaccharides (EPS), the biosynthesis and functions of which for Rhizobium
leguminosarum are currently insufficiently studied, unlike, for example, Sinorhizobium meliloti. This
article discusses basic information about the structure and biosynthesis of EPS in R. leguminosarum,
describes the main functions of EPS, as well as experiments with genes associated with the synthesis of
EPS, with the aim of modifying biofilm formation, including for biotechnology.
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Brenenne

Pu3obun - 310 rpamMoOTpHIATENBHBIC TOYBEHHBIE
OakTepuy, IpUHAIIEKANINE K o- U PB-poTeobaKTepusm,
KOTOPBIE M3BECTHBI CBOEH CIIOCOOHOCTHIO (DOPMUPOBATH
a30TPUKCHPYIOMIHE KIyOSHPKH B CUMOHO03¢ ¢ O00O0BBIMU
pacteHusiMH. ['eHOM OOJNBIIMHCTBA PU300HMHA COCTOWUT U3
XPOMOCOMBI U HECKOJIBKHX TIa3MUA. [ eHbI, CBSI3aHHBIC C
(dbopMupoBaHreM CcHUMOMO3a, OOBIYHO PACIIONIATAIOTCS B
OJHOW W3 IUIa3Muj (Tak Has3bpIBaeMas, CUMOMOTHUYECKAs
wasMpza WM pSym) HIM B XpOMOCOME B BHJE
cuMOnoTHYECKHX 0CcTpoBKOB [Long, 1996; Masson-Boivin
et al, 2009]. IMomumo pSym, AOpyrue YacTd TEeHOMA
pU300Mii, B YaCTHOCTHM HECUMOWMOTHYECKHE TIIa3MUJIBbI,
MOTYT YY9acTBOBaTh B ()OPMHPOBAHUH CHUMOHOTHICCKHUX
B3aUMOOTHOIIEHHUH, KOJUPYS JIOMOJHUTENbHbIE (aKTOPbI,
Takie  KaKk  OeNKW-aqre3WHbl HW  [OBEPXHOCTHBIC
TIOJTMCaXapHIbl, KOTOpbIC BIIUSIIOT Ha
KOHKYPEHTOCIIOCOOHOCTE ¥ pa3BUTHE 3((EKTHBHOTO
cuMOmo3a,  OCOOGHHO B ciydaec  oOpa3oBaHUsA
HeJeTEPMUHUPOBAaHHBIX ~ KiIyOeHskoB [Downie, 2010;
Gibson et al., 2008; Lopez-Guerrero et al., 2012; Skorupska

et al., 2006; Wielbo et al., 2010; Wielbo et al., 2007].
[ToBepxHOCTH PU300HATHHBIX KIETOK COICPIKUAT

MHOXECTBO TrnoJjmcaxapuaion, TaKuX KakK
JIMIIOTIoJInCaxapuabl, KarcCyJIsipHbIC nmojmcaxapuabl,
reico 6p33yIOHII/I€ nojincaxapu/ibl, 3K30IOJHUCAXaPpUIbL

(OI1C), K-anturensl, nukinudeckue B-(1,2) riokaHel u
rimokoManHansl [Janczarek, 2011; Laus et al., 2006;
Skorupska et al., 2006]. DIIC pu3obwuii pasHOOOpa3HbI U
00b19HO mTaMM-cnennuaHsl. OHU MPEACTaBISAIOT COO0H
TeTePOIOIMMEPBI,  COCTOSIIME M3  JHHCHHBIX KU
Pa3BETBJIICHHBIX MOBTOPSIONIUXCS €IUHUI], COJEpPKAIIUX
MOHOCaxapuibl, Takue kak D-rirokosa, D-ramakrosa, D-
MaHHO3a, L-pamuo3a, D-rmokyponoBas kucimora u D-
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rajakTypoHoBasi  Kuciorta. VHorga  MoHoOcaxapHbl
OBIBAIOT 3aMEIICHBI JAPYTHMHU HE YIJIEBOJHBIMH
rpynnaMu (HarnpuMep, aueTw, TUPYBHI, CYKIIMHMI U 3 3-
ruapokcubyranow) [Canter Cremers et al., 1991; Laus et
al., 2005; O’Neill et al., 1991; Robertsen et al., 1981].
HeonHOpoaHOCTh  DK30IONHMCAXapUIHBIX CTPYKTYp, a
TaKKe pasHOOOpasWe TIMKO3UIHBIX CBA3EH M CTCIICHH
MOJIMMEPHU3aLUH 00yCcnaBIMBaoT CJIOKHOCTD
6uocunTetHueckoro mytu DIIC [Janczarek, 2011].

OnHum u3 HauboJee M3y4EHHBIX
pm3obuaneneix  OIIC  sgBisieTcs  CYKIMHOTJIMKAH,
NPOAYLUPYEMBIH Pa3IMYHBIME IITaMMaMu Sinorhizobium
meliloti, Agrobacterium u Alcaligenes. Crpykrypa
CYKI[MHOTJIMKaHa, CHHTe3upyemoro mrammamu S. meliloti
SU47, Rml021 u YE-2 wusyuena peranbHo. JlaHHBIN
MOJIMMEP COCTOMT M3 OKTacaXapUAHBIX MOBTOPSIOLIMXCS
€AMHUL], coaepXKamux | rajakTo3Hbll M 7 TIIOKO3HBIX

ocratkoB, coeauHenHeix B-1,3; B-1,4 wu  B-1,6
[JIMKO3UJHBIMU  CBsi3siMH. [Ipu  3TOM B KavecTBe
3aMeCTUTE]ed B COCTaBE€ MOBTOPSIOIIEHCA €IMHHIIBI
MOryT  OBbITh  aleTHJbHbIC,  NHPYBHJbHBIC WU
cykiuHUIbHbIE Ipynnbl [Gonzalez et al.,, 1996; Matulova
et al, 1994; Mendrygal, Gonzalez, 2000]. Kpome
CYKIIMHOTJIMKaHa, O0ObIYHO o0o3Havaemoro OIIC-1,

mrrammer S. meliloti moryt npoayuposats Bropoi DI1C,
Ha3pIBa€MBIH ramakToriokanom uian DIIC-2. DIIC-2
CONICPXKHUT TJIOKO3HBIC ¥ TajJaKTO3HbIC OCTATKU B
cootHomrenuu 1:1, coemmrenneie o-1,3 and (-1,3
TJIMKO3UIHBIMH CBSI3sIMH. B ero cocraBe Takke MOTYT
MPUCYTCTBOBATh AICTUIIBHBIE W MUPYBUJIBHBIC TPYIIIIBI
[Ghosh, Maiti, 2016; Her et al., 1990; Rinaudi, Gonzalez,
2009; Sorroche et al., 2010]. BIIC, npomymupyeMblit
wrammom  Rhizobium  sp. NGR234 CXOJEH ¢
CYKITMHOTJIMKAHOM: TIOBTOPSIOIIUECs equHUIIBI 9TuX DI1C

>



Ok3ononucaxapuasl Rhizobium leguminosarum — kpatkuii 0630p

MPaKTHYECKN WACHTUYHBI, @ B KaueCTBE 3aMECTHTEINCH
O0OBIYHO TIPHCYTCTBYIOT alleTHWJIbHbIE W THPYBHJIbHBIC
ocratku [Djordjevic et al., 1986; Staechelin et al., 2006].
MHorMe  mTaMMBl  pPa3IMYHBIX ~ OWOTHIIOB R.
leguminosarum u R. etli uMeroT cxomHbIi cocTaB
Haubosnee uyacto cuHTesupyembix OIIC, xoTs cocras
3aMEMIAONINX TPYMI MOXKeT ObITh pa3nuuaeiM [Ghosh,
Maiti, 2016; Ivashina, Ksenzenko, 2012]. IIItammbr
Bradyrhizobium japonicum o6pasytor DIIC, comepxamiuii
TIIIOKO3Y, MAaHHO3Y, TaJlaKTO3y, TNIIOKYPOHOBYIO KHCIIOTY
1 4-O-MeTHITIIIOK03Y, TOTaa Kak B. elkanii npoayuupyet
3I1C, COCTOSIIITHI u3 paMHO3BI u 4-0O-
METHITIIIOKYPOHOBOM kucIoThl [Becker et al., 1998;
Bomfeti et al., 2001; Karr et al., 2000]. Taxxxe uHTEpECEH
(dakT, YTO HEKOTOphIC INTaMMBEI pPH300MH 00pa3yroT
¢dopmer IIIC, pasnuyarommecs Mo MOJCKYJIIpPHON macce.
Tak nmBe (OpPMBI - BBICOKOMOJCKYISIPHBIC IOJUMEpPHI U
HU3KOMOJIEKYIISIPHBIE OJIMTOCAaXapuibl — BBIIEICHBl M3
KyabTypamsHbix  kmakocreir S, meliloti  [Rinaudi,
Gonzalez, 2009], Rhizobium sp. NGR234 [Staehelin et al.,
2006], R. leguminosarum bv. trifolii [Ciesla et al., 2016],
Rhizobium sp. GRH2 [Lopez-Lara et al, 1993], B.
japonicum [Louch, Miller, 2001]. Hecmotpst Ha Goibimoe
KOJIMYECTBO PadOT, TOCBSIMIECHHBIX BIMSHUAIO Pa3THIHBIX
T'CHOB Ha cOCTaB W MoJieKyisipHyro Maccy DIIC, Bce emie
He HaiimeHo 53(¢deKTUBHBIX CHOCO00B MOIM(PHUKAINN
cuatesa JIIC B pu3oOMANBHBIX KIETKaX C IICIBIO
JIATTbHEHIIIEro MPUKITAIHOTO NPUMEHEHHUS
TpaHC(HOPMHUPOBAHHBIX MITAMMOB. BOJBIIMHCTBO cTaTel
OTIMCHIBAIOT MYTaHTHBIE IITAMMBI, B KOTOPBIX 3KCIIPECCHUs
TeX WJIN MHBIX TeHOB, y4acTByrmmX B Ouocuutese DIIC,
3a0JIOKMpOBaHa. 3a4yacTylo IM0J00HBIE LITAMMBI TEPSIOT
CBOIO KOHKYPEHTOCIIOCOOHOCTh M HE MOTYT BCTYHaTh B
MIOJIHONIEHHbIE CHUMOMOTHYECKHE B3aMMOOTHOIIEeHUs. B
CBSI3U C OTUM HCCIENOBaHHS B O0OJAaCTH YCHUIICHHS
npousBoactBa JIIC, a Taxxke maMeHeHus: coctaBa JIIC
pU300Mi HECOMHEHHO aKTyaJbHbl M OTKPBIBAIOT HE
TOJIBKO HOBBIE MEPCHEKTHBHI B 00JaCTH OMOTEXHOJIOTHH,
HO M IIO3BOJIIT TIPHHECTH HOBBbIE (yHIAMEHTaJIbHbIC
3HaHMS 00  OCHOBaX  PErylIUH  TPOIXYKIUH
9K30TIOJINCAXAPUIOB Y KITYOCHBKOBBIX OaKTEpHii.

Censl, yuactByroiune B cunrese DIIC y R. leguminosarum

3nanus o 6uocunTese DIIC ObUIM TONTYydYEHBI B
pesyabTare BCECTOPOHHHUX HCCIIeIOBAaHUI
CYKIMHOTJIMKaHa, mnpou3Boaumoro S. meliloti u, B
MeHBIIIEN crenenu, u3 ucciemonanuii cunresa DIIC B R.
leguminosarum [Janczarek, 2011; lvashina, Ksenzenko,
2012] Ecau TOBOPHTH KPaTKO, TO TEHBI, YUACTBYIOIIHE B
OHOCHHTE3e OSK30IOJIMCAXapUIOB, MHOTOYUCICHHBI |
(bOPMUPYIOT KPYIHBIE KJIACTEPHI, PACIIONIOKECHHBIC THO0 B
xpoMocoMme, 6o B Meramiazmuaax [Finan et al., 2001;
Gonzalez et al., 2006; Krol et al.,, 2007; Young et al.,
2006]. I'enetnueckuit koHTpoabh Ouocunresa DIIC B R.
leguminosarum OBUT JTHIIP YACTHYHO PACKPHIT BO BpEMs
uccienoBanuss (GYHKIHMNA TPYIIBI TeHOB, HAa3BaHHBIX PSS
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resl (or aHri. «polysaccharide synthesis»). ¥V R.
leguminosarum ocuoBHO# Habop reHoB GuocuuTe3a JIIC
(6omee 20 renoB) obpasyer kimactep Pss-1 B xpomocome
[Gonzalez et al., 2006; Krol et al., 2007; Young et al.,
2006]. O6macts Pss-1 comepWT TeHBI, KOAMUPYIOLIHE
OenKku, OTBETCTBEHHBIC 3a cuHTe3 cyobemuunn JIIC (3a
UCKITIOYCHHEM  PSSA, KOTOpBIH  KomupyeT  Oellok,
OTBETCTBCHHBIH 3a J00aBICHHE TIIOK030-1-pocara
nonunpeHuiadocdary Ha nepBoit cragum cuHreza IIIC
[Janczarek, Rachwal, 2013; Krol et al.,, 1998] u remsi,
NPOXYKTHl KOTOPBIX OTBETCTBEHHBI 3a COOpKY H
tpancropr DIIC [Mazur et al., 2002; Mazur et al., 2003;
Mazur et al., 2005; Marczak et al., 2006].

Knactep Pss-l odeHp KOHcepBaTHBeH U
npakTuyecku uaeHtudeH y R. leguminosarum bvs. trifolii
u viciae, a Taxxke Rhizobium etli. IlomoOuas
KOHCEPBAaTHBHOCTh OOBIYHO HE SBIIACTCS CIyYaHBIM
NpU3HAKOM, M, CKOpee BCEero, JaeT aJalTHBHOE
TpenMyIecTBO GakTepransHO# kietke [Guerrero et al.,
2005]. Takum obpazom, 0ObeANHEHHE OCHOBHOTO Hadopa
resoB EPS B «kjmactep, BeposATHO, OTpaXkaeT WX
CKOOPAMHUPOBAHHYIO  JKCHPECCHI0 W PEryIsIHIo,
OCYIIECTBIISIEMOE KaK Ha TPAHCKPUIIMOHHOM, TaK M Ha
MOCTTPAHCKPUIIIMOHHOM YPOBHSIX, B 3aBUCHMOCTH OT
MHOTOYHMCIICHHBIX ~ (DAKTOPOB  OKpYKAIOWIEH  CpeJibl
(BKJIIOUAs CBET), a TAKXKe CKOPOCTH POCTAa M Pa3THYHBIX
cTpeccoBbIX BosjeicTBuil [Janczarek, 2011; Bonomi et
al., 2012; Ciesla et al., 2016; Mendrygal et al., 2000].

o nHenmaBHero BpeMeHH B Kiactepe Pss-l1 R.
leguminosarum ObuTH  WACHTHQUIUPOBAHBI JIHMIIL JBa
reia €xoB m ex05, OTBeTCTBEHHBIE 3a CHHTE3
npeamecrsenHukoB  OIIC.  exoB  kommpyer YJ®-
TIIFOK030-4-31uMepasy, HeoOxoaumyto st cuaTe3a Y J1D-
rajlakTo3bl, KOTOpasl SBJISETCS JOHOPOM 3TOTO caxapa B
cuareze OIIC u Apyrux moamcaxapuaoB, COICPIKAIINX
rajakto3y [Canter Cremers et al., 1990; Sanchez-Andujar
et al., 1997]. Myraur exoB mnpoxyumpyer DIIC 6Ge3
OCTaTKOB TaJaKTO3bl M MpPAaKTHYECKH HE CIOCOOEH
MIPOHUKATh B KOPHM pacTeHHi. Taxoke OBUIO BBIABIICHO,
YTO JAHHBIH MYyTaHT GopMHpPYeT NeheKTHBIE KITyOCHBKH.
I'en exo5 xomupyer VYJId-rmoko3ozxeruaporeHasy,
KoTopasi oTBedaeT 3a npeBpauieHue YJID-riaoko3bl B
YV A®-T1r0KypOHOBYIO KHUCIIOTY. Mytant exo5
XapaKkTepu3yeTcs U3MEHEHHUSIMHU B CoCTaBe
OakTepHaIbHON KIETOYHOW CTEHKH M HAPYIICHUSAMH IIPH
(dopmupoBanuu cumbuosa [Laus et al., 2004]. Drot
MyTaHT He crmoco0eH cuHTe3upoBate HH Y[ D-
TIIOKYPOHOBYI0, HU Y JID-ragakTypOHOBYIO KHUCIOTHI, H,
Kak craencrteue, He mpousBoguT HU OIIC, Hu
KaTCyIsPHBIX TTOJICAaXapuI0B, a B ero
JUIOTIONICaXapuiaX He  XBaTaeT  TraJlaKTypOHOBOIA
kucioTel [Laus et al., 2004, Muszynski et al., 2011].

BonpimHeTBO reHOB Kiactepa Pss-1 koaupyrot
Oenku-ruko3wnTpancdepassl. Ha ceromgasmmamii  eHB
Mao wHpopMarmu O (GYHKIUSX JaHHBIX OCIKOB B
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puzobusix [Lombard et al., 2014], omnako GyHKIUH
HECKOJIBKUX TJIMKO3WITpaHC(epas, KOAUPYEMBIX BHYTPH
u 3a npenenamu kinacrepa Pss-1 B R. leguminosarum bv.
trifolii  6butn  wccnemoBansl. Cpemu HHX —Hamboliee
W3YY4EHHBIM  SIBJSIETCS  TIMKO3WI-H30mpeHmpochaT
TpaHcdepaza PssA, mHunmammsupyromas cunrtes OIIC
yTeM nepeHoca ocrarka TJIIOKO3BI Ha
noymnpenmidpocdar  [Janczarek, Rachwal,  2013;
Janczarek, Skorupska, 2003]. pssA sBiseTcss O4YEHb
KOHCEpPBATHBHBIM T'€HOM, IPUCYTCTBYIOIIUM BO BCEX
Bugax R. leguminosarum [van Workum et al.,, 1997,
Borthakur et al., 1988; lvashina et al., 1994; Janczarek,
Skorupska, 2003], a Taxxe B ApYTUX OIU3KOPOJACTBEHHBIX
Buaax, takux kak Rhizobium etli u Rhizobium gallicum
[Janczarek et al., 2009]. CymecTByeT Takke runoresa oo
yuactuu PssA B perymnun mmaael DIIC [Janczarek,
Skorupska, 2003]. Myraiuu B reHe PSSA TMOJHOCTHIO
omokupyror  Oumocuutes OIIC wm  mpuBOgiIT K
(dopmupoBannto MycThIX (0e3 OakTepuii) KIyOCHBKOB Ha
KOpPHSIX pacTeHHWH-X035€B, KOTOPBIE B HOpPME 00OpasyroT
KITyOCHBKH HEIeTePMUHHPOBAHHOTO THIA (KJIEBEp, TOPOX
u Buka) [Rolfe et al., 1996; van Workum et al., 1997;
Janczarek et al., 2009]. Tpauckpumms pPsSA ex planta
HaxXOJUTCS Ha OYeHb HU3KOM YPOBHE, YTO TOBOPHT O TOM,
YTO IKCIpEccHs AaHHOTO KirouyeBoro st cuHresa DIIC
reHa HaXOAWTCS TOJ CTporoi perymsimuen [Janczarek u
Skorupska, 2004]. Kpome Toro, okKcmpeccust PSSA
HaXoJUTCA Ha OYCHb HHU3KOM, IOYTH HEOIPEACIACMOM
ypoBHe BHyTpu KiyOeHbpkoB [Latchford et al.,, 1991;
Mimmack et al, 1994a; Mimmack et al., 1994b].

Ha mocnenyrommx »stamax cOopku DIIIC
y4acTBYIOT O€JKH, KOAWpYEMBbIE APYIMMH TE€HaMu [SS,
pacnojiokeHHbIMM B Kinactepe Pss-I. B wactHOCTHM
TIIIOKYpOHO3WI-B-1,4-rmko3unTpancdepasa PssDE
MEPEeHOCHT TJIIOKYPOHOBYIO KHCIIOTYy Ha TJIIOKO3Y, a
JOPYroil OCTAaTOK TJIFOKYPOHOBOI KHCIOTBI MEPEHOCHUTCS
[IIOKYpOHO3uI-B-1,4-rarokyponosuntpancdepasoii PssC.
Myrauuu B reHax, KOJUPYIOLIHX JaHHbIE
TIIMKO3WITpaHcdepasbl, MOTYT HPUBECTH K IIOJHOMY
nHrHOnpoBannio cuHTe3a OIIC MM CHUKEHUIO YPOBHS
CHHTE3a, KaK B Clydae MyTaHTa C JAC(PEKTHBIM TI'€HOM
pssC. Boamoxho, wmyraums psSC He Onokupyer
nonHocThi0  OmocmHTe3 OIIC, Tak kKak  (QyHKOUK
COOTBETCTBYIOIIEH TITUKO3WITpaHchepassl TyOIupyOTCs
npyrum  Genkom [Marczak et al, 2017]. ®depmenrsr,
y4acTBYIOIIME B TIOCIEAYIOIMIMX CTaAusAX CHHTE3a
cyoremann DIIC, mogpobHO He mccnenoBamich. Becema
BEPOSITHO, YTO HEKOTOPBIE U3 PSS-TEHOB, PACHOJIOKEHHBIX
B Kiacrepe Pss-I, KomupyroT Tarke MIMKO3MITpaHchepassl
(pssF, pssG , pssH, pssl, pssJ u pssS) [Janczarek, 2011;
Krol et al., 2007, Sadykov et al., 1998]. JIpyrue pss-reHsl,
NPUCYTCTBYIOIME B 3TOM KJacTepe, Takue Kak PSSR,
KOJIMPYIOIIMH TPEIIONI0KHUTENBHO alleTHITpancdepasy u
pssM,  komupyrommi — KeTaiab-MpyBaTTpanchepasy,
Haubojee  BEpOSITHO  YJacTBYIOT B  J00aBJIEHUH
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HEYTJIEBOMHBIX 3aMecTuTeneii k cyobequnaumam OIIC.
HenaBHo Oplma monaTBepXkaeHa poib TreHa PSSM B
moaudukarmu OIIC u cumbuoze R. leguminosarum c
pacTeHusIMH Topoxa. MyTalusi 3TOro reHa HMpUBOAMIA K
(hopMupoBaHHUIO HE (PUKCHPYIOMINX a30T KIYOCHBKOB H3-
3a HapylIeHHs IpoLeccoB 00pa3oBaHUs OaKTEpPOHIOB
[lvashina et al., 2010]. Dtu paHHBIE MOKA3ajiM, YTO
akcnpeccust PSSM y R. leguminosarum umeer periaroree
3Ha4YeHHe s (GopMHpOBaHMS M pa3BUTUS CcUMOHO3a
[Janczarek et al., 2011].

Take B R. leguminosarum bv. viciae, 6but
WACHTU(HUINPOBAH  TeH ex0-344, KOJUPYIOIIHH
TJINKO3WITPaHC(epasy, OTBETCTBEHHYIO 3a J00aBJICHHUE
rajJakTo3HOTO ocraTka, KOTOpasl, BO3MOJXKHO,
3a7efiCTBOBaHa HAa  IMOCIEAHUX  dTamax  cOOpKH
cyobeauuui; OIIC [Breedveld et al., 1993]. MyranT exo-
344 nemoHcTpupyeT (HEHOTHUI, OUYCHB ITOXOXKHI Ha €X0B-
MYTaHT, TOCKOJIEKY OH NPOAYLHUPYET CYOBEIMHHUIIBI, HE
MMEIOIINE TEPMUHATBHON TJIaKTO3BI.

Hecmotpst Ha, Kkasamoce Obl, Oosblioe
KOJIMYECTBO pabor, HOCBSIIIEHHBIX U3YYCHHUIO
TIIMKO3UITpaHchepas, MEXaHH3MBI JeHCTBYS,

cyOcTpaTHas CrHeUU(UYHOCTh, JOMEHHAs CTPYKTypa M
B3aMMOJCHCTBUS MEXIy TIIMKO3WITpaHCdepasaMd H
JpYrUMHU OEJIKaMH OCTalOTCs BCE €IlIe HE PaCKPBITBIMH
[Marczak et al., 2017].

INonmumepuzamuss u  BbiaeneHue OIIC  Ha
TMMOBEPXHOCTDH KIICTKH OCYIIECTBIIAIOTCA CHCTEMOU
CeKpelny, COCTOSsIIIeH, 1O MEHbIIeH Mepe, W3 Tpex
O6enkoB, komupyembix reHamu PSST, pPsSN u  pssP,
o6pasyromux orepor pssTNOP [Krol et al., 2007]. bemok
PssP siBisieTcst OCHOBHBIM KOMIIOHEHTOM JI@aHHOM CHCTEMBI
[Mazur et al., 2002]. denerust pSSP moIHOCTBIO OTMEHSIET
npoaykmuro  OIIC B R.  leguminosarum.  PssT
MpeaCTaBsieT co00i MHTETrpalbHBIN OEOK BHYTpPEHHEH
MeMOpaHbl, MyTalus B O3TOM TeHE NPHBOIAUT K
nepenpounssoactey DIIC [Mazur et al,, 2003]. Tperwuii
KOMITOHEHT 3TOM CHCTEMBI CEKPELIUH, TUNONPOTEUH PssN,
SIBJISIETCSI HAPY)KHBIM MeMOpaHHbIM OellkoM, N-KOoHIeBas
CHT'HAJIbHAS TIOCIIEI0BATEIFHOCTh KOTOPOTO HallpaBJieHa B
nepuIuia3MaTieckoe mpocrpancTeo [Marczak et al.,
2006]. Kpome TOro, BBICKAa3aHO IPEANOJIOKEHHE, UYTO
Oemok PssL  mMoxer OBITh ONHMM M3 KOMIIOHEHTOB
BBIIIIEOTIMCAHHOM cucTeMbl cekperuu [Mazur et al., 2005].

I'en pssO - gpyroii ren omepona pssTNOP
KoIupyeT OeJIoK, HalaeHHbIH auib B R. leguminosarum u
R. etli, xotopeiii BeIgesseTCS GaKTEPUAMH HAPYXy, HO
ocTaeTcsl MPUKPEIUICHHBIM K Kietkam [Marczak et al.,
2008]. Myrauter pssO we mpoaymmpytor OIIC u
o0pa3yroT Ha pacTeHMSX KIeBepa KIyOCHbKH, He
criocoOHble K (uKkcanmu a3oTa, YTO YyKa3blBaeT Ha
BaXHOCTBH Oemka PssO mist cuaTesa n/nmm neperoca DIIC.

[TomMuMo reHOB PSS, ONMCAHHBIX BBIIIE, IPyrHe
reHsl, HeoOxoauMmeble i cuaTe3a DIIC Takke HaxXOOsATCS
B kiacrepe Pss-1. K uum otHOcsTest renst plyA u prsDE,
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pacrnonoxennsie Omm3ko k pssCDE [Krol et al., 2007].
I'ensl prsDE koqupyrOT KOMIIOHEHTBI CUCTEMBI CEKPELIUU
Oenka Tuma I, KOTOpBIA XapakTepeH A BceX BUIOB R.
leguminosarum, a Ttaxke R. etli, S. meliloti u
Agrobacterium tumefaciens [Downie, 2010]. Ora cucrema
CeKpelHHU TMPOSBISET aTHIHYHO LIMPOKYIO CYOCTpaTHYIO
cnenu(pUIHOCTh, JKCIOPTUPYS N0 MeHbImedl mepe 13
BEIIECTB, cpeau KOTophix rirokaHaswel (PlyA, PlyB m
PlyC), puzobuansHsie anre3noHnsie 6enku (RapA2, RapB
u RapC) u 6emok NodO [Finnie et al., 1997; Finnie et al.,
1998; Ausmees et al., 1991; Krehenbrink, Downie, 2008].
I'mukosmnrunponassl PlyA u PlyB pacmemmmor JIIC,
B Ha ux mporeccudr [Krehenbrink, Downie, 2008;
Zorreguieta et al., 2000]. Myraut prsD mnpoayuupyert
OIIC c¢ Gosee BBHICOKOH CTENEHBIO MOIMMEPH3ALNH, YeM
LITaMM JUKOTO THIIA, ¥ BBI3BbIBAET 00pa30BaHue OOJIBILIOTO
KOJIMYEeCTBa KITyOCHBKOB, HE CIIOCOOHBIX K (DUKCAUU
azora [Finnie et al., 1997].

Perynsuums 6uocunresa OIC B R. leguminosarum

Hannsie o perymsuuu 6uocuntesa DIIC B R.
leguminosarum ogens ¢pparmentapssl. J[o cux mop ObIIO
ONHCaHO JIMIIb HECKOJIBKO  PETYNISTOPHBIX TI'EHOB,
Y4YacTBYIOUIMX B 3TOM mporecce. K HUM OTHOCSTCS JBa
reHa PSIA u PSFA, pacroJioXeHHbIE HA CHMOHMOTHYECKO
Merarmazmuae (PSym), u ressl €XOR, pssB, rosR u expR,
pacrmoyioxkeHHble Ha Xxpomocome R. leguminosarum
[Mimmack et al., 1994a; Mimmack et al., 1994b;
Borthakur, Johnston, 1987; Reeve et al., 1997; , Janczarek
et al., 1999; Janczarek, Skorupska, 2007; Edwards et al.,
2009].

psiA (ren MHrHOMPOBaHUS CHHTE3a
moyimcaxapuna) M PSrA (TeH CTUMYIUpPOBAaHHS CHHTE3a
moJrMcaxapuia) ObIIH BIIEpBBIE OOHapyKeHBI Ha pSym R.
leguminosarum bv. phaseoli, Hexganexo ot yuarckos hod-
nif, ywactByrommx B 0Opa3oBaHWM KIyOEHBKOB U
¢ukcaruu azora [Borthakur, Johnston, 1987]. Xors
myTamuss B PSIA  He Buustor Ha cuHTes OIIC,
JIOTIOJIHUTENHBIE ~ KOINMHM  3TOT0 TeHa  IOJHOCTBIO
uarubupyror  cunre3 OIIC  u  mpemoTBpamaoT
o0pa3oBaHHe KIIyOCHFKOB Ha  pacTeHHSIX  (acoim
[Latchford et al., 1991; Mimmack et al., 1994a, Mimmack
et al, 1994b, Borthakur, Johnston,  1987].
Narubupyromuii 3GGeKT I0TOTHUTEIBHBIX KOMUH PSIA
NPEOJ0JIeBACTCS MIPU HAIMYMH HECKOJIBKUX Komuil PSrA
i PssA reunos [Latchford et al., 1991; Mimmack et al.,
1994a). DT10 yKa3pIBaeT Ha TO, YTO I MPABHIBHOU

mponykimu ~ OIIC  TpebyeTcs  cOamaHCHpOBaHHOE
KOIMM4YecTBO Komuit PSIA, PSSA u psrA. PSiA, ckopee
BCero, (YHKUMOHUPYET KaK IOCTTPAHCISIINOHHBIA
unrubutop PSSA [Janczarek, 2011].

Bropoii PETYIATOP PsrA, KOTOPBIH

MIPUHAUISKUT K CEMEHCTBY PEryJsTOPOB TPaHCKPHUIILINY,
nojaBisier TpaHckpumnmmio PSiA [Mimmack et al., 1994b;
Borthakur, Johnston, 1987]. MyrtanT pSrA mpomynupyet
yMeHblleHHoe konuuecTBo OIIC 1o cpaBHEHHIO C
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TaMMOM  JUKOTO  THOA, 4YTO  yKa3blBaeT Ha
MOJIOXKUTENIPHOE BIMsAHKUE 3TOoro redHa Ha cunre3 DIIC.
[ITaMMbl ¢ HECKOJILKUMH KOTIHSMH TE€HOB PSIA u PSiA
BBI3BIBAIOT OOpa30BaHHWE HA PACTCHUSIX KIIYOCHBKOB, HE

CHocoOHBIX ~ (UKCHPOBAaTH  a30T. OTH  JaHHEBIE
CBHUJICTEIBCTBYIOT O TOM, 4YTO PSIA, cKopee Bcero,
uaTHONpyer  mpoxykmumio  OIIC B kiyOeHbKax,

HETIOCPEICTBEHHO OJIOKUPYS dKCIpecHio reHa PSrA. I'eHsr
PSiA u PSrA GpuTH WACHTH(OUIIMPOBAHBI HCKITIOYHUTENHHO
Ha miasmuge pSym R. leguminosarum bv. phaseoli, uro
yKa3bIBa€T Ha TO, YTO 3TOT PETYISTOPHBIA MeXaHH3M
crieruryIeH TOIBKO JIst 3Toro 6uoTnma [Janczarek et al.,
2009; Borthakur, Johnston, 1987].

IMpoussoacteo JIIC B R. leguminosarum
TaKKe OTPHLATENBHO perymupyercs. €XOR myrant R.
leguminosarum bv. viciae mpousBoaut B 3 pasa Gouiblie
OIIC, wem mramm mukoro tuna [Reeve et al., 1997],
OJIHAKO OH HHAYLUpPYeT Kak 3((EeKTHBHBIC, TaK W HE
(ukcupyromue a3oT KIYOSeHBKH Ha PacTEeHHSIX ropoxa
[Janczarek, 2011].

I'en pssB, mno-Bumumomy, ydacTByeT B
oTpuuarensHo perymsiuuu cuHtesa OIIC, omHako ero
TOYHAs POJIb B ATOM IIPOLIECCE HE yCTaHOBJIeHAa. MyTaHT
pssB mpoxymupyer OGompme DIIIC, dem mukuii THI, H
BbI3BbIBAET OOpa3oBaHMe He  (QUKCHpYIOIUMX  a30T
KIyOeHBKOB Ha KieBepe u Buke [Janczarek et al., 1999;
Ivashina et al., 1996; Kutkowska et al., 2007], Toraa xax
JIOTIOJIHATENbHBIE KOMHMU JTOTO TeHa MPUBOIAT K
ocranoBke mpomusBojacTBa ODIIC [Janczarek, Skorupska,

2001]. pssB komupyer OeoK, NpHHALIEKAIUAN K
CEMEHUCTBY (docdaras HWHO3UTOIMOHO(p0oC(hHATOB,
MPUCYILIX Kak MIPOKapUOTHYECKUM, TaK u

sykaproTnueckum opranmsmam [Kutkowska et al., 2007;
Janczarek, Skorupska, 2001]. B ki1eTkax MIEKOIHTAIOIIIX
9TH  (epMEHTHI  OTBETCTBEHHBI 32  TPEBpAICHHE
MHO3UTONIMOHO(oOC]ATa B HMHO3MTON, HO HX pOJb B
MeTabonu3me pu3o0uii He sicHa. PSSB, Bunumo, yuactByet
B TOJJCPKAHMHM BBICOKOTO YPOBHS HMHO3UTONA Kak B
OakTeprounax, Tak ¥ B Kiyoenbkax. C Apyroil cTOpoHsbl,
KaTaboNM3M HWHO3WTOJNA BaXEH JMUIA BBDKHMBAHUA H
KOHKYPEHTOCIIOCOOHOCTH pHu300ui, 4TO UMeeT
peliaroniee 3Ha4YeHUE YISl YCIICHIHOTO CTAHOBJICHUS
cumbuno3sa [Janczarek, Skorupska, 2001].

Henasao B xpomocome R. leguminosarum bv.
trifolii GbuT WaiimeH reH roSR, KOTOpBIH, MO-BHANMOMY,
UrpaeT KIIOYEBYIO poJib B peryiasuuu cuate3a OIIC

[Janczarek, Skorupska, 2007]. DtoT TreH oOueHb
KOHCEpBATHBEH M TNPUCYTCTBYeT B TI'E€HOMAaX BCEX
MTAaMMOB, TpUHAAISKAMUX TpeM  OuomBapam  R.

leguminosarum u 6nu3kopoacTBeHHbIM Buiam R. etli u R.
gallicum [Janczarek et al., 2009; Bittinger et al., 1997].
Taxke rosR R. leguminosarum umeer 3HAYHMTEIBHOE
cxozacTBo ¢ ros A. tumefaciens [Chou et al., 1998], rosAR
A. radiobacter [Hussain, Johnston, 1997] u mucR S.
meliloti [Keller et al., 1995]. Bce 3T reHbl KOAUPYHOT
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pEeTyIATOpPHl  TPAHCKPUILMH,  NPHHAUISKANNE K
cemeiicTBy 0OenkoB Ros/MucR, koTopble y4acTBYIOT B
perymsinuu cunTe3a OIIC. MccnenoBanus nokazanu, 4To
RosR R. etli Biusier Ha 3kCnpeccro MHOTHX T'€HOB, B TOM
9qHUCIe TEX, KOTOPbIE OTBETCTBEHHBI 33 CHHTE3 U
MoubuKaluio nojaucaxapuaos (exoB, prsD, pssK u plyA)
[Bittinger, Handelsman, 2000]. Myramust B rosR R.
leguminosarum bv. trifolii mpusoguT x cymecrBeHHOMY
cHmkeHuio cuHte3a OIIC, Toraga Kak JOMOJHUTCIBHBIC
KOIIMM 3TOT0 TeHa TPHBOAAT K MOYTH JBYKPaTHOMY
yBenuyenuro [Janczarek et al, 2009; Janczarek,
Skorupska, 2007], uro ykaspiBaeT Ha TO, 49TO0 FOSR
(GYHKIMOHHMPYET  KaK  ITOJIOKUTEIBHBIA  PEryisTop
mpousBojacTBa JIIC. Takxe mokazaHo, yTo MyTarus rosR
R. leguminosarum bv. trifolii nmpuBoauT K CHUXEHHIO
3G QPEKTUBHOCTH  KOJIOHHM3AIMM KOPHEBBIX  BOJIOCKOB
KJIEeBepa JaHHBIMH OaKTEpUSIMH, OJHAKO, HECKOJBKO
KOTMHA  TreHa rosk 3HAYNUTEIHHO MOBBIIIAIOT
KOHKYPEHTOCIIOCOOHOCTh pu300uii u 3((eKTUBHOCTH
00pazoBaHus KIIyOCHBKOB, TIOATBEPXK/asl KIIFOUEBYIO POJIb
rosR B cum6Grose [Janczarek et al., 2009].

YpoBeHb 3KclpeccHn TeHa FOSR 3aBHUCHT OT
pa3nuuHBIX (DAaKTOPOB OKpyxkKaromield cpemsl [Janczarek,
Skorupska, 2007; Janczarek, Skorupska, 2009; Janczarek,
Skorupska,  2011]. B  mnpucyTcTBUM  TIIIOKO3BI
TpPaHCKpUMIUS FOSR  3HAYMTENBPHO CHMKAETCA, YTO
yKa3blBae€T HA PETYISLUI0 JKCIPECCHU JAHHOIO TeHa
yTeM KaTaboJIMuecKoit penpeccuun [Janczarek,
Skorupska, 2009]. Kpome Toro, TtpaHckpumnmus FosR
YBEJIMYMBACTCS B IPUCYTCTBUM KOPHEBBIX OJKCCYAATOB
kneBepa u aktuBatopa NodD [Janczarek, Skorupska,
2011]. Cunre3 DOIIC B R. leguminosarum 3aBucHT OT
KOHIeHTpanmuu  (ocdaroB, aMMOHHS, PACTHTEIBHBIX
(I1aBOHOMIIOB M BHJIa WMCTOYHMKA yriepona [Janczarek,
Skorupska, 2009; Janczarek, Skorupska, 2011; Wielbo,
Skorupska, 2008]. VYBemnuenme cuuTesa OIIC B
NPUCYTCTBUHM  (DIABOHOMJIOB,  TIIHLEPUHA W TpH
OTpaHWYCHHOM KoimdecTBe hocdopa onocpenyercs rosR,
Ybsl TPAaHCKPHIILUS TaKXKe 3HAYMTENILHO BO3pacTacT B
9TUX YCIOBHUSIX. OTO, MO-BUANMOMY, CBSI3aHO C
MOJIOKUTENbHOW perymsinueld RosR  axcripeccun  pssA
[Janczarek, Skorupska, 2007] u pempeccueit skcmpeccuu
reHoB eXOR wm pssB, momaBmsronmmx cuHTes  OIIC
[Janczarek, 2011]. Bo3aMoxHO, TOT (akKT, YTO KOpHEBbIC
9KCCYHAThl, HENOCTaTOK (OoCc(aToB M aMMOHHS TaKKe
BJIMSAIOT Ha TPAHCKPHIIIUIO HEKOTOPBIX PSS-reHOB (PSSA,
pssB, pssO u pssP), taxke omocpemoBan paboToit rosR
[Janczarek et al., 2009; Wielbo et al., 2004].

HccnenoBanus 1mokazanu B OOJIBIIMHCTBE
CIIydaeB TIOJIOKUTENBHBIA A(PQPEKT (IaBOHOUAOB U
npoaykrtoB nod-rermoB Ha mpoussoactso OIIC B R.
leguminosarum wu S. meliloti, wro mnpeamonaraer
HenocpenacTBeHHoe ydactue OIIC B «MonekynspHOM
Uanorey MEXAy pacTeHneM H puzobusmu [OBubIHa,
TuxonoBuu (Ovtsyna, Tikhonovich), 2004]. Opnaxo
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TIOJIOKUTETIbHOE BIMSHUE (IIAaBOHOMIOB HA TNPOAYKIHIO
OIIC He Tak oxaHo3HayHO. Hampumep, Bo3nelcTBHE
TeHUCTenHa - 3((EKTHBHOTO HMHAYKTOpa NOC-TeHOB -
OpUBOAUT K CcHIDKeHHro Beipabotku JIIC B S. fredii
HH103. C gpyroit croposl, cBepxdKcipeccust rena NolR,
perynupytomiero  paboty  nod-reHoB,  OKa3bIBaeT
MoJIOXUTEIbHOE BiusiHUEe Ha cuHTe3 OI1C B 3TOM IITamMMe
[Vinardell et al., 2004; Chen et al., 2005].

Pop OIIC B o6pa3zoBanuu GroruieHok R. leguminosarum
IMomo6bno ppyrum  GakrepuansHbiM — OIIC,

puszobuaneHsle  OIIC  wrparorT BaXHY0 pojib B
o00pa3zoBaHUH OHMOTUICHOK, dopMupyst ~ MaTpmHKC,
cyxamuid  pU3MYeCKUM  0apbepoM  OT  TOKCHYHBIX
COCOUHEHWH W 3allMOIAOIIAN OT HeOIarompHATHBIX
ycioBuil okpyxkaromiei cpezpl [Rinaudi, Giordano, 2010].
Myrarms B psSA R. leguminosarum, kiro9eBOM TeHe st
cuare3a OIIC, mMONHOCTBIO OJIOKHPYET IMPOU3BOJCTBO
3TOTO ToJiMcaxapuaa u obpaszoBanue OmorieHOK. Kpome
Toro, it (HOPMUPOBaHHS OHOIUIEHOK OYECHb BaXKCH
pasmep OIIC. DTo moarBepkaaercss Tem (HakTOM, UYTO
MyTaHTsI 10 TeHam prsD, prsE, plyB u plyBplyA, kotopsie
npou3Bo AT Oosee muHHBIE JIIC, YeM TUKHE ITaMMBI,
He MOTyT 3pdexTuBHO popmMupoBaTh OnomieHkn [Russo
et al., 2006]. Taxxe MoKa3aHO, YTO MITAMMBI C MYTAIIUSIMU
B reHax prsD u prsE, xomupyromux xoMmnoHeHTs PrsD-
PrsE cumcremMBr cekpemuu, cHocoOHBI 0Opa3OBHIBATH
TOJILKO He3penble OnoruieHkd. Kpome Toro, myranuu B
renax plyA u plyB, KoOTOpwle KOAMPYIOT TIIFOKaHA3HI,
pacmerusiiomme  OIIC,  3amemstor  oOpazoBaHue
OmoruieHOK, a oOpa3oBaHHBIE OWOIDICHKH 00TaJaroT
aTHIIUYHON CTPyKTypod. Myrtammun B rOSR mpuBOAAT K
00pazoBaHI0 OMOIIIIEHOK, KOTOPBIE B 3HAUUTEIHLHON Mepe
OTIUYAIOTCS OT OWOIUICHOK, O00pa3yeMbIX IUKUM
ITaMMOM, HECOBEPILIEHCTBOM CTPYKTYPBI U CHHIKEHUEM
JKU3HECTIOCOOHOCTH KJIETOK, YTO IMOATBEPKAACT BAXKHYIO
poJib FOSR B hopmupoBanuu GuoruieHok [Janczarek et al.,
2010; Janczarek, Skorupska, 2011].

Kpome Toro, oOpazoBanue OuoruieHok y R.
leguminosarum perynupyercs KOJINYECTBOM
MUTATENBHBIX BEIIECTB M CTPECCOBBIMH  (PaKTOPaAMHU.
Konrenrpanuu ¢ochaTtoB U aMMOHUS, THUI HCTOYHHUKA
yriaepoma W TPHUCYTCTBHE (IIABOHOMAOB PACTCHHIA,
HECOMHEHHO, BIHSIOT Ha 3()()EKTUBHOCTE (hOPMHUPOBAHUS
ouorutenok [Janczarek, Skorupska, 2011]. Yactuano 310
CBSI3aHO C M3MCHECHUEM B KOIIMYECTBE BBIPA0ATHIBAEMBIX
mpu  ganHblx  yenoBusax  OIIC. Ilomumo OJIIC, B
CO3peBaHNM OWOIUICHOK TakXKe YyYacTBYIOT IpYyTUe
nojmcaxapuJibl M KICTOYHBIC KOMITOHCHTLI pH306Hﬁ,
HanpuMmep Nod-QakTopel, KIyTHKA ¥ THIH, YTO
yKa3bpIBae€T Ha CJIOXHOCTh JAHHOTO mporecca [Rinaudi,
Giordano, 2010]. Beuio mokasaHo, 4TO MYyTallid B IeHax
celA (ywacTByer B cHHTe3e LEIUIIONIO3bI) M QMSA

(ygsactByeT B CHHTe3¢ TJIOKOMaHHaHa) y R.
leguminosarum MIPUBOJIAT K WHTUONPOBAHHUIO
oOpazoBaHusi OMOIJICHOK Ha KOPHEBBIX BOJIOCKaX
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pacTeHW#i, XOTsA o0Opa3oBaHHE OWOIUIEHOK in  Vitro
MPOUCXOAUT ©0€3 OTKIOHEHHWH, UYTO TMOATBEPIKIACT
3HAYUTEIbHYI0O pOJb  JAaHHBIX  IOJUCAXapUJIOB B

CUMOMOTHYECKUX B3auMojeicTBusx. [Janczarek et al.,
2009; Janczarek, 2011].

Pounp DIIC B 6060B0-pr306HaTBHOM CUMOH03€

XoTs  cymecTByeT — JOCTATOYHO  MHOTO
HCClleIoBaHui, rne paccMmarpuBarorcs posu OIIC B
cuMmbuno3se, 10 moiHoro mnoHuUMaHus ¢yHkmuid OIIC B
¢dopmupoBaHUN U (QYHKIIMOHHUPOBAHUN CUMOMOTHYECKUX
CHCTEM ellle JaleKko. Bbuio mokazaHo, 4TO KavyecTBO W
KOJIMYECTBO  ToymcaxapuaoB, ocoberHo JIIC wu
JIMIIOTIONINCAaXapuIOB,  BbIpaOaThIBAEMBIX  PHU300USIMH,
MOT'YT BJIMATH KaK Ha MX arrJIIOTUHALMIO STHX OaKTepuii,
Tak ¥ Ha o0Opa3oBaHMe OWOIUIEHOK Ha IOBEPXHOCTH
KOpHEN pacTeHul, 4YTO WrpaeT pelIallyl0 pojb Ha
HavaJbHBIX 9Tamax cumbuosa [Rinaudi, Gonzalez, 2009;
Sorroche et al., 2012; Bogino et al., 2013; Fujishige et al.,
2006]. Pomm DOIIC Ha HadYanpHBIX JTamax CUMOMO3a
MPEUMYIIIECTBEHHO M3y4aarch Ha mpumepe Sinorhizobium
meliloti u Rhizobium leguminosarum. MyrauTbl, KOTOpBIE
He mpomsBoamwin OIIC, MO BbI3BIBaTH CKPYYHBaHHSA
KOPHEBBIX  BOJIOCKOB, HO He  00pa3oBBIBAIM
nH(EKUHOHHBIX HUTEW M KiyOeHbkoB [Skorupska et al.,
2006; Jones et al., 2007; Cheng H.P., Walker, 1998; Leigh
et al., 1985; Rolfe et al., 1996; Battisti et al., 1992; Pellock
et al.,, 2000; Wang et al., 1999]. Taxxe moxazaHo, 4To
OIIC npuHAMAIOT y4acTHE B Pa3IMYHBIX dTarax pa3BUTHA
WHQEKUUOHHON HUTH, OaKTEepOMIOB M IOJABICHHH
HMMYHHOTO OTBeTa pacTeHus-xo3suna [Kelly et al., 2013;
Fraysse et al., 2003, Brewin, 2004, NBamiina u Kcenenxo,
2012, D'Haeze et al., 2004, Wicelbo et al., 2004]. Taxxe
OBUIO BBISBIICHO IIOJIOKUTENBHOE BIHMsSHHE ITamMMma R.
leguminosarum,  xotopeie  BbIpabarhiBan  Gouibliee
KOJIMYECTBO  JK30IONIMCaxapuaa ¢ Ooiee  BBICOKOM
CTCIICHBIO MOJMMEPU3aAH, YEM LITaMM JUKOI'O TUIIA, HA
OGuomaccy pacrenmii kiesepa [Mazur et al., 2003;
Marczak et al., 2013]. CymiecTByeT HECKOJNBKO pPador,
KOTOpbIe OBbLIM MOCBsIIEHBI crenupuuHocT 0000BO-
pH300MATIBHOTO CHMOKO03a, 00YCIOBICHHOTO CTPYKTYPOi
OIIC [Kawaharada et al., 2015; Kawaharada et al., 2017].
Bruto BeICKa3aHO mpenmnonoxenue, 9rto kommdectso JIIC,
BbIpa0aThIBaEMBIX PH300MSIMH, CBSI3aHO C ONTHMH3ALUeH
B3aMMOICHCTBHSI MHUKPOCHMOHMOHTAa C MaKpOCHMOHOHTOM
[Jones, 2012]. Takum o6pasom, DIIC 310 oOmMH U3
KJIIOYEBBIX (DAaKTOpOB U1 JOCTWXKEHHUS  YCIIEIIHOTO
B3aHMOJICHCTBHUS MEKAY CHMOMOTHYECKUMHU HapTHEPaMH
[Downie, 2010; Ghosh, Maiti, 2016; Skorupska et al.,
2006].

OIIC u GUOIIEHKH pyu300uii B OMopeMeauanuu
Bbuopemennanus MIPEACTABIISET coboit
ycTpaHeHHe, OOC3BPSIKMBAHHE WM TICPEBOJ B MEHEE
TOKCHYHYI0 (OpMY SKONOJUIIOTAHTOB C  TOMOIIBIO
OMOJIOTMYECKHUX IPOIEeccoB. JIaHHBIN METOJ ITOCTaTOYHO
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4acTO TNPHMEHSIOT B CIIy4asx 3arps3sHEHUs II0YB
TSHKEJIBIMU MeTaJlJIaMu (TM), WCIIOJIb3Ys
MHKPOOPTaHU3MBI M pACTEHUS M BOCCTaHOBJICHUS
OMOoJIOrMYEeCKO TPOJYKTHBHOCTH dKocucteMsl [Singh et
al., 2006, Lynch, Moffat, 2005].

Y  Oakrepuil  CyIIECTBYIOT  pasiM4HbIC
MEXaHU3MBI JUIs IPEOA0JIEHNS TOKCUYHOro AeiicTBus TM,
BKITIOYAss  MPOLECCHl  TAacCHBHOW  aacopOmmuM  Ha
MOBEPXHOCTH KJIETOK, WOHHBIH oOMeH,
KOMILTIEKCOOOpa3oBaHNe, XeJIaTHPOBAaHHE W OCAKICHUE.
BbakrepuanbHbie nmonucaxapuabl (B ToM umciae u OIIC)
SIBIISIFOTCS] OJHAMH U3 METaOOJIUTOB, KOTOPBIE IIPHHUMAIOT
HEMOCPECTBCHHOE ydacTue B cBs3biBaHuM TM [Ledin,
2000; Nocelli et al., 2016]. Byayun MOTHAHHOHHBIM IO
cBoeit npupoze, II1C 06pa3yroT KOMILIEKCH ¢ KAaTHOHAMHA
METaJJIOB, YTO NPUBOAUT K MX MMMoOMiau3auuu. boiee
toro, (QepmentaruBHas akTHBHOCTH OIIC  Takke
crocoOcTByeT aeTokcukamuyu TM myrem TpaHchopMaiyn
1 mocrenyroriero ocaxaenus [Pal, Paul, 2008].

VYuactuto OIIC  pasnuunblx OakTepuil B
netokcukanuy TM MOCBAIIEHO TOCTATOYHO MHOTO CTaTeH
[Flemming, Wingender, 2001; Kazy et al., 2002; Gonzalez
et al., 2010; Joshi et al., 2012], ogrnako DIIC puzobuii B
9TOM IUIaHE W3YJalIuch OYeHb Mano. JlaHHbIi (akT
SBJSIETCSL  JOCAIHBIM  YITYIIEHHEM, BO-TIEPBBIX, H3-3a
nmaryOoHoro BoszmeiictBms TM Ha cHMOMOTHYECKHE
NpPOLIECChl, YTO TpeOyeT JalbHEHIIero M3ydeHus
dhopmupoBaHUS YCTOWYMBOCTH PHU300WMH M pacTeHUU K
TM, BO-BTOpBIX, W3-33, HECOMHEHHO, OOIBIIOTO
MoTeHIMaa  0000BO-pH300MATBHOTO  cUMOMO3a B
¢duTopemenmanuu [Younis, 2007; benmnmos, TuxoHOBHY
(Belimov,  Tikhonovich), 2011]. Cpemu  pabor,
MOCBSIIIEHHBIX IOJINCaXapuaaM pU300WMH W pa3NuIHBIM
MeTaljIaM, MOXXHO YIOMSHYTh CTaThH MPO OCaXKIACHHE
METAIMYECKUX KaTHOHOB  DK30IOJHCaxapuaaMyu U3
mrammoB  Bradyrhizobium  [Corzo et al, 1994],
CBSI3bIBAHME WOHOB MapraHia, CBUHILA, IIMHKA M MEIU
KalCysIpHBIMA ~ TToscaxapuaamu w3 Rhizobium  etli
[Foster et al., 2000; Pulsawat et al., 2003], o6pa3oBanue
KOMIUIEKCOB C KaJMHEM BHEKJIETOYHBIMHU ITOJIMMEPHBIMHU
BemectBamu u3 S. meliloti [Slaveykova et al., 2010],
yeroiunBocTh RhizObium K BBICOKHM KOHIIEHTpALUAM
IIOMHHUS, omocpenyemast mponsBosctBoM JIIC [Avelar
Ferreira et al., 2012], u ucnons3oBanue IIIC S. meliloti
UL OYMINEHHWS CTOYHBIX BOJX OT OKCHIa Xpoma
[Szewczuk-Karpisz et al., 2014]. Taxxe 6bUTO MOKA3aHO,
yro DIIC, Beigenennsie u3 B. japonicum USDA110 u B.
elkanii USDA76, 3)()eKTHBHO CBSI3bIBAIOT MOHBI MarHus
[Osinska-Jaroszuk et al.,, 2018], 3IIC S. meliloti
o0ecrieuynBaeT yCTOHYMBOCTD IMITAMMOB 3THX OaKTepHil K
prytu u wmbimbsiky [Nocelli et al., 2016], a 3IIC
Rhizobium leguminosarum bv. ftrifolii 3ammmaer or
M30BITKA IIMHKA OaKTEpUHM KaK B CBOOOJHO JKHBYIIEM
COCTOSIHWY, TaK U Ha Pa3IMYHBIX 3TAlaX CAMOMOTHIECKUX
B3aumoeicteuii [ Kopycinska et al., 2018].
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O6pazoBanne OHOTIIIEHOK GakTepusiMn
noBbImaeT 3(G(GeKTUBHOCT, OMOpEMEANaIU, MOCKOIbKY
OmoruieHKa oOecreurBaeT aJanTaluio OakTepud K
HeONaronpusTHBIM YCIIOBHSM CPEAbl M TOBBIIIACT IIAHCHI
Ha BepkuBanue [Donlan, 2002; Costerton et al., 1995;
Singh et al, 2006]. Tax OwuomjeHKa MOIEPKUBACT
ONTHUMAaJIbHBII YPOBEHb pH, KOHLEHTPALHIO
PacCTBOPEHHBIX BEIICCTB MW PENOKC-TIOTEHIWAN, YTO
MO3BOJISIET KieTKaM 3()(EeKTHBHO MPOBOIUTH HPOLECCHI
muHepamm3zarmy  [Singh et al, 2006]. BuoruieHku
OakTepuii  OOBIYHO  HCHOJB3YIOTCS WISl COpOLUH
yraesogopogoB u  TM w3 Oonpmux — 0OBEeMOB
pa30aBICHHBIX  BOMHBIX  pPACTBOPOB, TakKWX  Kak
MIPOMBILIIEHHBIE M OBITOBBIE CTOYHBIE BOAbI [Singh et al.,
2006; Singh, Cameotra, 2004; Vu et al., 2009].

OO0pa3oBaHue OMOTUICHOK PH300HMSIMH B OTBET
Ha Bo3nmeiicteue TM, B OCHOBHOM, OOYCIOBIICHO
noBeimenueM  cunresa OIIC, opHako, 1o  Bcel
BHIVMOCTH, 3TO HE eAWHCTBEHHBIA (pakrop. Tak kagMuit
MOJIOKUTENIBHO BIMsET Ha (popMHpOBaHHE OHOIIIIEHOK
Gakrepueii Rhizobium alamii [Schue et al., 2011], Ho npu
9TOM He HaOmromaercs mMoBeimieHHe BEIpaboTkm OIIC.
Bbicokre  KOHLEHTpauuu  JKele3a  CIIOCOOCTBYIOT
obpaszoBannio Ouorutenkn S. meliloti Ha abuoTmueckux
MOBEPXHOCTSX, UYTO OSKCIHEPHUMEHTATOPHl  OOBSCHSIOT
W3MEHEHISIMA B paboTe TEHOB pETYIATOPOB YPOBHS
xKeJe3a U MeTabosM3Ma JKUpHBIX Kuciot [Amaya-Gomez
et al., 2015]. B skcmepumentax ¢ S. meliloti pryts u
MBIIIBSK CHOCOOCTBOBaMM (HPOPMHUPOBAHHUIO OHOIICHOK,
41O OBUIO OMOCpPENOBaHO yBenndeHueM BbipadoTku JIIC
[Nocelli et al., 2016]. Tor xe ¢akrop crocoGCTBOBAI
¢dopmupoBanuio GuoruteHok Rhizobium leguminosarum
bv. trifolii B8 mpucyrcTBUM TOBBIMICHHBIX KOHIICHTPAIHIA
unka [Kopycinska et al., 2018].

3aki0ueHue

Takum 00pa3oM, UCCICTIOBAHHUS, TOCBSIICHHBIC
(byH/IaMEHTaIbHBIM OCHOBaM PETYISIMUA POU3BOJICTBA
OIIC mrammamu pu3o0Ouii 1 GOPMUPOBAHHIO OHOIIIICHOK,
B TOM YHCJIC IIPH BO3JCHCTBUH TOKCHYHBIX KOHIICHTPALIUI
TM, HECOMHEHHO, BaXKHBI, KaKk JJIsI  CO3JaHHs
3P PEKTUBHBIX CUMOMOTHYECCKAX CHCTEM JUIS CEIBCKOIO
X03fCTBAa, TaKk W JUId NPUMEHEHUS PACTHTENLHO-
MHUKPOOHBIX CHMOHO30B B OMOpeMETHaInu.
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