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BBEJAEHUE

AKTYaJbHOCTH MPO0JIeMbI

B HacTosmee BpeMsi B KaueCTBE aJIbTEPHATHBBI XUMHUYECKAM YTOOPEHUSAM ISt
MOBBIIICHUS MPOTYKTUBHOCTH BAXKHBIX CEINBCKOXO3SIICTBEHHBIX KYJIBTYpP, @ TaKXKe HX
3alTUTHl OT (PUTOMATOTEHOB, MPUMEHSIOTCS OMOIUICHOYHBIE OMOYAOOPEHHUS, KOTOPHIC
IPEICTABISAIOT CO00M CTUMYyJHMpyIoIKe pocT pacrtenuii puszodakrepun (PGPR),
oOpa3ymolire MUKPOKOJIOHHWU Ha TOBEPXHOCTU KOpHEH pactenmii (Bepumuuna u np.,
2017a; Pathania et al., 2020). Baxubim npeactaButenem rpymmnbl PGPR sBistorces
pusochepnbie 6akTepun poaa Rhizobium, koTopsie crOCOOHBI BCTYNaTh B CUMOHMO3 C
000OBBIMH PACTEHHUSIMU U (PUKCUPOBATH aTMOC(HEPHBIN a30T, 00pa3zys KIyOeHbKH Ha UX
xkopusax (Kloepper et al, 2003; Xakumona u ap., 2017b; Asante et al., 2020; Palai et al.,
2021; Purwaningsih et al.,2021).

Bo60Bo-pr300MaIbHBIN CUMONO03 SBIIAETCS BHICOKOCTIEIU(DPUYHBIM U KaX/IbIil BUA
0000BBIX pacTeHHl CIOCOOEH HOIYJIUPOBATHCS JIHIIb OIPAaHUYEHHBIM KOJNYECTBOM
BUJIOB pu3oOaktepuil. Tem He MeHee, ObLII0O OOHAPYKEHO, YTO HEKOTOPHIE IITAMMBbI
puzobuil 06J1a1aI0T CIOCOOHOCTHhIO (POPMUPOBATH HECHELU(PUUECKHE aCCOLMATUBHbBIE
B3aUMOJIEUCTBUS C KOPHSAMU HEOOOOBBIX PACTEHMI, HE 00pa3ysl UCTUHHBIE KITyOEHbKU
(Perrine-Walker et al., 2007; Palai et al., 2021). OxHako Takue CUCTEMBI HE CTAOMIIbHBI,
IOTOMY 4YTO B €CTECTBEHHBIX YCJIOBHUAX pPHU300MH, BBUAY HUX HEJOCTaTOYHOM
BBDKMBAEMOCTH W HECIMOCOOHOCTH KOHKYPHUPOBAaTh C XOPOIIO aJanTHPOBAHHBIMU
MECTHBIMHU IIITAMMAMH MHUKPOOPTaHU3MOB, BBITECHSAIOTCS 0o0Jiee arpecCUBHBIMU
MUKPOOPTaHU3MaMHU, HEPEIKO OKA3bIBAIOIIMMHI HETaTUBHOE BO3/CWCTBHE HA PACTCHUS
(Bottomley and Myrold, 2007; Ashraf, 2013). Pemrennem 1aHHOM MPOOIEMBI SIBIISETCS
peryaupoBanne  (GopMHUpoOBaHHMS ~ OWOIICHOK  PHU300MSMH B  aCCOIMATHBHBIX
CUMOMOTHYECKUX CHUCTEeMaX, TaK KaK CYIIEeCTBOBaHHE pU300ui B ¢dopme OUOIIIIEHOK
MO3BOJIIET UM TOJJIEP’KUBATH HEOOXOAUMYIO IJIOTHOCTh KJIETOK B T€UEHUE JOCTATOYHO
JUINTEJIBHOTO TMepHojJa JO0 MOMEHTa B3aUMOJEHCTBUS C PACTEHUEM-XO3IMHOM
(Baigonussova et al., 2021). Ilpu 3ToM OHH OKa3bIBAIOT IOJOKUTEIBHOE BIIMSIHUC HA

pacTCHUA 4Yepe3 IMpsMBIC MJIM KOCBCHHBIC MCXaHU3Mbl. OIPaHUYMBAKOT POJIb
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(GUTONATOTEHHBIX ~ MHKPOOPTAHW3MOB,  TOBBIMIAIOT  JOCTYMHOCTh  Makpo- |
MUKPOHYTPUEHTOB H3 OKPYKAOWIEH Cpelpl M MOTYT MCIOJB30BaThCs B KadeCTBE
HEJIOPOTOM U HKOJOTMYECKH 0e30MacHOl TEXHOJOTUU YCTPAHEHMs CTpecca pacTEeHUM
(Bepmmmauna u np., 2017a; Pathania et al., 2020; Sirghalage and Seneviratne, 2020).
[TokazaHo, 4TO TakHUe PKOJIOTMUECKHE CTPECChl KaK 3acOJICHHE MOYB, 3acyXa, W30BITOK
BOAbl U BO3JCHCTBUE MATOTEHOB, IMPEOJIOJICBAIOTCS IyTeM OHOIUIEHOKOOOpa30BaHUS
(Rekadwad and Khobragade, 2017). IIpm o5tom QopMHupoBaHHE OHOIUICHKH
pU300aKTEepUsIMU TaK)KE CIOCOOCTBYET M PA3BUTHIO CUMOUMOTHYECKUX OTHOIICHHH,
Onmarogaps TOIACPKUBAHUIO HEOOXOAMMOIrO YpOBHS BiakHOCTH puzochepsr u pH
MIOYBBI, KOTOpBIE, B CBOIO OY€pEAb, MPUBOAAT K YCHUJIEHUI0O OOMEHa MUTATEIbHBIX
BEUIECTB M OMOKOHTPOJIO, OOECHeurBasl pa3BUTHE «310POBOI» KOPHEBOW CHCTEMBI
pacrennii (Wang et al., 2008; Williams et al., 2008; Perez-Gimenez et al., 2009).

Ox3ononucaxapunbl (OI1C), OakTepuanbHble MOBEPXHOCTHBIC IMOJIMCAXAPUIBI,
KOTOpPbIE HWIPAIOT BAXKHYIO POJb B OHOIJIEHKOOOpPA30BaHUM PHU300MI, BIUSIOT Ha
IpoLecchl aAre3uu pu3o0akTepuid K KOPHSIM pACTEHHH, a Takxke o00pa3oBaHUE
kiayoenbkoB (Fujishige et al., 2006b; Russo et al., 2006; Wells et al., 2007; Rinaudi and
Gonzalez, 2009; Rinaudi and Giordano, 2010). bosee Toro, Hux CHHTE3 B
CUMOMOTUYECKHX B3aUMOJCUCTBUSX TaKKe HUMEET OOJIbIIoe 3HAYeHHE, TaK Kak
HK30MOJIUCaXapuIbl BOBJICUEHBI B WH(GUIMpPOBAHWE W 00pa3oBaHHE KIyOEHHKOB, B
npoiecc OaKTepUATbHOTO OCBOOOXKACHUS OT MH(PEKIMOHHBIX HHUTEW, pa3BUTHUS
OaKTEepOUIIOB, TOJABJICHHS PEAKIMU 3allUThl pPACTEHUH U  CHUHTE3a UMH
POTUBOMHUKPOOHBIX coenuHeHuit (Skorupska et al., 2006; Janczarek, 2011). Kpome
TOTO COTJIaCHO PEe3yJIbTaTaM, MOJYYEHHBbIM IPU HCCIECIOBAHUU BIUSHUSA IITAMMOB
pU300Mii Ha BCXOXKECTh CEMSH pa3IUYHBIX HEOOOOBBIX PACTEHUN, WHOKYJISIIHS
pacTeHull mTaMmamu puzo0uil cuHTesupyrommumu IIIC, 3HAUYUTENHHO YBETUYMBAET
BCXO0XECTh CEMSH M POCT MPOPOCTKOB HEOO0OOBBIX pactenuit (JlaBuna u np., 2014;
2016a; Xakumona u ap., 2017b; Castellane et al., 2015).

Takum 06pa3zom, 30Ha TTOYBBI, HEMOCPEJACTBEHHO OKPY>KaIOIasi KOPEHb PACTEHUS,
I7le TPOUCXOMAST CIOXKHBIE OMOJOTHYECKHE U HKOJIOTUYECKUE MPOIECChl, Ha3bIBaeMas

puszocdepoit, oOpazyeT cpeay, KOTopas OTBEYaeT BCeM TpeOOBaHHUSAM  JIs
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dbopmupoBanus OUOIUICHOK. broriexooOpa3oBaHne MO3BOJIIET HECTIOPOOOPA3YIOITUM
OakTepusiM TIOYBBI KOJIOHM3MPOBATH OKPYKAIONIYID Cpeay OOWTaHWsS W JaeT
BO3MOXXHOCTh BBDKHTh B YCJOBHSIX SKOJOTHYECKOTo cTpecca. KirodeByro posib B
nporeccax KOJOHHU3AIUU KOpPHEH pacTeHuil pu3o0usMu u GpopMHpOBaHUS OHOIIICHOK
urpatoT OIIC. BBuay 3T0r0, nojiydeHre UCKyCCTBEHHBIX CUMOMOTUYECKHUX aCCOIUAIIUN
puzobuit, cunresupytouux IIIC, B dhopme OHOIIECHOUHBIX OMOYIOOpEHHI SIBIIsETCA
OJTHUM W3 HanOoJiee TEPCTICKTUBHBIX HAMPABICHWA HA TMYTHU CO3JAHUS IKOJIOTHUYCCKU
OPUEHTHPOBAHHOTO CEIHCKOTO XO3SHCTBA.

Crenenb pa3paboTaHHOCTH TEMbI UCCJIE0BAHUSA

Panee mnpoBeaeH psa BaXKHBIX HCCIEAOBAaHMM, YKa3bIBAIOIIWKM Ha TO, YTO
y4acTBYIOIIME B Tpolleccax MPUKPEIUICHUS K KOPHAM PACTCHHM MOJMcaxapuabl
OaKTepHaATbHON TIOBEPXHOCTH, B TOM YHCJIC M 3K30IMOJIMCAXAPHUIBI, TAK)KE MOTYT UMETh
OTHOIIIEHHE U K pa3BuTHio OmoruieHok (Fujishige et al., 2006b; Williams et al., 2008;
Rodriguez-Navarro et al., 2007; Ongena and Jacques, 2008; Rudrappa et al., 2008).

HecMoTps Ha TO, 4TO CymiecTBYIOT paboThl, nocsmeHHsie ponn I1IC B 6000Bo-
pU300HaTbHOM CUMOMO3€, MEXAaHU3MBI, PU KOTOPBIX JTaHHBIE META0OIUTHI OKa3bIBAIOT
TIOJIOKHUTENNbHBIC d(PPEKTH HA B3aUMOJCUCTBUS MEKIY XO3IMHOM U CUMOWOHTOM, BCE
elie OocTaroTcs HeuzydeHHbIMHU. CyIIECTBYIONIME HAa TEKYIIMH MOMEHT 3HAHHUS O
ouocuntese OIIC ObuM TOMy4YeHBI B pE3yibTaTe BCECTOPOHHUX HCCIEIOBAHUIM
CYKLIMHOTJIMKaHa, mpoayupyemoro S. meliloti, a Taxke 6uocunTesa DIIC Ha mpumepe
R. leguminosarum (Janczarek et al., 2011; Kcensenko u ap., 2007; Bepuuauna u ap.,
2020). CyiecTBeHHBIN BKJIaJ B U3ydeHUE FCHOB-PETYIATOPOB myTeil 6nocuuTesza DI1C
y R leguminosarum, a Ttakxe WX pOJIM B CHMOHMOTHYECKHUX B3aMMOJCHCTBHAX C
0000BBIMU pacTeHUsIMHU BHecH paboThl SKorupska u coast. (2006), a Takke Janczarek
u coanT. (2001, 2003, 2004, 2009).

Pa6otst Fujishige u coast (2005, 2006) B 3HaUUTETHLHON MEpEe CIOCOOCTBOBAIH
HCCJICIOBAHUIO OMOTIIEHKOOOpa30BaHUSI PU300USIMU. ABTOPBI MOKA3ald, YTO IITAMMBbI
R. leguminosarum o0Opa3yroT OMOILUIEHKY Ha CTEPUIbHBIX HHEPTHBIX MIOBEPXHOCTSIX H €€
dbopMHupoBaHUE MOXET OBITh YCHUJICHO OTPAaHWYEHUEM TUTATEIbHBIX BEIIECTB,

HaIlpyuMep MPHU UCIIOJIb30BaHUU Cpeabl XoriaaHaa-ApHOHa.
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BonpmmHCTBO WccaenoBareneld, wu3ydaromux puzocepHbie OakTepuu, HE
omuCchIBaeT (GOPMHUPOBAHNE OMOTUICHOK PU300MSIMU Ha TIOBEPXHOCTH KOPHEH PaCTCHHIA.
OpHako poJib MPOLIECCOB OHMOIIEHKOOOpa3oBaHMs, Kak M B 0000BO-pH300UaTEHOM
cUMOMO3€, TaK W B AaCCOIHMATHBHBIX CHUMOHMOTHYECKUX CHCTEMax HEOOXOIUMO
NpOJ0JDKATh uccienoBarb. [loToMy Kak MeXaHu3Mbl (OPMUPOBAHUS OHOILICHOK
pusochepHbIMU OaKTepUSIMH U UX aJTr€3Ud Ha KOPHSX PACTEHUH ellle HEe ONpe/IeIeHbl U
nepecMaTpuBaroTcs. BeIsicHEeHHe mpoiieccoB 00pa3oBaHus OMOIICHOK pU300aKTepUsIMU
MO3BOJIUT PEryaupoBarb HUX (GOPMHUPOBAHHE B HUCKYCCTBEHHBIX CHUMOHMOTHYECKUX
CHUCTEMaXx, Tie OOJIBIIYIO POJIb UTPAET KOJOHU3AIHS KOPHEH pacTeHUIA.

Lenabi0 HacTOAIIEI0 WCCAEAOBAHMA SIBISUIOCH HM3YyYEHUE MOJEKYISIPHBIX
MEXaHU3MOB UHUIMAIIMU U (POpMUPOBaHUS OMOIIEHOK pru30Cc(epHbIMU OaKTepUsIMU Ha
MTOBEPXHOCTH KOPHEH paCTEHU B aCCOIMATUBHBIX CUMOMO3aX MyTEeM HCIIOJIb30BAaHUS B
KauecTBe MOJU(PHUKATOPOB JAHHBIX IPOILIECCOB TEHOB-PETYISTOPOB IMyTEH CHHTE3a
HK30MOJIUCaXapuoB pu3obakTepuil. [ BBIMOTHEHUS MOCTABICHHOW METU ObLIN
c(opMyITUPOBAHBI CIEAYIONTNE 3aJaUH:

1. [lpoBecTn CKpMHHUHT ITaMMOB R. leguminosarum, H30JHMpPOBaHHBIX W3
KJIIyO€HbKOB OOOOBBIX pAacTEHUM, HA MPEAMET HAJIUYMUS B UX T€HOME T'eHOB PSSA, pPSSB,

rosR, prsD, prsE, yuacTBytomnux B OMOCHHTE3€ 9K30MO0JIMCAXapHIOB.

2. [Tomy4uTh BEKTOPHBIE KOHCTPYKIMHU, HA OCHOBE IIa3MUJI IIIUPOKOTO Kpyra
XO0351€B, COJEp’KalllMe€ TeHbl, PETYJUPYIOIIUe OMOCHHTE3 3K30IO0JIMCAaXapuoB MO
VIOPABJICHUEM HWHIYIMOEIbHBIX MPOMOTOPOB M TpaHC(HOPMHUPOBATH PHU3OOHH C

MOJIC3HBIMH XO3SMCTBEHHBIMU MMPpHU3HAKaAMHU IMOJTYYCHHBIMHW KOHCTPYKIHUSAMU.

3. [IpoBeCTH MUKpPOCKONMYECKHUE HCCIAEAOBAaHUS CTPYKTYpPhl OHOIJIEHOK,
oOpa3zyeMbIX OaKTepHsIMU C M3MEHEHHOW JSKCIPECCHEel TE€HOB, pPEryJIHpyroLuX

OMOCHHTE3 SK30I0IMCaXapHJI0B Ha aOMOTHYECKUX U OMOTHYECKUX ITOBEPXHOCTSIX.

4, Onenuts BiusiHUE (HAKTOPOB OKPYKAIOMIEH cpenbl Ha (opMupoBaHHE

OHMOIIJIEHOK PU300UATLHBIMU IIITAMMaMHU.

d. OnpenenuTs pOCTOCTUMYIHPYIOMUN 3(PPEKT MTaMMOB CHHTE3UPYIOIINX

MOAU(PUKATOPBI MEXaHU3MOB (POpMUPOBaHMS OUOIIJIEHOK Ha MOBEPXHOCTH KOPHEH.



Hayuynast HoBu3Ha padoThI

OOnapyxeHo, uTo mTamMMbI R. leguminosarum, B TeHOME KOTOPBIX OTCYTCTBYIOT
reHel  PSSA, pssB, rosR, prsD, prsE xapakTepusyroTcsi CKYIHBIM OCIHW3HEHHUEM
KJICTOYHBIX CTEHOK 0 CPABHEHHIO CO INTAMMaMH C WACHTHU(UIIMPOBAHHBIMHU T€HAMHU.
[Tonyuensl 12 pekOMOWHAHTHBIX IO TeHaM PSSA M FOSR pu300MAbHBIX HITAMMOB,
Me4eHHBIX (himyopectieHTHRIM OenkoMm GFP, a Taxke 5 mtaMMOB peKOMOMHAHTHBIX TIO
reHy pssB. BeuiBieno, uyto Hamumuume B reHoMe mTaMMoB R. leguminosarum
JIOTIOTHUTEIPHOW KOMUU TeHa PSSA wiu  FOSR  TMOJIOKHUTENBHO BIMSET Ha
3¢ (HeKTUBHOCT, 00pa30BaHMs OWOIUICHOK, a JOMOJHUTEIBHOW Komuu TeHa PSSB,
HA00OpOT, yYMEHBIIAeT TOMIIMHY OuoruieHoK. [IpoBemeHa oreHKa 3aBUCHMOCTHU
OMOIIJIEHKOOOPA30BAHMS OT YKCIIA KUBBIX KJIETOK B OTHOIICHUH UCCIIENYEMBIX TIUKUX U
PEKOMOMHAHTHBIX IITAMMOB. BEISBIIEHA KOPPEISITNSA MEXIY TOJIIAHON OHMOTUICHOK U
KoHueHTpaupeii Ca’* W IMTATENBHBIX BEIIECTB B KYIbTYPAIBHOH Cpele, a TaKKe
TEeMIIepaTypHbIM pexkuMoM. [IpoBeneHbl MUKPOCKOMUYECKUE UCCIEOBAHUS CTPYKTYP,
o0pa30BaHHBIX PHU300HATBHBIMH IITAMMAaMH HAa WHEPTHBIX IMOBEPXHOCTAX U KOPHIX
pactenuii. CoOpaHa KOJIJIEKIIMSI TEHETHUYECKH OXapaKTEePU30BAHHBIX IIITAMMOB
puzocepHbIX OakTepuil, 00JIATAIONIUX POCTOCTUMYIUPYIONIEH aKTUBHOCTHIO Ha
06000BBIC 1 HEOOOOBBIE PACTECHHUSI.

MeTomoJi0rusi 1 METOAbI UCCIIETOBAHUS

MeTtononorndeckass OCHOBa pPaOOTHl TPEACTaBICHA CHUCTEMHBIM IOAXOJIOM,
MO3BOJISIONIMM PAaCCMOTPETh PA3IMYHbIC ACTIEKTHI MCIOJIb30BAaHUSI TEHOB-PETYIISITOPOB
nyteit onocunTesza DIIC puzobakTepuii B OMOIMIIEHKOOOPa30BaHUU U WX MPUMEHEHUE B
OMOWHKEHEPUHU HCKYCCTBEHHBIX CUMOMOTHYECKHIX accoIHanmi Ba)KHBIX
CEJIbCKOXO3SIICTBEHHBIX PACTEHUH C pU30C()EPHBIMU MUKPOOPTaHU3MAMH.

Jlns u3ydenusi reHoB-perynaropoB ouocunresa IIIC (pssA, pssB, rosR) puzoduit
UCIIOJIb30BAJIMCh COBPEMEHHBIE  MOJIEKYJISIPHO-TEHETUYECKUE METOJbl:  CO3JaHHe
BEKTOPHBIX KOHCTPYKIIMA HAa OCHOBE IIJIa3MHJ IIHPOKOTO Kpyra XO035€B MO/
yIOpaBJICHHEM OaKTEPHAIBbHBIX HHIYIIMOCIBHBIX TPOMOTOPOB, KJIOHMPOBAaHWE U
CEKBEHHUPOBAHMUE IIOCJIENOBATEILHOCTEN cooTBeTcTBytomux TeHam OIIC, s

OCYUIECTBJIEHUS MOCIEAYIONIeH TpaHchopMauu pu300uid MyTeM 3JIEKTPONOPALIUH.
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[Ipn npoBeaeHMM HCCIAENOBAHUS W HU3JIOKEHUS MaTepualia aBTOPOM ObUIH
IPUMEHEHbI O0IleHAyYHBbIE AMIUPUYECKUE METOJbl — 3KCIEPUMEHT, HaONIOJCHUE U
ONMKMCAHWE, TEOPUTUYECKHE W  CHEIHUaJbHbIE METOJbI, KOTOpbIE BKJIIOYAIU
COBEpEMEHHBIE MOJIEKYJISIPHO-TEHETHUECKUE METO/IbI K METO/IbI OMOMH(GOPMATHIECKOTO
aHau3a.

Hcnonb30BaHHbIE METOIBI M CTaTUCTUYECKass 00pabOTKa 3KCIEPUMEHTATBHOTO
MaTepurasa Mo3BOJIMIN 00eCeYnTh 00bEKTUBHOCTh MOJYYEHHBIX PE3yIbTaTOB.

Teoperuyeckasi U NPAKTUYECKAS 3HAYUMOCTb HCCJIEI0BAHNS

[TomyueHnHble  pe3yibTaThl  PACIIUPSIIOT  MpPEICTaBICHHE O  Ipoleccax
OuoruieHKooOpa3oBaHusi ~ pu3oousiMmu.  VMccienoBaHHas — KOJUICKIMS — IITAMMOB
puzo0akTepuii, 00JIAJAIOUIMX POCTOCTUMYJIUPYIOLIEH AaKTUBHOCTBIO, MOXET OBbITh
pPEKOMEHIOBaHA K CO3JaHUI0 OHoIpemnapara ¢ POCTOCTUMYIHUPYIOMIMMU CBOHWCTBAMHU.
[IpumeHeHre mMoaxoja, OCHOBAaHHOTO HAa MOJU(UKALMU MPOLECCOB HHUIMALMUA HU
(dopMupoBaHUsa OHMOIUIEHOK PHU300USMHU, IyTEM HCIIOJIb30BAHUSI T'€HOB-PETYIISITOPOB
onocunresa OIIC puzobuii — sBIsSETCAs MEPCHEKTUBHBIM HAMNPABICHUEM CO3AaHUS
CTaOMJIBHBIX aCCOLMALMA SKOHOMUYECKU EHHBIX BU/IOB PACTEHUHN C pU30OUSIMH.

IToJ105keHNs1, BBIHOCUMbIE HA 3AIUTY

1.  IHrammsr R. leguminosarum, B reHoMe KOTOPBIX OTCYTCTBYIOT IeHbI PSSA,
pssB, rosR, prsD, prsE, xapaktepu3ytoTcs CKyJIHBIM OCIU3HEHHUEM KJIETOUYHBIX CTEHOK
110 CPaBHEHHIO CO IITAMMAaMHU C UACHTU(UITMPOBAHHBIMH T€HAMH.

2. Hanuune momosHuTenbHOM Komuu reHa PSSA uiam FoSR B puzoOuambHOM
Ir€HOME OKa3bIBAET MOJIOKUTEIIbHBIN, a B ciy4yae reHa pPssB orpunarensubiii 3gp¢dekt Ha
dbopmupoBaHue OUOIIJICHOK.

3. TeMmepaTypHbIii PeXnM, a Takke KoHIeHTparms Ca®’ M HHTATeNbHBIX
BEIIECTB B KYJbTYpalbHOW CpEle BIMAIOT Ha TMPOLECCH OHMOIICHKOOOpa30BaHUs
Oaktepwmii poaa Rhizobium.

4, WNuoxymsiiust pacTeHUN pU300HATBHBIMU IITAMMaMU, B TEHOME KOTOPBIX
NPUCYTCTBYET JOMOJHUTENbHAs Komusl TeHa [FOSR, mpuWBOAWT K YBEITUYCHHIO
KOJIMYECTBA aJre3MpOBAaHHBIX KIJIETOK PU300MH Ha KOPHSIX PAaCTEHHI MO CPAaBHEHUIO C

KOHTPOJIbHBIMHA HITaMMaMU.
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5. Mrammer  R.  leguminosarum Pvu5, R. leguminosarum VSyl2,
R. leguminosarum THy2, R. leguminosarum TPr4 u R. galegae 0702 moryTt ObITH
UCIIOJIb30BAaHbl B OCHOBE IMpEnapaToB OHOIUICHOYHBIX OHMOYJOOpEHUN C IIeNbI0
MOBBILIECHUS MPOTYKTUBHOCTH IMOJIE3HBIX CEIbCKOXO035MCTBEHHBIX KYJIBTYP.

CooTBeTCcTBHE JUCCEPTANNH MACTOPTY HAYYHOM 1eITeJIbHOCTH

HuccepranonHas padoTa «reHBI-PETyJSITOPbl CHHTE3a HK30IO0JIHCaXapuioB B
dopmupoBanun OuorieHok Rhizobium leguminosarum» cootBercTByeT Qopmyiie
cnenuanbHocTH 03.02.03 — «MUKpOOHOJIOTHSY, MOCBAIIEHA U3YUYCHUI0O U PEIICHUIO
3aJa4 B oOjacTd CUMOMO30B  MHKPOOPTaHM3MOB, a TaKkKe MPUMEHEHUIO
MUKpPOOPTraHU3MOB B HAPOJHOM X03sicTBE. B nuccepranmonHoi paboTe uccie10BaHbl
MOJIEKYJIIPHbIE MEXaHU3Mbl MHUIMAIIMU U (POPMUPOBAHUS OMOIIICHOK PU30ChHEPHBIMU
OaKTepHUsIMU HAa MOBEPXHOCTU KOPHEW PACTEHHI B aCCOLMATHBHBIX CUMOMO3aX MyTEM
UCIIOJIb30BaHUSl B KaueCTBE MOJU(PHUKATOPOB JAHHBIX MPOIECCOB I€HOB-PETYISATOPOB
nyTeldl CHHTE3a SK30I0JIMCcaxapuaoB puzobakrepuil. J[ns 3Toro ObUIM MOJyYEHBI
PEKOMOMHAHTHBIE PU300MANIbHBIE IITAMMBI, COJEp)KAIUE AOMOJIHUTENbHBIE KOMUU
reHoB pPSSA, pssB u rosR wu wusydensl mporeccbl (QOpMUPOBAHUS OHOIJICHOK
puzochepHbIMU OaKTEpUSAMH HAa MHEPTHBIX MOBEPXHOCTAX M HA MOBEPXHOCTH KOpPHEH
PaCTEHUMN.

Cesa3b padoThl ¢ HAYYHBIMH NPOrPaAMMAaMHU U COOCTBEHHBIH BKJIAJ aBTOpA.
Jannas paboTa mpoBOJMIIACh MPU (PUHAHCOBOM MOAJIEPIKKE CIEAYIOIIMX MPOrpaMM:
POOU wmom a No 16-34-01076 «DopmupoBanue OHOIUICHOK pu30CchHEepHBIMU
OaKTepHUsIMU Ha KOPHAX HECUMOUOTPO(PHBIX pacTeHui»; POOU NunnmatuBHbiil Ne 16-
04-00902 A «bakTepuaibHble W pACTHUTEIbHBIC AarTIIOTUHUHBI B OHOMHXKEHEPHUU
() PEKTUBHBIX CUMOMOTHICCKUX CHCTEM)).

OnpeneneHrue HaMpaBjieHUsT JIUCCEPTALIMOHHOW palOThl, MLEJIM | 3aJadyu
UCCJIEIOBAHMSI TPOBOJMJIMCH aBTOPOM COBMECTHO C HAyYHBIM PYKOBOJHUTEIEM
JOKTOpOM Ounosiornyeckux Hayk baiimueBbiM A. X. ABTOPOM CaMOCTOSITENTBHO M3y4YeHa
OTEUECTBEHHAs] U 3apyOekHasi TuTepaTrypa Mo TeMe AMCCepTaldd W JIMYHO HamuhcaHa
PYKOIIUCh JaHHOW paboThl. ABTOpP HENOCPEACTBEHHO Y4YacTBOBal B IOATOTOBKE

MaTepUajioB K MyOJIMKalMKU IO JUCCEPTAIMOHHONW TeMe W uX HamucaHuu. OCHOBHas
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YacTh  JKCIEPUMEHTAJbHOM  pabOThl:  MHUKPOCKOMMPOBAHHE,  BbIpAIIMBAHHE
OakTepualbHBIX KYJIBTYp Ha Pa3IUYHBIX CpeJax, CEKBEHHPOBAHHE, KIOHUPOBAHUE,
KOHCTPYUpPOBaHHWE BEKTOpa, TpaHcPopMallus, OKCIEPUMEHTHl C  PACTCHHUSIMU
BBIIIOJIHEHBI aBTOPOM camMocCTosATeNbHO. CyMMapHO JMYHBIN BKJIaJ aBTOpa COCTABIISET
oomnee 80%.

CreneHb J0CTOBEPHOCTH M ampodanusi padoTbl. BrisBieHHbie B padote
pe3yNbTaThl UCCIENOBAHUS COIJIACYIOTCA C JAHHBIMHA MPEACTABICHHBIMA B HAay4YHOU
autepatype. X J0CTOBEPHOCTh MOATBEPKAAET MPOBEICHHBI CTATUCTUYECKUI aHAIIN3,
a TakXKe HCIOJb30BAHUE COBPEMEHHBIX MHKPOOHOJIOTMYECKUX, MOJIEKYISIPHO-
OMOJIOTMYECKUX U OUOXUMHUUYECKUX METOAOB. BBIBOIBI TMOJHOCTBIO M B CTPOroOM
JIOTUYECKON  TOCJIEIOBATEIbHOCTH COOTBETCTBYIOT IOCTABJIEHHBIM  33a/ladaM H
OTpaXaroT MOJIYYCHHbIEC PE3YIIbTATHI.

Marepuanbl guccepranuu  Obui  mpenctaBieHbl Ha «Il  Bceepoccuiickoit
MOJIOASKHOW ~ HAYYHOM  IIKOJIE-KOH(PEPEHIIMH C  MEXKIYHAPOJHBIM  Y4acTHEM
(MukpoOHbIE CUMOMO3bI B TPHUPOAHBIX U OSKCIEPUMEHTAJIBHBIX 3KOCHCTEMAX)»
(Opendypr 2014 r.), MEXIyHApPOAHOMN KOH(EPEeHITUH, MOCBSIIICHHOM
(yHIaMEHTAIBHBIM BOIIPOCAM arpoOTEXHOJOTUN «IKOJOTr0-TeHEeTUYECKHE OCHOBBI
coBpeMeHHbIX arpotexHonoruit» (Cankrt-Ilerepoypr, 2016 r.), VIII Bcepoccuiickoi
KoH(epeHInu MONOABIX ydeHbIX "CTparerusi B3aMMOJCUCTBHSI MHUKPOOPTAHU3MOB U
pactrennii ¢ okpyxaromieii cpemoit” (Caparos, 2016 r.), «III Bcepoccuiickoi
MOJIOAS&KHOW  HAYYHOM  IIKOJIE-KOHPEPEHIIMH C  MEXKIYHAPOJHBIM  Y4acTHEM
(MukpoOHblE CUMOMO3bI B TPHUPOAHBIX U OKCIEPUMEHTAJIBHBIX 3KOCHCTEMAX)»
(Openoypr 2017 1.).

Myoankanuu. [To Teme nuccepraruu onyO0IMKOBaHO 35 MEYaTHBIX paboT, B TOM
gucie 13 crareii B xypHanax, sxoasmux B [lepeuens BAK.

CTpykrypa u 00bem auccepramuu. J[uccepranus uznoxena Ha 198 crpanunax,
conepkuT 57 pucyHkoB u 11 tabmur. CoctouT u3 BBeIEHHUs, 0030pa JHUTEpaATypHI,
onucaHusi OOBEKTOB M METOJOB HCCIEAOBAHUI, pe3yJbTaTOB MCCIECIOBAHUNA U HUX
OOCY)XJIEHMsI, 3aKJIOUCHHs, BBIBOJIOB M CHOHCKAa I[UTUPOBAHHOW JIUTEPATYpHI,

BKJIIOUAIOIIEro 257 pador.
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Cnmcok cokpameHuii ¥ yCJI0BHBIX 0003HaYeHHU
NVYK — unponuiykcycHas KAciIoTa
BIIC (EPS) — sk30monmcaxapuibl
JITIC (LPS) — munomonucaxapu sl
KIIC (KPS) — kancyapHbIe OJIMCaXapUIabl
NF — Nod-dakropsr
IMP —urO3uTON MOHO(DOC(haTaza
ATIJI — N-auerun-romocepuniaakton (AHL)
AW — aytouHayKTOp
KC (QS) — quorum sensing (cucteMa «4yBCTBa KBOpyMay)
Y M-cpena — MAaHHUTHO-JIPOXOKEBAs cpea
JTHK — ne30xkcupuOOHyKIEMHOBAs KUCIIOTa
GFP — 3enenslii QuryopectieHTHBIN €TI0k
RFP — xpacHbIii (uryopeciieHTHBIN OelloK
FBB — rpu0koBo-06akrepuanbHble OMOMIEHKU
FRB — rpubkoBo-pn306uaibHbie OMOTLICHKH
bb — OuonuieHouHble OMOY100pEHUS
Caxapupr:
Gal — D-ranakro3sa
GalNAcC — N-anerun-D-ranakrozamun
GIcNACc — N-auerun-D-rimroko3amusa
Glc — D-rmoko3a
Man — D-manHO3a
Fuc — dyko3a
Mal — maneTo3a
GUS — B-rimokyponunaasa
LB-cpena — cpena Jlypusa-bepranu
RAPD —nipousBonbHas ammndukanus noaumopdnoit JJHK
TAE — tpuc-anierat-2/ITA Oydep
TE — tpuc-2/ITA 6ydep
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BAB — Ouonorn4ecky akTHBHBIC BEIIECTBA
JJC natpus (SDS) — noneuuncynbdpaTt HaTpUst
[1.H. — mapa HyKJI€OTHI0B
[ILIP — nonumepa3Has nenHas peakuus
[19T" (PEG) — monua TUIIEHTIIUKOITb
T.I.H. - ThICAYA AP HYKIJIEOTUIOB
OHTA — sTuneHuaMUHTETPAYKCYyCHAsI KUCIOTa

ORF — oTkpbITast paMKa CUUTHIBAHUS
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I')TIABA 1. OB30P JIMTEPATYPBI

1.1. Xapaxkrepucruka u npumenenne PGPR mukpoopranuzmosn

B 1978 r. Knoenmepom wu IllporoM mnpu omnucaHuu CBOOOTHOKUBYIITUX
MOYBEHHBIX OAKTEpHil, arpecCMBHO KOJOHHM3UPYIOIIMX KOPHEBYID CHUCTEMY U
CIIOCOOCTBYIOUIUX POCTY M TIOBBIIICHUIO MNPOAYKTUBHOCTH pPAacTeHHM, ObUT BBEJEH
tepmua PGPR  (Plant Growth-Promoting Rhizobacteria) (Kloepper et al., 2003;
Hartmann et al., 2008; Dutta et al., 2010). IIpeacraBurenu 3Toi OOMIMPHON TPYIIIIBI
MUKpPOOPTraHU3MOB  CIIOCOOHBI ~ CHHTE3UPOBATh W  CEKPETHUPOBATH  PA3IUYHbIC
XUMHUUYECKHE BEIIECTBA, OKA3bIBAIOIINE MOJOKUTEIbHBIN 3(PhEKT Ha POCT pacTeHUi, a
taxke GopmupoBath Omorutenkn (Khoshru et al., 2020; Ahemad et al., 2014). Kpome
TOTO, SIBIASCH JOMUHHUPYIOIIUM MHUKPOOHBIM coobmiectBoM puszocdepsi, PGPR,
BJIUSIIOT U Ha 3JJ0POBbE PACTEHHM B LIEJIOM, CIIOCOOCTBYS Pa3BUTHIO YCTOMYMBOCTH K
pa3IMYHBIM aOMOTUYECKUM CTPECCaM M YCBOCHUIO MTUTATEIbHBIX BEIIECTB PACTEHUSIMHU-
X0351IeBaMHU, a Tak)Ke MX 3almre oT ¢uromnatoreHHbIx Oaktepuii (Parray et al., 2016;
Basu et al., 2021, Palai et al., 2021).

B rpymnmy cTUMynUpYyROIIMX POCT PACTEHHM pPU300aKTEpUi  BKIIOYAIOT
npeacraButenell poxoB Acinetobacter, Agrobacterium, Allorhizobium, Arthrobacter,
Azorhizobium, Azospirillum, Azotobacter, Bacillus, Bradyrhizobium, Chromobacterium,
Delftia, Enterobacter, Frankia, Gluconacetobacter, Klebsiella, Mesorhizobium,
Micrococcus, Paenibacillus, Pseudomonas, Rhizobium, Serratia, Streptomyces u nap.
(Goswami et al., 2016; Ankati et al., 2018; Kalam et al., 2020; Swarnalakshmi et al.,
2020).

PGPR, Omarogapsi MHOTOTpaHHOCTH HX CIOCOOOB JEHCTBUS, BKJIIOYas
KOJIOHM3AIMIO0 KOPHEH pacTeHUH, MOJIOKUTEIBHOE BIUSHUE HA (PU3HOJIOTUIO PACTEHUH,
3aIyCK MHAYIUPOBAHHOW CUCTEMHON YCTOMYUBOCTH, OMOKOHTPOJIb (DUTONATOTE€HOB U T.
1., cocoOcTBYIOT 3amute pactenuit (Lucy et al., 2004; Vejan et al., 2016; Kalam et al.,
2020; Swarnalakshmi et al., 2020). CymiecTByeT psii pabOT, MOCBAIICHHBIX aHAIN3Y
MexaHu3MoB neiictBusi PGPR u ux ocoboro Bkiaza B Mpolecchl pOCTOCTUMYIISIIIUN

(Goswami et al., 2016; Backer et al., 2018; Dutta et al., 2010; Swarnalakshmi et al.,
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2020). bonee TOro, moka3aHo, YTO HMHOKYJISIIMS CEMSH WM KOpHEH HeOOOOBBIX
pacTeHul  puU300aKTepUATBHBIMH  IITaMMaMH, OOJAJAIONUMU  CIHOCOOHOCTHIO
CUHTE3UPOBATh PACTUTENIbHBIE TOPMOHBI, CTUMYJIHPYET HUX POCT U MOBBIIICHHUE
ypokaitHocTH (Chandra et al. 2007; Pena and Reyes 2007; Xakumona u ap., 2017b;
Khoshru et al.,, 2020). B Bumy »3TOro, OJHHM U3 pEHICHHHA TI0OATBHOM
MPOJIOBOJILCTBEHHOM — MpoOsieMbl, sBigeTcss  ucnosibzoBanue PGPR B ponu
POCTOCTUMYJIHUPYIOIIETO areHTa, Tak Kak 3TO MO3BOJIUJIO OBl CYIIECTBEHHO MOBBICHTH
YpOXKAUHOCTH BaXKHBIX CEIBCKOXO3SHUCTBEHHBIX KYJIBTYP, & TAK)KE CHU3UTh TPUMEHEHUE
XUMHYECKHUX YIOOPEHUIA.

Mexannsmbl gerctBuss PGPR TpamunmonHo nonapaspendrorcs Ha OpsMbIE U
KocBeHHbIe. K TpsSMbIM OTHOCHUTCS yJydllleHHE TMHUTAaHUS PACTCHUN IyTeM
NpEeAOCTaBICHUS UM (PUTOHYTPUEHTOB (HAIpUMEp, a30Ta) WIM PACTBOPEHHBIX
MuHepanoB mouBsl (Hampumep, P, K, Zn, Fe u apyrux BakHbIX MHHEpaIbHBIX
BEII[ECTB), @ TAKKE CTUMYJMPOBAHUE POCTA U PA3BUTUS PACTEHUHN Yepe3 peryInpoBaHUE
YpOBHSI (PUTOTOPMOHOB (TaKMX KaK ayKCHUHBbI, IUTOKHMHUHBI, THOOEpEIINHBI,
abcumsoBas kucinora u striieH) (Ashraf, 2013; Vejan et al., 2016; Gouda et al., 2018;
Kalam et al.,, 2020; Swarnalakshmi et al., 2020). Kocenusie 3¢dpdextsi PGPR
BKJIIOYAIOT B Ce0s BJIMSHUE HA 370pOBbE pPACTECHUN MpU TOAABICHUH JICUCTBUS
(bUTONATOreHOB U JPYTUX MUKPOOPTAHU3MOB, BEIYIIHMX Mapa3UTUUECKHUI 00pa3 >KU3HHU,
KOHKYPEHIMIO 32 MUTaTeJIbHbIE BEIIECTBA M HUIIY B pu3ocdepe, MyTeM CHUHTE3a
AHTAarOHUCTUYECKUX BemecTB (HampuMmep, nuanuaa pojgopona (HCN), cuaepodopos,
AHTUOMOTUKOB M AHTHUMHUKPOOHBIX META0OJMTOB), a TaKXe€ JUTHYECKUX (PEPMEHTOB
(TakuX KaK XWTHHA3bl, TJIOKaHa3bl W TMPOTEa3bl), BBI3BIBAIOIINX CHCTEMHYIO
YCTOMUYHUBOCTh PACTEHHUM ITPOTUB IIMPOKOrO CIEKTPa MATOIE€HOB KOPHEW M JIMCTHEB
(Islam et al., 2016; Berg et al., 2017; Sayyed et al., 2019; Swarnalakshmi et al., 2020).
OnnHako, BO3/IEHCTBUS, OKa3bIBa€MbIE PU300AKTEPUSIMHU, OTIIMYAIOTCS B 3aBUCUMOCTH OT
BUJIa PACTEHUS, C KOTOPBIM MpoucxoauT B3aumoeicteue (Garcia-Fraile et al., 2015), a
TaK)Ke Pa3IUYHBIX OMOTHYCCKUX U aOMOTHYECKHX (DaKTOPOB, CPEAN KOTOPBIX: TCHOTHUI

pacTCHuA, CTaguAd Cro pa3BUTHA, 3AIMUTHBIC MCXAaHHW3MbI paCTeHI/Iﬁ U TIPUCYTCTBUC
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JIPYTUX YJIEHOB MHUKPOOHOTO COOOIIECTBa, TUII MOYBBI, €€ COCTaB, a TaKXE YCIOBHS
okpy»xaromeit cpensl (Vacheron et al., 2013; Gouda et al., 2018).

BaxnbiM npencraBureneM rpynnbsl PGPR sBasitorest kiyOeHbKOBbIE OakTepuu
poxa Rhizobium, kotopsle crmocoOHBI BeTynaTh B CUMOHMO3 ¢ OOOOBBIMU paCTEHUSIMU
(Kloepper et al, 2003; Xakumona u ap., 2017b; Asante et al., 2020; Palai et al., 2021;
Purwaningsih et al.,2021). bo6oBo-pu300uanbHBINI CUMOKO3 BBICOKOCTEIIU(PUYCH —
0000BbIE pacTEHUsI HOYIUPYIOTCA OTPAaHUYCHHBIM KOJIMYECTBOM BUIOB PU300aKTEPHIA.
Tem He MeHee, ObLIO OOHApPY)KEHO, YTO HEKOTOpBIE MITAMMBI PU300UI 001a1al0T
CIOCOOHOCTBIO (POPMUPOBATH HecTEeUU(PUUECKHUE aCCOIMATHUBHBIC B3aMMOICHCTBUS C
KOpPHSIMU JPYTHX pacTeHuil (HeOOOOBBIX), HE 00pa3ysd MCTUHHBIE KIYOEHBKH, OJHAKO
TaKU€ CHUCTEMbl HE CTAOWIbHBI, U HUX IOJYYEHHE COMNPSIKEHO C OIpeNeICHHBIMU
tpyaHoctsimu (Ashraf, 2013). Tem He MeHee, IUMPOKOE MPUMEHEHUE PU300MI Mpu
o0paboTke 000OBBIX M HEOOOOBBIX KYJIBTYpP BBI3BIBAECT OOJIBIION HHTEPEC, TaK Kak
JTAHHBIE MHUKPOOPTaHWU3MBI SBIISIIOTCS WACATIbHBIMU KaHIWJATaMU Ui pa3paboTKu U
KOMMEpIMaIN3alud OUOMpenaparoB, KOTOPHIE YBEIMYMBAIOT MAacCy pPACTCHUH W
MOBHIIIAIOT MX ypokaitHOCTh (Matiru et al., 2005 a,b; Tuxonosu4, Kpyrios, 2006; Pena

and Reyes, 2007; Seneviratne, et al., 2009).

1.2. PusoOuanbHbIe IK30M0JMCAXAPU/IbI: Peryasinus 0HOCHHTE3a U POJib B

CUMOMOTHYECKHUX B3aUMOIEHCTBUSAX ¢ 0000BBIMHU PACTCHUSIMH

Pa3BuTHe CUMOMOTHYECKMX OTHOIIEHUN MEXAy pH300MSIMH W pacTCHHEM-
XO35IMHOM 3aBUCHUT HE TOJIBKO OT T'€HOB, HEOOXOJUMBIX JUIsl YCTAaHOBJICHUS CUMONO03a U
pPacnoJioKEHHBIX B OCHOBHOM Ha pSym IU1a3MUJaX, HO U OT T€HOB, OTBETCTBEHHBIX 3a
CUHTE3 PA3IMYHbIX TUIOB MOJMCAaXapuIoB KiIeToyHOW moepxHocTH (Downie et al.,
2010; Gibson et al., 2008). TloBepxHOCTh PHU300HATLHBIX KJIETOK COACPKUT MHOKECTBO
MaKpOMOJICKYJI: PacIOJIOXKCHHbIC Ha BHEIIHEH MeMOpaHe numnonosucaxapuasl (LPS),
KarncyabHble  mojucaxapuabl  (CPS), reneoOpasyromue mosmcaxapuasl  (GPS),
sx3onosucaxapuabl (DI1C), monucaxapuabl K-anturena (KPS), mukmnueckue B-(1,2)
IJIIOKAHBI W BBICOKOMOJIEKYJIIpHBIE — HeWTpasbHble mnojucaxapuisl (NP wumm

rmokomannan) (Laus et al., 2006; Castellane et al., 2015; Skorupska et al., 2006;
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Janczarek, 2011). HecmoTpst Ha OOMIMpHBIC UCCIEAOBAHUS, MOJEKYJSPHBIE (PYHKIIUU
MOBEPXHOCTHBIX TIOJHMCAXapuaoB B 0O00OBO-pU300MANTBHOM CHUMOMO3€ OCTArOTCS
HEBBISICHCHHBIMH.

HekoTtopsie sK30monucaxapuiipl OCOOCHHO BaKHBI ISl MH()UIHUPOBAHUS U
OpUBOAAT K OOpPa30BaHUIO HEACTEPMHHUPOBAHHBIX (C TOCTOSHHOW MEpHCTEMON)
KIIyOeHbKOB Ha OOOOBBIX pAacTEHUSX, TAKHX KakK KJEeBep, BHKA, TOPOX WM JIIOLEpHA.
Cunre3 DIIC B cumOMoTHueckux B3amMopciicTBusx Rhizobium leguminosarum c
KJIEBEpOM MMeeT 0co00 BakHOE 3HaueHHe. HakorieHHble JaHHbIE CBUAETEIBCTBYIOT O
TOM, 9YTO OK30MOJHMCAaXapUAbl MOTYT OBITh BOBICYCHH B HWH(PHIMPOBAHUE WU
oOpa3zoBaHue KIYOEHbKOB, OAKTEpPUAIIBLHOTO OCBOOOXKICHUSI OT UMH(GEKIIMOHHBIX HUTEH,
pa3BuTHs OaKTEPOHMIIOB, TMOJABICHHUS PEAKIMM 3alUThl PACTCHUH M CHHTE3a UMH
IPOTUBOMHMKPOOHBIX coeauHenuid (Janczarek et al., 2007; Bepmmanaa u ap., 2020).
CornacHo pesynbraTaM, MOJYYSHHBIM NPU HCCICIOBAHUU BIMSHUS pu3o0akTepuil Ha
BCXOKECTh CEMSH pAa3IMYHbIX PACTCHHUH, IIOKA3aHO, YTO HMHOKYJSIUS pacTEHU
HmITaMMaM# pU300Ui CHHTE3UPYIONIMMHU SK30TOJIUCAXapU bl 3HAYUTEITHHO YBEITHUUBACT

BCXOXKECTh CEMSH U POCT MPOPOCTKOB pactenuit (JlaBuna u np., 2016a, Xakumona u

np., 2017b; Castellane et al., 2015).

1.2.1. Cmpykmypa pu3zoouanbHix IK30n0IUCAXAPUO0E

DK30M0JUcaxapuabl, CHHTEC3UPYEMbIe PHU300MSIMH, TMPEJACTABISIIOT CcoOOM
pasTuYHBIC BUIAOCTICHIHU(PUYHBIC TETEPOTIOJUMEPBI, COCTOSIINE W3 JMHEHHBIX WIN
Pa3BETBIICHHBIX MOBTOPSIONINXCS 3BEHBEB, COACPKAIMX MOHOCAXapHIbl, Takue Kak D-
roko3a, D-ramakrosa, D-mannoza, L-pamuosa, D-rmroxyponoBas kwuciora u D-
TaJIaKTYpOHOBAass ~ KUCJOTAa, OOBIYHO 3aMENICHHAs HEYIVICBOJHBIMH  TpyMIamMu
(HampuMep, aneTWIbHAs, MUPYBWIbHASA, CYKUMHWIbHAS W 3-THIPOKCHOyTaHOWJIbHAs

rpynmnbl) (Castellane et al., 2015; Laus et al., 2005) (puc. 1).
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Pucynox 1. Ctpykrypa pu3oOuaNbHBIX dK30moiaucaxapuaos: R. leguminosarum
bv. trifoli, R. leguminosarum bv. viciae, S. meliloti 3IIC I, S. meliloti DTIC Il. Glc,
rmoko3a; GICA, rmmokyponoBas kucinora, Gal, ramakrosa; OAcC, anerwt; Pyr,
ketanbnupysat; OSuc, cykuuauabHbIe rpymmbl (Skorupska et al., 2006).

['eTeporeHHOCTh AK30IOJIMCAXapUIHBIX CTPYKTYp, a Takke pa3sHooOpasue
TVIMKO3MIIHBIX CBSI3¢ W CTENEHb IMOJUMEPH3AIMH  TOBTOPSIOIICHCS — CIMHUIIBI
oTpakarorcs B ciaokaom mytu Omocmureza DIIC (Castellane et al., 2015; Janczarek,
2011).

DK30M0IMcaxapuIibl — 3TO BHEKIIETOYHBIC IMMOJIMMEPHI, KOTOPBIC CJIa00 CBS3aHBI C
OakTepHaIbHOW TOBEPXHOCTHIO U, Onaromapsi 3TOMY, OOWJIBHO BBIJCISIOTCS B
OKPY’KaIoIIyI0 cpexy. MHOTOYHCICHHBIC U Pa3HOOOpa3Hbie (PYHKIIMH, BBIIOJHSICMbBIC

TUM TETEePONOIUMEPOM (BKIIIOUASl 3aIUTYy OT PAa3IMYHBIX CTPECCOB, OOpa3oBaHUE
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OMOIUICHOK M TMPHUKPEIUIeHHE K aOMOTHMYECKUM MOBEPXHOCTSAM M KOPHSIM PacTeHMIA-
X0351€B, a TaKKe TIOJyYeHHE MUTATENbHBIX BEIIECTB), MNPUAAIOT PHU300AKTEPHUIM
aJlaliTUBHbIE HKoJlornyeckue mnpeumyniectBa. [Ipeobnananue OIIC B paznuuHbIX
OakTepusx U UX (YHKUUU SBISIOTCS MPUYUHONW TOTO, YTO STOMY CEKPETHPYEeMOMY

noJiMcaxapuay yuaeaseTcss ocoboe BHMMaHue wucciaemonateneir (Downie et al.,2010;

Skorupska et al., 2006).

1.2.2. I'envi-pecynamopul cunmesa 3x3onoaucaxapudos y R leguminosarum

['enpl, perynmupymomue OHOCHHTE3 DK30IMOJUCAXapUaI0B, MHOTOUYUCICHHBI H
pacmoJyiaraloTcs B OOJBIIUX KIIAcTepax JMOO Ha XpOMOCOMe, TUOO Ha MeTaruia3Muaax
(Finan et al., 2001; Gonzalez et al., 2006; Krol et al., 2007; Young et al., 2006). B
meramtazmuae pSymB S. meliloti 6pu1 0OHapysxen Gonbmion (> 30 T.m.H.) KjIacTep U3
28 reHoB exo/exs. T'eHsl KOIUPYIOT (EPMEHTHI, HEOOXOJWMBIC I CHHTE3a
NPEIIICCTBCHHUKOB CaxapoB W OCJIKOB, yYaCTBYIOIIMX B COOpKEe W MOAM(HKAIIH, a
TaK)Ke TEX, KOTOPbIe HEOOXOMWMBI JJIS MOJIMMEPHU3ALNN TTOBTOPSIOMINXCS SAMHULL H
tpancropta DIIC BHe kierkm (Skorupska et al., 2006). IToka3zaHo, 4TO CyIIECTBYET
HECKOJIBKO JIPYTHX TeHOB, HeoOXoauMbIX s ouocuHTeza JIIC I u perymsanuu 3Toro
npoliecca, 0OHAPYKEHHBIX paccpenoTodeHHbIMU 110 Xpomocome S. meliloti (Skorupska
et al., 2006). MHorounCICHHBIC T€HbI, YYACTBYIOIIHE B OMOCHHTE3E MOBEPXHOCTHBIX
MOJIUCAXapHUIOB, TaKXe ObUIM OOHAPYKCHBI PACCPENOTOYCHHBIMA W B TCHOME
R. leguminosarum. Tak, HanpuMep, TeH €X0B, yyacTByromuii B OMOCHHTE3¢ Pa3IMYHBIX
rerepononucaxapunoB (DI1C, CPS, LPS, GPS, rimrokomannan) (Laus et al., 2006), 6611
oOHapyKEH B XpOMOCOME, B TO BpeMs1 KaK PEryJIsITOPHBIC T¢HBI PSI ¥ PSI, pacroI0KEHBI
Ha cuMOuoTHyeckoil mmasmuae (pSym), a rensl rosSR, eXxoR (Janczarek et al., 2007) u
pssB (Janczarek et al., 1999) pacronoxeHsl B PyroM MECTE XPOMOCOMBI.

['eHbI, yyacCTBYIOIIME B CHHTE3€ MPEAMICCTBEHHUKOB HYKJICOTHIHBIX CaxapoB, a
TaK)Ke IeHBI, Y9acTByIomUe B cuHTe3e u 3kcnopte DIIC, pacmonoxeHsl Ha XpOMOCOME
R. leguminosarum, u OONBIIMHCTBO W3 HUX CrPYIIHMPOBAaHbI B OOJBIIOW Ki1acTep,

HasbeiBaeMblid Pss-1 (Krol et al., 2007).
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W3BecTHO /1Ba reHa €X0B u €X05, OTBETCTBEHHBIE 32 CHUHTE3 MPEIIIECTBEHHUKOB
caxapoB, KOTOpbie ObUIH HaeHTUUIMpoBaHbl y R. leguminosarum. I'en exoB xomupyer
dbepment UDP-rmoko30-4-snumMepasy, HeoOxonumyro st cuHTe3a UDP-ranmakTossl,
KOTOpasi fBIIAETCS JOHOPOM 3TOro caxapa B mpouecce cunTeza OIIC u apyrux
HoJIMCaxapHuI0B, cojaepskamiux ramakrosy (Laus et al., 2004). MyranTHble 110 reHy €X0B
mTammbl cuHTe3upytoT JIIC, nuileHHbIe rajJakTo3bl B MOBTOPSIONIMXCS €AUHUIAX H,
NPAaKTHUYECKH, HE CIOCOOHBI TIPOHUKATh B KOPHU PACTCHMI-XO35€B, BBI3bIBAs
oOpa3zoBaHue KiIyOeHBKOB. ['eH €X05, pacrnonoxeHHbl B kiactepe Pss-1, xogupyet
UDP-rntoko3oaeruiporeHasy, Koropass oTBeuaer 3a mnpeBpaiienue UDP-rimoko3sl B
UDP-rmtokypoHoByto kucnory. Llltammer R. leguminosarum nedektHsie mo reHy €x05
JEMOHCTPUPOBAIN IUIEHOTponHble 3¢ (EKThl, BKIIOYas H3MEHEHUS B O0O00JIOUKe
OaKTepUaTbHBIX KJIIETOK M YXYAIICHWE CHMOMOTHYCCKUX B3amMozekcTuid (Laus et al.,
2004) u He cuHTesupoBan HU UDP-rirokyponoByo, HH UDP-ragakTypoHOBYIO
KUCIIOTY, |, cieaoBatenbHo, DI1C (Muszynski et al., 2016).

CoOopka mnoBropstonuxcst 3BeHbeB OIIC HMHMIMHpYIOTCA TyTeM NepeHoca
rimoko30-1-pochara ¢ UDP-rmoko3er Ha Hocutenb CS55-uzonpenundocdara (IP),
KOTOpBIM paclojioKeH Ha BHYTpEeHHEH wemOpaHe. OJta crtamus cuHrte3a OIIC
oOecrieunBaeTcs TIIOKO3WI-IP-Tpancdepazoit koaupyemoil reHoMm PSSA, KOTOpBIi
MPEICTABIICH OTKPBITOM PAMKON CUMTHIBAHUS U PACIOJIOKEH HA OOJBIIIOM PACCTOSTHUU
or npyrux reHoB psS (Janczarek et al.,, 2001). T'em pSSA sBusieTcs OYCHb
KOHCEPBATUBHBIM TE€HOM, KOTOPBIM MPHCYTCTBYET HE TOJILKO y OakTepuil Buaa
R. leguminosarum (Janczarek et al., 2003), HO 1 y apyrux OJIU3KOPOACTBEHHBIX BUIOB,
takux kak Rhizobium etli u Rhizobium gallicum (Janczarek et al., 2009). Myranuu B
reie PSSA monHocThio monaBisitoT cuHTe3 OIIC u npuBogAT K 0Opa3oBaHMIO
KITyO€HBPKOB HEJECTCPMUHUPOBAHHOTO THIA HAa KOPHSAX pacTEHUI-X031€B (KJIeBepa,
ropoxa u mouepusl) (Janczarek et al., 2009). Dkcmpeccust 3TOro KIFOYEBOIO IS
onocunTe3a DIIC rena HaxomuTcs moj crporuM KoHtposem (Janczarek et al., 2004).
[Tpu sTOM BHYTpU KIyOEHBKOB DKCIpeccHs T'eHa PSSA HaXOAWTCS Ha OYEHb HHU3KOM,

o4TH HeornpeaenseMoM ypoBHe (Skorupska et al., 2006).
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PacnonokeHHblil mepen reHoM PSSA, reH PSSB ydacTByer B OTpUUATEIBHOM
perymsuu cuaTe3a DI1C. MyrtanTabie 1o TeHy PSSB mtaMMbl poayupyroT OoJibiiee
koimuuectBo OIIC 1o cpaBHEHHIO €O IITaMMaMH JIUKOTO THIA, HO TPU OSTOM
UHAYIUPYIOT 00pa3oBaHUE HECMOCOOHBIX (PUKCHUPOBATH a30T KIYOCHBKOB Ha KOPHAX
kiaesepa u sonepubl  (Kutkowska et al., 2007). Beuio moka3zaHo, YTO HaJIM4YUe
JOTIOJTHUTENBHBIX KOMUN 3TOr0 reHa B IITaMMaX JUKOTO TUIA MPUBOAUT K CHUKCHHIO
ypoBHs cuHTe3upyembix OIIC (Janczarek et al., 2001). T'en pssB koxupyer Oelok,
NpUHAJISKAIIMH K  ceMelcTBy wumHo3utoaMoHodocharaz (IMP-ases). JlanHbie
(dbepMeHThI TMpeACTaBIeHbl KaK B MPOKAPHUOTUYECKUX, TaK U B IYKAPUOTUUYECKUX
kinetkax (Kutkowska et al., 2007; Janczarek et al., 2001). YV wiexonuTarommx
MHO3UTOJIMOHOGOC]AaTa3pl OTBEUAIOT 3a pereHepanuio (Hochoaunuaos, coAepKaiiux
WHO3UTOJ, TaK KaK y4acTBYIOT B MPEBpAIllEHUH WHO3UTOJIMOHOGoc]aTa B MHO3ZUTOIL.
OpHako poap HMHO3UTOIMOHOQoOc(hara3 B Merabonu3me pu3zoOUl HesicHa. ITOT
dbepMEeHT MOXKET TEeHepUpOBaTh Iyl HWHO3UTA, KOTOPBIH SBISETCS COCAUHEHHEM,
OOBIYHO BCTpEYAOIMMCS BHYTpH OaktepuonaoB R. leguminosarum u B. japonicum, a
TaK)K€ 4YacTo BCTpeuaroTcs B KiyOeHbkax ropoxa u cou. C Jpyrodl CTOpOHBI,
KaTabOMM3M WHO3WTA, MO-BHAUMOMY, BaXKCH [JI1 BBDKHBAHHS U KOHKYPETHOCTH
pu300MaIbHBIX IITAMMOB, YTO UMEET pellalllee 3HadeHHe JUIsl YCHEIIHOTO
NPOHMKHOBEHUS pU300Mii B KIIETKH KOPHS pacTeHusA-xo3suHa (Janczarek et al., 2001).

ITomMmuMoO T€HOB PSS, €CTh U APYTHE reHbl, HeoOxoauMble aiisi cunteza JIIC, HO He
00s13aT€IbHO  HEMOCPEICTBEHHO BOBJEUEHHbIE B 3TOT Impouecc. OHU  Takke
npucyTcTByoT B kiactepe Pss-I. K Hum otHocsrcs renst plyA, prsD u prsE,
pacniojioxeHHble O0u3ko k omnepony PSSCDE (Krol et al., 2007). I'ensr prsD u prsE
KOJUPYIOT KOMITOHEHTBI CUCTEMBI CeKpelnuu Oenka Tumna I, Kotopas mpuCyTCTBYET BO
Bcex Owmoapax R. leguminosarum (Long et al., 2001). Dta cuctema cekpenuu
OPOSIBIISIET ATUIHMYHO IIHPOKYIO CYOCTpaTHYIO CHEHU(PUYHOCTb, SKCHOPTHPYS IO
MeHnbier Mepe 13 cyOctpatoB, cpeau kotopbix rnukanasel (PlyA, PlyB u PlyC),
puzobuanbHbie aare3noHHeie Oenku (RapA2, RapB u RapC), a Taxxke 6enok NodO
(Ausmees et al., 2001; Krehenbrink et al., 2008) I'muko3unsruaponassl PlyA u PlyB
pacmeristror DIIC. (Zorreguieta et al., 2000; Krehenbrink et al., 2008). MyraHTHBIE 11O
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reny prsD mrammbl cunTe3upyrot IIIC ¢ Oosiee BHICOKON CTENEHBIO MOJIUMEPHU3ALINU
0 CPAaBHEHMIO CO IITAMMaMH JUKOTO THUIA, U CIIOCOOCTBYIOT 00pa30BaHUIO OOJBIIOTO
KOJIMYECTBA KIYOCHBKOB, HECITIOCOOHBIX K (ukcanuu azota (Russo, 2006).

BaxxHyro posib B Ipoleccax HKCIPECCUHM TE€HOB PSS B OTBET HA CHUTHAJIBI
OKpYyXarolel cpeapl urpaer reH FOSR, KOTOpbIii KOIUpYeT TpaHCKPUIIIIMOHHBIN
perynsitop, ydactBytomuid B cuntese DIIC. TpaHckpumimss HECKOIbKUX PSS-TEHOB, B
ToM uyuciae PSSA wm PpssB, omocpemoBaHa paboTol maHHOTO TeHAa. BechMma
KOHCEPBAaTHUBHBIN T'eH IOSR ObL1 maeHTudUIHpoBaH Ha xpoMocoMe R. leguminosarum
(Janczarek et al., 2007). JlanHelii TeH ObLI BBIIBIEH B TE€HOME IITAMMOB
R. leguminosarum, a taxxe y Omm3kopoactBeHHbix BuioB R. etli u R. gallicum. Dror
(bakT yka3bIBaeT Ha BAXKHYIO PETYJIATOPHYIO POJIb reHa FOSR u y Apyrux pu3o0uanbHbIX
BuoB (Janczarek et al., 2009). I'en rosR Takxe MMeeT 3HAYUTEIBHYIO UIACHTUYHOCTD C
reHoMm ros y Agrobacterium tumefaciens (Chou et al., 1998), ¢ resom rosAR y A.
radiobacter (Hussain et al., 1997) u ¢ remom mucR y S. meliloti. Bce 3Tu rens
KOAMPYIOT PEryJsSTOphl TPAHCKPUIILIWK, NpPUHAJICKANINE K CEMEHCTBY OEIIKOB
Ros/MucR, koTopsie UMEIOT MOTHBBI ITMHKOBOTO maibila C,H,-THa u y4acTByioT B
perymsiunn cuHTe3a JIIC. B pe3ynprare NMpOBEAEHHOTO T€HETUYECKOTO CKPUHUHTA
reHoMa BhIsIBIICHO, 4TO 0eiok RosR y R. etli okas3piBaeT BiIsiHHE Ha SKCIPECCHIO MHOTHX
GYyHKIMOHATBFHO  Pa3HOOOpa3HbIX  TE€HOB, CpPeaud  KOTOPBIX  IPEICTABIICHHBI
OTBETCTBEHHBIE 32 CUHTE3 U MOJU(PUKAINIO TOBEPXHOCTHBIX mosincaxapuaoB (PSSK u
plyA, exoB, prsD,) (Bittinger et al., 2000). MytantHbie 1O TeHy FOSR I1ITaMMbI
R. leguminosarum gemoHCTpUpYIOT HU3KHK ypoBeHb cuHTe3a DIIC u He BCTymarmT B
CUMOMOTHYECKHE OTHOIICHUS C KJICBEPOM, a HAIMYUE JOMOJHUTEIBHBIX KOMUN ITOTO
reHa B 2 pasa yBeIMYMBaeT KoiuyecTBO cuHTesupoBaHHbix DIIC (Janczarek et al.,
2009; Janczarek et al., 2007). Yto, B cBOIO OuYepe/b, YKa3bIBacT HAa TO, YTO reH FOSR
SBJIIETCS TIOJIOKUTEIIBHBIM PETYIISITOPOM ITOTO mporiecca. bojee Toro, MyraHTHBIE TIO
redy FOSR mramMmbl JeMOHCTPUPYIOT W Jpyrue 3(h(EeKTh: CHIKEHHE OTHOIICHUS
HU3KOMOJIEKYJISIPHOM K  BBICOKOMOJIEKYJIApHON  (pakuusim  OIIC, mnoBbIIEHHYIO
YYBCTBUTEIHHOCTh K TOBEPXHOCTHO-AKTUBHBIM JIETEPTEHTAM U HEKOTOPHIM OCMOJIUTAM,

a TaKXK€ CHMXXCHHC TIIOABHMXXHOCTH H KOHKprHTOCHOCO6HOCTI/I KHY6CHBKOB,
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KOJIMYECTBEHHbIE M3MEHEHUs1 B nonucaxapuanon coctasistowmei JIIIC, namenenus B
MeMOpaHax W CeKpeTHpyeMbIx mpodmisix Oenka (Janczarek et al., 2010). Ho cambim
ApKUM 3((PEeKTOM MyTalMu reHa rosR sBIsSeTCsl 3HAYUTENIbHOE CHUYKEHUE KOJIOHU3aLuU
U aJre3uH K KOPHEBBIM BOJIOCKaM, YTO CBHJIETEIBCTBYET O TOM, YTO MYTAaIlMd B Te€HE
BIMSIOT Ha HayalbHblE ATamnbl HMH(EKIUMOHHOro Impouecca. Ilpu sToM, Hanuuue
JIOTIOJIHUTEIBHBIX KOMHUM reHa rOSR 3HaYUTENbHO MOBBIIIAET KOHKYPEHTOCIIOCOOHOCTh
u oOpa3oBaHue KiyOeHpKOB y R. leguminosarum, moarBepkiasi CymecTBEHHYIO POJIb
sTOro reHa B cumbOuose (Janczarek et al., 2007). Ha skcnpeccuio rosR BiusroT Takue
(bakToOpbl OKpYXKAaroIie Cpepl, KaKk UCTOYHUKH yrieponaa, GochaTtoB U (iaBOHOUIHI.
Te xe BHemHue (HaKTOppl BIHUAIOT M Ha ypoBeHb mnpousBojctBa OJIIC B

R. leguminosarum (Janczarek and Skorupska, 2011; Bepuuausa u ap., 2021).

1.2.3. Wzx/Wzy-3asucumpstit 6uocunmes sxzonoaucaxapuoos y R leguminosarum

Kak mnpaBuno, mnonucaxapuabl MOTYT OBITh IOJHOCTBIO CHUHTE3UPOBAHBI B
UTOIJIa3Me Tepesl TPAHCHOPTHUPOBKOM 3a Npenenbl KIETKH WM €  I[OMOIIbIO
MEXaHHU3Ma, TIPU KOTOPOM TOBTOPSIONINECS CYOBEIUHUIIBI CHaYala CHHTE3UPYIOTCS B
UTOIIa3MeE, a 3aTe€M TPAHCIOPTUPYIOTCS B MEPUILIa3My Ui MOJIMMEPHU3aLUH, a 3aTeM
cekperuu  (Islam and Lam, 2014; Schmid et al., 2015). Dx3omosmcaxapusi
CUHTE3UPYIOTCS TI0 BTOPOM cXxeMe, Tak Ha3biBaeMblii Wzx/Wzy-3aBUCUMBIN CHUHTE3 C
y4acTHeM JBYX KItoueBbIX OenkoB: Wzx (dhnunmnasza) u Wzy (monumepasa). ITu Oeiku
OTCYTCTBYIOT B CHCTeMaxX OMOCHHTE3a MOJMCaxXapwI0B, OCHOBAHHBIX Ha aKTUBHOCTHU
AT®-ceaspiBaromux kaccetr (ABC)-tpancnoprepoB (Greenfield et al.,, 2012) wum
CHHTa3bl (HampuMep, albrmHarta, npoaynupyemoro Pseudomonas) (Whitney and
Howellet, 2013). TIlonucaxapuubl, TakMe Kak JCKCTpaH, MPOAYIUPYIOTCS
CEeKpPETUPYEMbIM MJIM aCCOLMUPOBAHHBIM C KJIETKOM BHEKJIETOUHBIM (hepMeHTOM
(Schmid et al., 2015).

B caywae mytu 3aBucumoro ot nepeHocunka ABC, monmcaxapup (B OCHOBHOM
KaIlCyJIbHBII) CUHTE3UPYETCs B IIUTOILUIA3ME U BIOCIEICTBUU TPAHCIOPTUPYETCS Yepes
nepuruiazmy Oenkom cemeiricteBa ABC. Eciu B oOnactu TeHOB OuOCHHTE3a

MOJINCAXAPHUIOB KOJIUPYETCS] TOJIBKO OJHA TIUKO3WITpaHcdepasa, MpOoayIUpyeMbIil
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NOJIMCaxapy/ SABJIAETCS TOMOMOJIMMEPOM, a €CIH UMEETCsl OOJIbIIIe T€HOB, KOIUPYIOIIIX
rnuko3miTpanchepassl, odpasyercs rerepormonmmvep (Whitney and Howellet, 2013).
[Tonucaxapuapl, Takue Kak KypHjaH, LEUII0JIO03a WM ajJbIMHAT CHUHTE3UPYIOTCS U
TPAHCTIOPTUPYIOTCSA M3 IUTOIIa3Mbl C TOMOINBI0 MEMOpPAHHOW CHUHTa3bl, KOTOpas
NpeACTaBIsIeT  CcOOOW  MPOILIECCHUBHYIO  TIUKO3WITpaHChepasy,  CIHOCOOHYIO
00pa30BbIBATh MOJUMEDP U CIIOCOOCTBOBATH MPOXOKICHUIO MOJIMMEpa Yepe3 MeMOpaHy.
[Tonmumep TpaHcmopTUpyeTCs 3a TMpenesbl KISTKH C y4acTHEeM MEePUIIa3MaTHYeCKOro
Oelnka, JEHCTBYIONIETO KaK KapKac M MpeI0TBpaIIatoero Aerpaialuio nojaucaxapumia,
U B-IWIMHIpUYECKOTO Oerka, pacmoJioKEHHOTO BO BHEIIHEH mMeMmOpane. benku 3toit
CUCTEMbl HE CBsI3aHbI C KoMroHeHTamu Wzx/Wzy-3aBucumoir u ABC-TpaHCnOpTHOM
cucteMm (Whitney and Howellet, 2013).

B Wzx/Wzy-3aBucuMoM myTH CyOBEIMHHULBI OJIMTOCAXapUIAHBIX ITOBTOPOB
CHayalla CHHTE3UPYIOTCS BMECT€ C TaK Ha3bIBAEMbIM JIUIUIHBIM  SIKOPEM
yHAeKarnpeHuiapochaTom (undPP) u3-3a AKTUBHOCTHU cnenuduuecKux
rIMKo3uiITpanchepas. buocunTeTHueckue MPEIIEeCTBEHHUKH, TO eCTh
aKTUBUPOBAHHbIE IPOU3BOJIHbBIE HYKJICOTHUTHBIX caxapoB (NDP-caxapa),
CUHTE3UpPYIOTCs B 1urorasme mnoBepx und-PP. Ilomuble omurocaxapuiHbie
HOBTOPSIIOUINECS] €IUHULBI TMEPEHOCATCS M3 LUTOIJIAa3Mbl B TMEpUILIa3MaTHUYECKHUE
CTBOPKH BHYTPEHHEH MeMOpaHbl 3a cueT akTUBHOCTH (uinmmassl Wzx (Islam et al.,
2016). Eme, Oyayuyun 3aKpeIuiCHHBIMH Ha BHYTPCHHEH MeMOpaHe, OHU COCIMHSIOTCS B
MepuIia3Me ¢ IOMOINbI0 mojauMepasbl Wzy. B mpormecce cOOpkH MOCIEIHEro
nojyrcaxapujia y4acTByeT O€JOK, JIMIICHHBIM MOJMMEPU3AIMOHHOM aKTUBHOCTH, HO
HE3aMEHUMBIN B MPOIIECCE U yYACTBYIOIINN B PETYISINH JIJIMHBI 1IETIH, TaK Ha3bIBaeMast
nosmcaxapuanas cononumepasza (PCP) (Islam and Lam, 2014). 3atem Bo3HuKarormias

NIOJICAaXapyuIHAs IeTTh SKCIIOPTHPYETCS 3a MpeJIesbl KIeTku (puc. 2).
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Hapy»kHasa membpaHa

PssN
onuromep

BHYTpeHHAs membpaHa

PssL PssT PssP
X onvrome
GT P onuromep

KOomMnzekc

onuromep

Pucynok 2. IlpeamonokuTenbHas MOJENb TOIMOJIOTUM TPAHCIOPTHOM CHUCTEMBI
OIIC R. leguminosarum bv. trifolii.

Mopnenp sBIII€TCS pe3yabTaTOM KOMIIWIALMA UMEIOIIMXCA JAHHBIX O KIHOYEBBIX
Oenkax, JEWCTBYIONIMX B TpaHCHOPTHOW cucteMe Wzx/Wzy, B 3KCIepHMEHTaIbHBIX
naHHbIX 1Mo R. leguminosarum bv. trifolii. Dx3omonucaxapuaHbie OKTacaxapuIHbIC
CyObEIMHUIBI COOMpAlOTCS Ha JIMIKWIHOM HOCHUTENE TJIMKO3WITpaHC(epa3aMu.
['muxo3untpancdepasbl MOKa3aHbl Kak €AWHBIM OJIOK, YTO MpEArojaraeT Hajluyue
KOMIUIEKCa (Ha JaHHBIH MOMEHT HE MOATBEPKACHO SKCIIEPUMEHTAIBHBIMU JTAHHBIMU).
OK30MOJMCaxapuaHble  OKTacaxapuibpl IEPEMEIIAIOTCS K  HApPYy»KHOM  CTBOPKE
BHYTpEHHEl MeMOpaHbl M, mpeanojaraercs, 4ro PssL. crnocoOCTBYET BBIITOJIHEHHIO
3TOro IMpouecca. 3areM CyObeAMHHUIbI MOJIMMEPU3YIOTCS 3a CUET COTIACOBAHHOTO
nerictBus nonmmepasbl PssT u omuromeprnon cononmumepassl PssP. Cunresnpyromue n
TPaHCIIOPTHBIE OEJKW B3aMMOJIEHCTBYIOT B CJIOKHOM CETH, B KOTOpOM HamOolee
3ameTHbl B3aumonaeucTBus: PssT-PssP m PssP-PssN. bemox PssP2 kommpyercs B
obnactu Pss-II, HO Takke ObUIO MTOKa3aHO, YTO OH BIMSIET Ha JMHY nonuMmepoB JIIC u

B3aumoseictByeT ¢ PssP u PssT (Islam et al., 2016).

1.2.4. I'enomnowte pezuonwl, yuacmeyrouwiue ¢ ouocunmese I11C

OcHoBHo#i HaObop reroB ouocunaTe3a DIIC R. leguminosarum xHacuuThIBaeT Oosiee

20 reHOB U CTPYNIHPOBAH B XPOMOCOMHOM 00JacTu, Ha3BanHoU Pss-1 (Gonzalez et al.,

2006; Krol et al., 2007; Young et al., 2006) (puc. 3).
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Pss-IV (~10 kb)
pRIeTAlb
(~0,6 Mb)
Pss-Ill (~9kb)
Pss-11 (~15 kb)
Pss-AB (~2 kb) Pss-V (~3 kb)
Pss-1(~34 kb)

Pucynox 3. [T'eHoMHas JoKaim3amusi © TEHETHYECKas  OpraHu3aIus
UICHTU(PHUIIMPOBAHHBIX peruoHoB Pss y Rhizobium leguminosarum TA1. Ob6nactu Pss-
I, Pss-II u rennr pSSAB cBsizansl B obsnactu 200 T..H. B xpoMocoMme. Jpyrue obnactu
Pss pacrnionosxensl 1100 Ha Xpomocome, Jinbo Ha mnazmuze pRIeTAlb.

O6mactb Pss-I comepkUT TeHBbl, KOAUPYIONIME TJIMKO3UITpaHCcPepasbl,
OTBETCTBEHHBbIE 3a cuHTe3 cyobenuuun OJIIC (3a wuckioueHueM TeHa PSSA,
KOJIUpYIolIero 0eyioK, y4acTBYIOMMM B iepBoi ctaguu cunte3a DIIC, OTBETCTBEHHBIM
3a go0aBiieHue Toko30-1-docdara k nomunpenundocharHomy Hocurtento) (Janczarek
et al., 2013) u rensl, NPOAYKTHI KOTOPBIX 00pa3yroT cucremy cOopku u 3xcnopra I1IC,
T.e. npeanojaraemyro (uunmnazy (Mazur et al., 2005), nonucaxapuiHyo nojJuMepasy
(Mazur et al., 2003), 6enox comoiumepasbl (Mazur et al., 2002) u Oenok kaHaia

BHenHe meMmOpanbl (Marczak et al., 2006) (puc. 4).

pssE

‘ ‘@H m m pssS |:>|Eﬂ> pssL @>-pssl =lpssi =l pssF1){pssC == {orf3 ] mm

rega pssR pssD —— - 1000 n.H.

<:| - Ge/IKM NOCTTPAHCAALMOHHON MOAUbHMKALMM

- rMKosunTpacdepasbl

<:| - 6e/IkM mogudUKaLmK

- TpaHCNopTHbIe Genkn u 6enKn Nnonmepursaumm

<:| - Apyrue 6enku

Pucynox 4. 'enetnueckasi opranuzaius kiacrepoB reHoB Pss-1. O6nacts Pss-l,
rpynmna 3KCHEpUMEHTAIbHO OXapaKTepU30BAaHHBIX I'€HOB, CBSI3aHHBIX C OMOCHUHTE30M
OIIC. T'ensl/ORF (oTKpblTasi pamMka CUYUTBHIBAHUSI) OKpAIIEHBI B COOTBETCTBUHU C
AHHOTUPOBAHHBIMH WJIM O3KCIEPUMEHTAIBHO TMOATBEPKACHHBIMH (DYHKIHUAMHU Ha

MMOCICAYIOIHX ITalax OMoCHHTE3a OK30I10JIMCaxapua0B.
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Jlokyc Pss-1 BbIcOKOKOHCEepBaTHBeH W cx0x Mexay R. leguminosarum bvs.
trifolii m viciae, a Takke mMeeT Mallo OTIIMYWK ¢ Oym3KopojacTBeHHBIMH R. etli.
CoxpaHeHHe KOHCEpPBATUBHOIO TOpsAJIKA T'€HOB OOBIYHO HE SBISETCA CIIy4allHBIM
PU3HAKOM, TTIOTOMY YTO COOTBETCTBYIOIIEE COCEICTBO I€HOB JAaeT KIETKE aJJallTHBHOE
npeumyiiectBo (Guerrero et al., 2005). Takum o0Opa3oM, KiacTepu3amus OCHOBHOTO
Habopa reHoB OIIC kaxercs He ciaydyalHOM U, BEpPOSATHO, OTPAXKAET UX
CKOOPJAMHUPOBAHHYIO IKCIIPECCUIO U TOUHYIO, CIIOKHYIO PETYIISLUIO, OCYIIECTBISIEMYIO
KaK Ha TPAaHCKPUMIIMOHHOM, TaK W Ha MOCTTPAHCKPUIILIMOHHOM YPOBHSX, Ha YTO
JIOTIOJTHUTEIBHO BJIMSIOT MHOTOYHCICHHBIE (DAaKTOPhI OKPYXKAIOLIEH Cpenbl, a TaKxke
poct u ctpeccoBbie pakTopsl (Bonomi et al., 2012; Ciesla et al., 2016).

Ha paHHBII MOMEHT UMeETCs OTHOCHTEIBHO Majio MHGOpMAIMU O
NIMKO3WITpaHcepa3ax — NPENCTaBUTENSAX OENKOB, Y4YaCTBYIOIIMX B OHOCHHTE3€
HK30I0JINCAXapUA0B y pu300uil. B 1eiaoM rimko3untpanchepasbl NpeacTaBiIsiOT cOO0H
pa3HoO0pa3HOE CEMENCTBO OEIKOB, KOTOPHIE OMUCAHBl B COAECPKAHUHU pacTyllel 0a3bl
nanHelx CAZy (yrimeBomHo-aktuBHbIe (epmenTsl) (Lombard, et al., 2014). Css3b
MEXIY AMUHOKHMCIIOTHON HOCJIEA0BATEIBHOCTBIO npeJnoiaraeMoin
TIIMKO3WITpaHcepasbl M ee Chenu(PuuHOCTbIO HE OYEBHIHA, YTO 3aTPYyIHSET
NpOTrHO3UpOBaHKe e¢ QYHKIMKM Ha OnonHpopmaTruyeckoM ypoBHe (Schmid et al., 2015;
Becker et al., 2017). ®yukiun GepMEeHTOB, AKTUBHBIX Ha PA3IMYHBIX CTAIHIX CHHTE3a
CyOBeAMHUL] CYKLIMHOIJIMKaHa, U (QeHoTunudeckue dPQPexTbl MyTauuid ObuIH
oxapaktepuzoBanbl Ha wmoaenu S. meliloti  (Skorupska et al., 2006). Omnaxo
uHbOpMaAIlMl O  B3aUMOACHCTBHSIX  MEXKIY  T[JIHKO3WITpaHcepazamMu |
IPEINOoNaraéMbIMU  B3aMMOOTHOIICHUSIMH ~MEXIY THUIOTETUYECKUM KOMIUIEKCOM
rivko3mwiTpancdepas u 0eakamMu, akTUBHBIMH Ha 00Jiee MO3AHUX CTAIUsX CUHTE3a, HET.
B paborax Janczarek u coaBT. (2013), omnwucbiBarOTCS (YHKIMM HECKOIBKUX
IIMKO3WITpancdepas, KOAUPYeMbIX BHYTpU U BHe obnactu Pss-1 y R. leguminosarum.
Cpenn Hux Hambojee u3ydeHa mpaiimupyromas riokosmwmsonpenuidocdar (IP)-
TpaHcdepaza PssA, MHHIMATU3MpYIONMas CHHTE3 OKTAacaxapwIOoB IyTeM MepeHoca
TJII0KO3bI B JunuA-cBs3anubii undPP (Janczarek et al., 2013; Janczarek et al., 2003).

['mokypono3un-f-1,4-rmoko3mwinrpancdepaza  PssDE — mepeHocuT  IIIOKYpOHOBYIO
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KHCIIOTy Ha Tioko3y (Janczarek et al.,, 2017), a apyrod ocTaTtok TIIFOKYPOHOBOM
KHCIIOTBI ~ TIEPEHOCUTCS  TIIOKYpOHO3WI-B-1,4-rmokypoHo3mnrpancdepazoii  PssC
(Pollock et al., 1998). Myranuu B reHax, KOAMPYIOIIHUX TIIMKO3MITPaHC(Epas3bl, MOI'YT
IIPUBOIUTH K MTOJTHOMY MHTHOMpoBanuio cuHTe3a DIIC (pssA, pssE, pssD) (Janczarek et
al., 2017; Janczarek et al., 2003) uau K CHIKEHHIO YPOBHsI CHHTE3a, KaK B CIIydae
mytanTa pssC (Guerreiro et al., 2000). [Tocaenuuit pe3ynbraT HHTEPECECH, MOCKOIBKY
MyTarsi HE OJOKUPYeT TOJMMEPU3ANHNI0 CYOBEAMHUI], YyKa3biBas Ha TO, YTO
cnenupuyHyr0 KIeToyHyro GyHKIu0 OepeT Ha cebs napyrodl Oenok. DepMEeHTHI,
y4acTByIOIIME B OoJjiee TMO3IHUX CTaAUsIX CHUHTE3a CYOBEIWHUI], TMOAPOOHO HE
ucciaenoBanbl. M3BecTHO, 4TO PSSS KOAUPYET THIMOTETUYSCKHNA OEOK, MOXOXKWU Ha
rIIMKo3uWITpanchepasy C GT-B-ckmankoi (xmacc WHBEPTUPYIOIINX
JIMKO3WITpaHc(epas ¢ XapaKTepHOUM TOMOJIOrHeH, cocTosme u3 aAByx B/o/B nomeHoB
Poccmana, kotopbie 0OpallieHbl APYT K APYry ¥ THOKO CBS3aHBI), HanbOoJiee BEPOSTHO
y4acTBYeT B HYETBEPTOM dTare COOPKU E€IUHUIIBI, T.. MPUCOCIUHEHUM MOCIEIHETO
ocTaTKa TIJIFOKO3bl K OocHOBHOM menu (Janczarek et al., 2015). buonnpopmarnueckuii
aHaMM3  TOKa3aJ, YTO HE  OXapaKTepPU30BaHHbIE  TUIMOTETUYECKUE  T'EHBI
MIMKO3WITpancdepas, ydactByromue B Ouocunteze IIIC, MoryT mnpucCyTCTBOBATH
cpenu 0enkoB, Koaupyembix B o0mactu Pss-I. CTouT oTMeTuTh, 9YTO BO BCEX CIyYasx
JaHHBIE,  Kacalouluecss  TIUKOo3WITpaHchepas y  pu3o0uil, OrpaHHUYUBAIOTCS
noATBepxkAcHUEeM ydactusi B OuocuHTeze OIIC wnm QyHKuuu, omnpeneneHHONW Ha
OCHOBE CXOJICTBA AMHUHOKHCIIOTHBIX II0CJIEIOBATEIbHOCTEN. MeXaHU3Mbl JIEUCTBUS,
cyOcTpaTHasi CHerUpUIHOCTh, JOMEHHAs CTPYKTypa WJIA B3aUMOJCUCTBHUS MEXKIY
TIIMKO3UITpaHcepaszaM ¥ B3aUMOJACHCTBUS C APYTMMH O€IKaMH eIle TPEICTOUT
pactdpoBaTh.

Pss-l — He eOWHCTBEHHBIH KJacTep TEHOB, YYAacCTBYIONIUX B CHHTE3C
noiucaxapunoB y R. leguminosarum. Bcero cyiecTByeT eie 4YeThipe OOJIACTH
(o6o3naueHHbIe Kak Pss-11-PSs-V) ¢ reHamu-kanguaaTamMu uaeHTU(GUIIUPOBAHHBIE KaK
Ha xpomocome, Tak u Ha miazmuae PRIeTALb (Krol et al., 2007) (puc. 3).

Knacrep Pss-11, pacnionosxxennsrii npumepro B 200 1.1m.H. ot obnactu Pss-1, Obut

Io4YTH HMACHTHUYUCH C TOYKHM 3pCHUA IIOCICAOBATCIBHOCTH MW IIOpAAKa TI'CHOB
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COOTBETCTBYIOIIEH dacTh Xpomocombl R. leguminosarum Dbv. viciae ¢ jumb
HE3HAYUTEIbHBIMH HW3MEHEHUsMH 10 cpaBHeHmio ¢ R. etli. Beuio BeickazaHo
npeanosoxkenue o Tom, uro Pss-II moxker yyactBoBaTh B Ouocunteze LPS, DIIC unu
CPS, moCKOJIbKY OH IpyNIUPYET I€HbI, OpraHU3aIUs U CXOJCTBO MOCIEA0BATEILHOCTEN
KOTOPBIX YKa3bIBAIOT Ha TMIOTETUYECKHE (DYHKIIMU TIMKO3UIATpaHcdepas, moammepas
Wzy-tuna, ¢paunnazsl Wzx-tuna, tpanciokassl Wza-tuna u PCP cononumepasa, T. e.

kitoueBbIX kKoMmoHeHToB WzX/Wzy-3aBucumoii cucreMsl (Krol et al., 2007; Marczak et
al., 2014) (puc. 5).

psst2 = gqgitB1 ™= gltA1 '<@- gltA2 == pssF2 = orf5 —[tAS

pssY =i - 1000 n.H.

- TpaHCNopTHbIe 6enKku M 6enKku NoAMMepUsaLLUum

- MKosunTpacdepasbl

<:| - 6enku moandrkaumum

- opyrue 6enku

Pucynok. 5. I'eHeTmyeckass opranu3zanusi kiactepoB TreHoB Pss-1l. I'ensi,
pacnoyiokeHHble B obOnactu Pss-ll, Obutn  maeHTUUUMPOBaHBI MO CXOJCTBY C
KJIIt0YeBbIMU 3eMeHTaMu Wzx/Wzy-3aBucumoro nytu. I'enpl/ORF (oTkpbiTas pamka
CUMTBIBAHMSI) OKPALIEHbI B COOTBETCTBUHM C aHHOTHUPOBAHHBIMU MJIM IKCIIEPUMEHTAIBHO
HNOJATBEPXKAECHHBIMU  (DYHKUMSAMH  Ha  MOCIHEAYIOIIUMX  3Tanax  OWOCHHTE3a
AK30I10JIUCaXAPUIOB.

Pss-IIl npencraBimser coboii 00macTb OWOCHMHTE3a  IMOJIMCAXapuIoB, C
HCM3BECTHOM  (yHKIMeEH, KoTopas pacmoiokeHa Ha 1iasmuae PRIeTALb.
BricokoromosiornuHbIii cerMeHT OblT 0OHapyxeH u B R. leguminosarum bv. viciae, vo
He Obul oHaiinmeH B reHome R. etli. Pss-IV u Pss-V Takke SBISIOTCS ydacTKaMH
OMOCHHTE3a XPOMOCOMHBIX IOJHMCAXAPUIOB, MPEANOIOKHUTENbHO (PYHKIIMOHAIBHO
CBs3aHHBIMHU ¢ OmocuHTe3oM LPS. MHoxecTBeHHbIe PSS y4acTKu MOTYT KOAMPOBATH
aIbTEpHATUBHBIE MYTH CHHTE3a IOBEPXHOCTHBIX IodMcaxapuaoB. Hampumep, y
R. leguminosarum kucineiii CPS uiMeeT CXOIHYI0 WM JTaXe UICHTUYHYIO CTPYKTYPY C
kucibM DIIC, oTnuyasce TOJILKO HEyrieBoaHbIMU octatkamu (Marczak et al., 2017) .

Taxk, rensl knactepoB Pss-l, Pss-II u Pss-III moryT BHOCHTH BKiaa B 6uocunte3 CPS y
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R. leguminosarum. Takum o00pa3oM, MOXXHO NPEIIOJOXKHUTh, O BO3MOXKHOM
(YHKIIMOHAILHOM  TMEPEKPBITUM TeHOB  MyTell  OMOCHHTE3a  MOJKMCAXapHIOB,
pacIoJIOKEHHBIX B pa3HBIX PETHOHAX, YTO IOATBEPXKIACTCA IUICHOTPOITHBIMU
a¢dexkramu, BbI3bIBacMbIMU MyTalusaMu B renax pss (Wielbo et al., 2004).

B R. leguminosarum u R. etli 60abIIMHCTBO T€HOB OMOCHHTE3a MOJIMCAXaPUIOB
SIBJISTIOTCSI XPOMOCOMHBIMU M HE CBSI3aHBI C KJIACTEPOM I'€HOB €X0/EXS, pacrojioKECHHOM
Ha rasmune pExo kak y S. meliloti (Finan et al., 2001). Tem He MeHee, TUTa3MUIBI HE
SIBJISIFOTCSI TIOJIHOCTBIO HE3aMEHHUMBIMH B OTHOIICHWH OWOCHHTE3a TMOBEPXHOCTHBIX
cTpykTyp. HekoTopbie IOKyChl CHHTE3a MOJMCAXapUIOB ObLIM KapTHPOBAHBI BHE
xpomocoM B R. leguminosarum bvs. trifolii u viciae, a Taxxe B R. etli (Krol et al., 2007;
Young et al., 2006). IlltamMbl, y KOTOphIX mNpHCyTcTBYyeT Iuiazmuiaa PRIETALb
CUHTE3UPYIOT Oosee Bbicokue KommuectBa DIIC mo cpaBHEHUIO C AUKUM TUIIOM, YTO
CBHJICTEIIBCTBYET O CYIIECTBOBAaHUH CIIOXHOW peryisaropHoii cetu cunTe3a OIIC,
COCTOSIICH W3 TEHOB, PACIOJOXKCHHBIX Ha Pa3HBIX IUIa3MHIaX M OCOOCHHO Ha pSym
(Stasiak et al., 2014). Panee ObUIO TIOKAa3aHO, YTO BHEXPOMOCOMHBIE PETUTUKOHBI
NPUIAI0T OAKTEPUSAM 3HAYUTEIIBHYI) METAa0OJIMYECKYI0 TMOKOCTh, YTO Ba)KHO I UX
amanTaii B TMOYBE M KOHKYPEHTOCIIOCOOHOCTH KIIyOSHBKOB, a TaKKe MOMKET OBbITh

BBI3BAaHO MOYJISIIUEH cOCTaBa MOBEPXHOCTH puzoduii (Mazur et al., 2013).

1.2.5. Ponw IIIC 6 606060-pu3odouanbhom cumouose

HecMoTpst Ha TO, 4TO CYLIECTBYET MHOKECTBO HCCJIEIOBAHMM, MOCBAIIEHHBIX
pomu DIIC B 6000BO-pH300MaIbHOM CHUMOMO3€, MeXaHu3Mbl, mpu Kotopbix OIIIC
OKa3bIBAIOT MOJIE3HbIC A(PPEKThl Ha B3aUMOJCUCTBUS MEXKY XO35IMHOM U CUMOMOHTOM
y 0000BBIX pacTEeHUi, B OCHOBHOM, BCE €Ille OCTaroTcs Hen3yueHHbiMu (Marczak et al.,
2017). Ognako OBLIO OMHCAHO HECKOJBKO OTKPBITUM, KACAIOMIMXCS CUMOMOTHYECKOM
¢byukiuu DI1C. bputo nmoka3aHo, 4To y pu3o0uii, GopMUPYIOIINX AETEPMUHUPOBAHHbIC
kiyoenpku, DI1C urparot cUrHaIBHYIO POJIb Ha 00JIee O3 HUX CTAAUSIX YCTAaHOBIICHUS
cUMOMO3a, KaK WHHIMAIMK pOCTa WH(EKIIMOHHBIX HHUTEW, TaK W BBICBOOOXKICHUS
OakTepuii B cumbuo3e ¢ Lotus japonicus (Kelly et al., 2017). MyranTtHbie 1mrraMMbl M.

loti, ¢ HapymICHHBIMM CpPEIHUMHM WJIM TO3IHUMH cTaausmMu OwocuHTeza DIIC,
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UHAYLUPOBaJIN 00pa30BaHre HEMHPUIIUPOBAHHBIX KIyOEHBKOB, M HE OBLTU CIIOCOOHBI K
Pa3BUTHIO MOJHOIECHBIX MH(PEKIIMOHHBIX HHUTEH. C Apyrod CTOPOHBI, OBUIO MOKAa3aHo,
yro mrtamm S. fredii HH103, oxunakoBo >¢ddexTrBHO 0Opasyromuii KIyOCHbKH Ha
pa3IMuYHBIX BHJIAaX OOOOBBIX, B TOM 4YHCIE, M Ha PACTCHHUAX, OOPA3yIOIMIUX
JNETEPMUHUPOBAHHBIE W HEJETEPMUHUPOBAHHBIC KIyOeHbKH, mpu oTcyTrcTBUU OIIC,
oOnamaeT OoJblie KOHKYPEHTOCIIOCOOHOCThIO B HOAYJSIIMU cou. [lokazaHo, 4To B
stoM B3ammoJielicTBun DIIC SBIAIOTCS HE3aMEHUMBIMH, HO MX MPUCYTCTBUE CHUIKAET
CIIOCOOHOCTh JaHHOTO InTaMMa uHpUIUpoBaTh pactenue cou (Lopez-Baena et al.,
2016). Takxe ObUIO MOKa3aHO, YTO B YCTAHOBJIEHWH CHUMOHMOTHYECKHMX OTHOLIEHUU
mexay R. galegae m 6G00OBBIMH pacTEHUSMH, JJISi MHUIMAIMA W PACIPOCTPAHCHHUS
MH(DEKIIMOHHBIX HUTEH, a TaKXKe JUIsl Pa3BUTHS KIIyOCHHKOB, HEOOXOIUMBI HEKOTOPHIE
noBepxHocTHBIC TTosincaxapuabl (Jones et al., 2007; Fraysse et al., 2003).

Pons OIIC B mHGEKIMOHHOM Tpoliecce HanboJiee MHTEHCUBHO M3ydalach MpU
UCCIIeJOBaHNKM cUMOnoTHUecKux B3ammozciicteuii S. meliloti u R. leguminosarum.
Myrtantsl, He cuHTe3upyromue IIIC, cnocoOHBI BBI3BIBATH CKPYYHBAHUE KOPHEBBIX
BOJIOC, HO HE 00pa3oBBIBAIOT MH(PEKIIMOHHBIX HUTEH U KIYOCHBKOB, (DUKCHUPYIOIIUX
a3ot (Skorupska et al., 2006; Jones et al., 2007; Fraysse et al., 2003). Tak, nHanpumep S.
meliloti cuHTE3UpyeT CHUMOMOTHYECKU aKTUBHBIC COCAMHEHUS — cyKuuHormukan (DI1C
I) u ranakrormokan (OIIC II). TamakroritokaH MpeACTaBIseT COOOM MOJUMEP
MTOBTOPSIOLICHCS €AUHUIIBI JUCAXAPUIA, COCTOSIIECH W3 allCTUIMPOBAHHOMN TIIFOKO3bI U
OCTaTKa TUPYBWJIMPOBAHHOM TalaKTO3bl, U OH OBUT OMpENeJeH KaK BaXKHBIA IS
YCTaHOBJICHUIH CUMOMOTHYECKHX oTHomeHuH S. meliloti sx3omonmcaxapuy (Marczak et
al., 2017). CykUMHOTJIMKAH COCTOMT W3 IOBTOPSIOIIMXCS 3BCHBEB OKTacaxapuja,
COCTOSIIIIUX M3 OJIHOM TallaKTO3bl U CEMU OCTATKOB TJIFOKO3bI M MOJU(DHUIIMPOBAHHBIX
CYKIIMHUJIBHBIMM,  alUeTWIBHBIMH W  NHPYBWIBHBIMH  3amectutenasmu.  OIIC
R. leguminosarum cocTosT W3 OKTaMepoB, COCTOSINUX W3 OJHOM TIajlaKTO3bl, ABYX
3BEHBEB TIIFOKYPOHOBOW KHCJIOTHI M TATH OCTAaTKOB TIIOKO3bI, ¢ O-aleTUIBHBIMA W
NUPYBWIbHBIMUA 3amecTuTenssMu  (puc. 1). Otu OIIC cuHTE3upyloTcs B JIBYX
MOJIMMEPHBIX (dopMax: ¢ HU3KOM MosekynsapHoit maccor (LMW), cocrosimeit u3

MOHOMEpPOB, AMUMEPOB U TPUMEPOB OCHOBHOM CYOBEOUHUIBI, U C BBICOKOH
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MoeKyIsipHOit Maccoit (HMW) ¢ maccoit 10°~107 [Ta (Skorupska et al., 2006; Mazur, et
al., 2003). IToka3zano, uto DIIC dpakmus LMW B S. meliloti u R. leguminosarum BaxxHa
i 3¢ dexkruBHoro wHGUIMpoBaHUs KiyoeHbkoB (Marczak et al., 2017). Onanako,
MOJTydeHHBIC JaHHBIC OJTHO3HAYHO TOKa3bIBAIOT, YTO MyTaHTHI S. meliloti, koTopeie He
npoayuupyor LMW-cykuuHOrIMKaH, CHOCOOHBI yCTaHABIMBATH IPOTYKTUBHbBIC
CUMOMOTHYECKHE OTHOIICHUS C JIroliepHOl yceuennoi (Medicago truncatula), xots u ¢
MeHbIIeH 3pQexTuBHOCTHIO, YeM mTamMm aukoro tuma (Mendis et al., 2016). bsiio
JoKa3aHo, 4yto MyTtanT eXxoOH S. meliloti cuaTesnpyer Hecykunummposanubiii DI1C 1 B
dopme HMW DOIIC, koTOpbhlii HE pacHICIUIACTCS CICHHU(PUICCKUMU TIIMKAHA3AMH H
BBI3BIBACT CHIDKCHHUE KOJIMYECTBA HEI(PPEKTUBHBIX KITyOCHHKOB Ha KOPHSX JIIOIICPHBI, B
KOTOpPBIX mpekpamaercs TeucHue nadeknun (Maillet et al., 2020; Mendis et al., 2016).
Pabotst Mendis u coaBt. (2016) mpoaeMOHCTpUPOBAIM, YTO MYTAaHTHBIM IITaMM
nedextHeiii Mo ExoH m ExoK rnukanazam, He Obul criocobeH cunte3upoBath LMW
OIIC, HO cMOT' YCTaHOBUTH MPOAYKTHUBHBIM CHMOMO3 ¢ JONEpHON yceueHHOU (M.
truncatula). Oto ykaseiBaer Ha 10, 4To DIIC Ppakmuss LMW He urpaer cyliecTBeHHOH
poiu B cuMOuMo03€e; ojHaKo aJisi 3(PPeKTUBHOrO KIyOeHbKOOOpa3oBaHUS HEOOXOIUMO
cykuuHuiaposanue JIIC. bonee Toro, Obuto q0Ka3aHo, yto LMW caxapocoaep kaniuii
Matepuai, npoaynupyembiii myrantamu ExoH/ExoK Obln1 cx0X ¢ IUKIWYECKUM [3-
TJIFOKAHOM. DTHU pe3yJIbTaThl MOJATBEPAMINA, 4TO CyKiuHuaupoBanueii HMW JIIC |
HEoOX0auM I MpoaykTuBHOTO cumOmosa S. meliloti ¢ MonmenbHBIM pacTennem M.
truncatula (Mendis et al., 2016). Beicokomonekyspraas ¢ppaxips DIIC MOXKET CITyKUTh
3alUTON OT BhIChIXaHus Oaktepwmii (Gharzouli et al., 2013). Taxke ObLIO MOKA3aHO, YTO
BOKHYIO POJIb UTPAIOT U OTPHUIATEIBHO 3apsHKEHHBIC CYKIIMHWIBHBIE W TTUPYBHIBLHBIC
octatku B JIIC 1. Tlorepsa cykumumibHbix rpynn B OIIC I npuBena K yBEIHMYEHHUIO
BS3KOCTH M eCTKocTH mojuMmepHoi 1ienu (Simsek et al., 2013). OrcyrcrBue
OTPHUIIATEIFHOTO 3apsijia CHIKAET CIOCOOHOCTh CYKIIMHOTJIMKAHAa pearupoBaTh C
MOJIOKHUTENIBHO 3apsHKEHHBIMH HMOHAMH B HMH(EKIIMOHHBIX HHTIX. bojee Toro,
aIMIMPOBAHNE CYKIIMHOTJIMKAHA MOXET BJIMATH Ha €ro CHOCOOHOCTh TIOJIaBIISAThH
aktuBHbIe (opMmbl kuciopona (ADK) BHyTpu WH(DEKIIMOHHBIX HHUTEH U, TaKUM

oOpa3om, BIuATh Ha uX oOpaszoBanue (Lehman et al., 2018). [ToBsimieHHEe KOJIUYECTBA
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CYKIIMHOTJIMKaHa, poaynupyemoro mrammamu S. meliloti, cBepxakcnpeccupyrommmu
reH €X0Y, OTBETCBEHHBIM 3a CHHTE3 TalaKkTo3WiITpaHCepasbl, YCUIMBAIO €ro
cumbnoTuueckue 3¢ GekTh ¢ arolepHoi yceuennoi (M. truncatula). beuto Beickazano
NPEINONIOKEHNE, YTO YpPOBEHb SK30IMOJIMCAXapUI0B, CHHTE3HPYEMBIH PHU300UIMH,
MOKET OBITb OJJHUM M3 (PAKTOPOB, YYACTBYIOIIUX B ONTHUMH3AIMU B3aUMOJECHCTBUN C
pactenusimu-xo3sieBamu (Jones et al., 2019). V R. leguminosarum ¢paxiuss HMW DIIC
MOXET OBITh TMOJIE3HOW Ha CcTaguu HWHPEKIUH. bBIIO0 TOKa3aHO, 4YTO MYTaHTHI
R. leguminosarum, koTopble CHHTE3UPYIOT OOJbBIIE 3K30MOJIMCAXapUaI0B ¢ Ooliee
BBICOKOM CTEMEHBIO MOJMMEpPU3AlUM, YeM IITaMMbl TUKOTO THUIA, CIOCOOCTBYIOT
MPOM3BOJCTBY OOJBIIEr0 KOJIMYECTBA 3€JICHOW MacChl WH(MUIMPOBAHHBIX PACTEHUI
kieBepa (Mazur et al., 2003; Marczak et al., 2013). Ponu, kotopsie urpator LMW u
HMW OIIC B cuMOMOTHYECKHX B3aUMOJIECHCTBUAX, KOPPEIUPYIOT € (PYHKUIUSMH,
kotopbie LMW u HMW nonucaxapunibl urparoT y npyrux Oakrepuit. Tak Hampumep,
O-anturen S (kopotkas memns) Shigella flexneri onpenenser BUpYICHTHOCTD MITAMMA, B
To BpeMsi kak O-antureH VL (oueHb AJIMHHAs IIeNb) OTBEYAET 3a YCTOMYUBOCTH
OakTepwuii kK cucTeMe BpoxkaeHHOro nMmMmynurteta (Purins et al., 2008).

Kawaharada u coast. (2015) nponeMOHCTpUpOBAIN, KaK IPOUCXOAUT y3HABAHUE
OIIC 6000BbIMU PACTEHHSIMU W UIASHTU(MUIIMPOBATIN PEIENTOPHBIA OEJOK pacTeHH,
B3aumoeictByromuii ¢ II1C puzoduii. M. loti cuntesupyer kucneie IIIC, cocrosiuue
u3 O-aleTHIMPOBAHHBIX OKTaMEpPOB PHOO03bI, TIIOKO3bI M TallaKTO3bl, U BCTYMAIOT B
cumObno3 ¢ jotocom  smoHckuMm (L. japonicus), oOpa3ys  KiIyOeHbKH
nerepmunrpoBanHoro tumna (Kelly et al., 2013; Muszynski et al., 2016). MyTanTHbI# T0
reny exoU mramm M. loti cunTesupoBan ykopouennslii DIIC (meHTarMKan),
o0pa3oBbIBasg KOJIOHHHM C IIIEpOXOBaToil Mopdosorueid W WHAYUUPYS HEOOIBIIOE
KOJIMYECTBO MEJKUX HEAPPEKTHUBHBIX KITyOCHBKOB Ha pacTeHusx-xo3seBax (Kelly et al.,
2013). Takum oOpazom, myTtanT ExoU He BIusAI Ha TpOIECCHl MHAYKIIMU OTBETHBIX
peakiuii pacTEHUS-XO35MHA HAa PaHHUX CTaauax WHOEKIUU, Takue, Hampumep, Kak
CKpYYMBaHHE KOPHEBBIX BOJIOCKOB, U HE OBLI CIIOCOOEH K 00pa30BaHUI0 HOPMaJIbHBIX
WHOEKITMOHHBIX HUTEH. ITO TTO3BOJIMIIO CAENIATh BHIBOJ, O TOM, YTO YKOpoueHHbIe DIIC

n30eraloT pacro3HaBaHUE€ MYTHUPOBAHHOW (OPMBI PEUENTOPHOTO Oelika, TaKUM
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oOpa3om, Beaylee K HopMaiabHOU Homy sinuu pactenuid (Gharzouli et al., 2013). [lanee
y L. japonicus Owsu1 maeHTHduIEpoBaH 3K30mosmcaxapuaHbiii pernentop 3 (EPR3),
KOTOpBIN OKa3zajcsi MeMOpaHHBIM PELEeNTOPO-MOJOOHBIM OEIKOM CO 3HAYUTEIbHBIM
cxonctBom ¢ Oemkom NFRI1 (pementop Nod-gaktopa 1), OTBETCTBEHHBIM 3a
pacrio3HaBanue puzodOuanbHoro NF, HO ¢ yHUKadbHOW JOMEHHOMW opranu3anmeit. U
EPR3, u NFRI1 umeroT Tpu BHEKJIETOYHBIX aoMeHa LysM, CBSI3aHHBIX C XWTHH-
CBSI3BIBAIOIIUMU OeKaMu. BHYTpUKIIETOUHBIM KUHA3HBIN JOMEH, MPUCYTCTBYIOUINI B
oOoux Oenkax, TPaHCAYIUPYET CHUTHAT OT peuentopa K BHYTPUKIECTOUYHBIM
curHajabHbIM Kackagam. Kawaharada m coaBt. (2015) mokasamu, dro, kak u OIIC
JMKOTO TUMa, Tak U (yHKIHOHAIbHBIN penentop EPR3 HeoOxonumel 1151 0Opa3oBaHus
WH(EKIMOHHBIX HHTEH. B mccnemoBanusix in Vitro ObUIO J0Ka3aHO, YTO MOHOMEPHI
OIIC moryr pacno3HaBaTtbcs 3KkTogomMeHOM EPR3 myrem mpsmoro cBsi3bIBaHUs, 4TO
yKa3bIBa€T Ha TO, YTO PACIIO3HABAHUE OCYLIECTBIIAECTCA HA CTaJuM HHOEKUUH U
KOJIOHU3aLlMHU SMHUIEPMAJIbHBIX KJIETOK. JKCcIpeccus reHa EPr3 B KOpHEBBIX BOJIOCKAX U
AMUACPMAIIBHBIX KJIETKaX YyBCTBUTEIbBHOM 30HBI 3amyckaerca Nod-(axTtopamu,
nepeparomumu  curHansl yepe3 NRF1 u NRF5S (cepun/TpeoHMHOBBIE peLENITOPHBIC
KHHAa3bl), KOTOpPbIE OTBEYAIOT 3a IEPBbIA CHUMOMOTHYECKUWA CHUTHAJ, IEepeJaBaeMbIi
pPaCTUTENBHBIM  KJIETKaM, [PUBOJALIMIA K  HECKOJbKMM  OTBETaM, BKJIKOYas
TpaHckpuniio Epr3  um  Bocmpusatrue crpykrypHo crnenuduuasix OIIC y
uHpuuupyroumx Oakrepuid. CymecTByeT npeanonoxenue, o oM, uto EPR3 paznuyaer
ctpyktypbl JOIIC wu otpumarensHo pearupyer Ha HecoBmectumble OIIC wu
nosioxkuTenbHO Ha coBMmecTuMble JIIC (Kawaharada et al., 2015). B panbneimumx
uccienopanusix Kawaharada u coast. (2017) ycTraHOBWIM, YTO JAeicTBUE Oenka-
peuentopa EPR3 He orpannumBaercs KOpPHEBBIMH BOJOCKaMHU, HO CIIOCOOCTBYET
Pa3BUTHIO BHYTPHUKJIETOYHOM MH(PEKUHUH U KOPPEIUPYET ¢ MHBAa3UEH MH(MEKIMOHHBIX
HUTE KOPKOBOTO BEIIECTBA KOPHS U 3a4aTKOB KIyOECHBKOB, CIIOCOOCTBYS
b hexTHBHOMY WH(DUIIMPOBAHUIO PaCTeHUI. BBIJIO BRICKA3aHO MPEINOIOKEHUE, O TOM,
yTo pacrno3HaBanue coBMmecTuMbix OIIC ¢ momompro EPR3 moBropsieTcs BO Bpems
IPOrpEeCCUPOBaHUs  HMHPEKIUU U CHOCOOCTBYET MEXaHU3My BHYTPUKIETOYHOU

uHpexunun. Hanmuune DIIC u Bocnpustue II1C nocpencrsom EPR3 BecbMa BaxkHO st
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pa3BUTHUS KITyOeHbKOBOM MH(pEKINU U (HOPMUPOBAHMS KIyOSHbKOB. MyTalu B T€HaX
cunre3a DIIC unm EPr3 cHmkaer wium BOBCE BBIKIIOYAET MPOLECCH MHOUIIMPOBAHUS
KIyOE€HBPKOB  MH(EKIMOHHBIMM  HHUTSIMHM, a TaKKe  CHWKAET  KOJIUYECTBO
uHpuupoBanHbix KieTok (Kawaharada et al., 2017). [JanHbie pabOThl 3HAYUTEIHLHO
OPOABUHYJIM NOHMMAaHHE MEXaHU3MOB 3apaXCHHUsS pU300MSAMH, NpPU KOTOPBIX
cTpykTypHO  coBMecTuMble OIIC  Moryr pacno3HaBaThCsl — CHEUU(PUUECKUMU
pelenTopaMu pacTeHUM-X035€EB.

bbu10 moka3aHo, YTO Ka4eCTBO M KOJIMYECTBO MOBEPXHOCTHBIX IMOJIMCAXapUJIOB,
ocobenHo 3k3ononucaxapuaoB (II1C) u aunononucaxapuaos (LPS), mpogyuupyembix
pu300MsAMU, MOXET BIUATh KaK Ha WX ayToarperamuio, Tak W Ha oOpa3oBaHHE
ounortenok (Rinaudi and Gonzalez, 2009; Sorroche et al., 2012). BzaumoaciicTBue
pu300MaIbHBIX KJIETOK C TOBEPXHOCTHIO, MPUBOAsIIEE K 00pa30BaHUIO OHMOIUICHKH,
UTpaeT pelIallyl0 pojidb B HHQUUMPOBAHWUM KOPHEBBIX BOJIOCKOB BO BpeMs

oOpazoBanus cumbuo3za (Bogino et al., 2013).

1.3. CrTpykTypHO-(YHKIIHOHAJIbHBIE 0COOEHHOCTH PU300MAJIBLHBIX OMONJIEHOK H

HX POJib B 0000BO-pu300MaIBLHOM CHMOHNO3e€.

KitoueByro posib Ha HaualnbHBIX dTanax (GopmMupoBaHus 0000BO-PU300MATIEHOTO
CUMOMO3a BBITIOJNHAET KOJOHHU3AIMs KOPHEH pacTeHHil, B Mpoliecce KOTOPOH, pru3oouu
bopMUPYIOT MUKpPOKOJIOHUU i OuoruieHku (Bogino et al., 2013). buomnenka — 310
COOOIIIECTBO MHKPOOPTAHU3MOB, KOTOPBIC MPUKPEIUICHBI K MOBEPXHOCTH WM JIPYT K
JPYTY, 3aKJIIOYEHBbl B MATPUKC CHHTE3UPOBAHHBIX UMH BHEKJIETOYHBIX MOJUMEPHBIX
BCIIIECTB M MMCIOT M3MEHEHHBINM (DEHOTHII, MPOSBISIOMUNUCS APYTHUMH IMapaMeTpamMu
pocTa M OKCOpecCHH CHenupUIHBIX TeHOB. J[aHHOe ompeaercHue IOaYepPKUBACT
OTIIMYME MUKPOOHBIX COOOIIECTB B OMOIUICHKAX OT JHUIIb MOXOXXMX HAa HUX BHEIITHE
CTPYKTYp, HallpuMep, PacTyIIUX Ha IMOBEPXHOCTH arapa KOJOHHWH OakTepuil, KOTOpPHIE
HE MPOSBISIOT HA OJTHOW U3 XapaKTePUCTHK, CBOMCcTBeHHBIX Onorutenke (Terr, 2013).

bakrepuanbapie  cooOIecTBa, TMPEACTABICHHBIE OWOIUICHKON, OKPYXEHBI
CaMOIIPOAYUHUPYEMOU TOJUMEPHON MATPULIEH WU NPUCOCAUHEHBI K HHEPTHOW WU

OMOTHYECKON TOBEPXHOCTU. Anre3uss OakTepuil BEJET K TOMY, YTO OHHM HAYMHAIOT
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aKTUBHO Pa3MHOXKAThCSI U COOOIIECTBA MPUOOPETAIOT TPEXMEPHYIO CTPYKTYPY, KOTOpast
MOJKET OBITh NMPOHM3aHA KaHAJlaMH, KOTOPBHIE BBICTYMAIOT B POJU HEKOW «CHCTEMBI
KPOBOOOpAIICHUS», CITyXalllel s 0OMEeHa BOJBI, MUTATEIbHBIX BEIIECTB, ()EPMEHTOB,
U CHUTHAJIOB, TIOBBIIICHUS CKOPOCTH METAa0OIMYECKUX IMPOILECCOB, a TaKxKe
nepeMeIeHus MOTeHIINAaIbHO TOKCHYHBIX MeTabonuToB (Stanley and Lazazzera, 2004).
OmHAaKO CIOKHO TIPOBECTH YETKYIO TpaHb MEXIy arperaraMu KIETOK W IMPOYHO
NPUKPEIJICHHBIMA Ha TOBEpXHOCTH OuoruieHkamu. Ilpu sTomM oOpa3oBaHHBIE
CTPYKTYpBI, KOTOpbI€ paHee OBbUIM ONHCAHBI Kak OaKTepHalbHas arperamus,
MUKPOKOJIOHHS, arTIIOTHHAIMS U (DIOKYJISAIUS, B HACTOSIIEE BpEMs XapaKTEePU3yIOTCS
C IOMOUIBIO TEPMUHA OMOIIJIEHKA.

OcCHOBHBIE KOMIIOHEHTHI OHOIUICHOK, KaK IPaBWJIO, TPEICTABICHBI BOJOW H
OakTepuanbHBIMU KieTkamu. CleayromuM Hanbosee BaKHBIM KOMIIOHEHTOM SIBIISIETCS
MaTpulla MOJMCAaXapua0B, COCTOsINAs IJIABHBIM O0pa3oM U3 3K30IO0JIMCAaXapu/IOB.
Martpunia oOecrieunBaer ¢usznueckuii Oapbep NpoTHB TUDPY3UH  BBIIEIIEMBIX
pacTeHHeM BEIIECTB M AHTHOMOTHUKOB, a TakKXKe I 3allUThl OT OCMOTHYECKOTO U
BOJIHOTO cTpecca M (PakTopoB cpeabl, Takux Kak Y®-uznyueHus u usmeHenus pH
(Sutherland, 2001). Tak, Hampumep, TOKa3aHO, 4YTO (UTONMATOTCHHBIC OaKTEpUU
Agrobacterium tumefaciens, koTopbie npeACTaBICHBI TOBEPXHOCTHO-ACCOIMUPOBAHHOMN
TOIYJISIIIEH, PACIOJIOKCHHON MO0 Ha pacTeHHsX, JUOO HAa YaCcTHUIAX ITOYBBI, MPHU
MEPETPOU3BOJICTBE LIEJUIIONIO3bI YBEIMUYHUBAOT KOJIMYECTBO (popmarmii OMOTIIEHOK Ha
kopHsax (Matthysse et al., 2005). Takxe B coctaB O6uomieHok Bxonar Oenku, JJHK u
pa3inyYHbIC MPOAYKTHI, OJYYEHHBIC B pe3yIbTaTe JU3KUca. DTH MAaKPOMAJIEKYJIbl TAaKKe
BJIMSIOT Ha QyHIIMK OnoruieHok B menoM (Branda et al., 2005).

®opMupoBaHue  OaKTEpUAIbHOW  OMOIUIEHKH  CTPOTO  PETryJIUpYyeMbId
ornocpenoBaHHbId mpouecc. Kaxaplii BuJ oTBeyaeT Ha creud@uuHblii  HAOOp
HKOJIOTUYECKUX CHUTHAJIOB uYepe3 Habop MOJEKYJISpHBIX MexaHu3MmoB. HecmoTps Ha
Tako€ MHOT000pa3ue CUTHAJIOB, CYLIECTBYET Psi/i CTUMYJIOB, KOTOPBIE JEHCTBYIOT Yepe3
KOHCEPBATUBHBIE PETYISTOPHBIE CHCTEMbl W BaXXHBI ISl B3aUMOACHCTBHIA MEXKIY
pacTeHneM H pu3oOakTepusMu. KirrodeBBIMU CTUMyJaMH B 00pa30BaHUU, Pa3BUTHH U

pacrnpocTpaHEeHUU OUOIJICHOK SIBISIIOTCS  OaKTepualdbHbIE KOMIIOHEHTBI KJIETOK,
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KOTOpBIE JIOBOJIBHO THIATENILHO M3YYEHBI, TOCKOJIbKY BKJIIOYAIOT MOJIEKYJIbl UTPAIOIIHE
pelIaolIy0 pOJib B MPOIECCE 3apaKCHHsl PAaCTEHUS-XO3SMHA, HE3aBHCHMO OT TOTO
KaKuMU OyayT 3TH B3aUMOOTHOIICHHS (CUMOMOTHUYECKHMMH WJIM KOHKYPEHTHBIMH).
Puzobaktepun, Kak U Apyrue OaKTEpUH, CIOCOOHBI 0OpPa30BBIBATH MHOTOKJIETOUYHBIC
KOHIJIOMEpAThl, 3aKJIIOYEHHBIE B MATPUILy U3 MOJUMEPHBIX BEIIECTB, MPOU3BOAUMBIX
caMuMu OakTepusMH. Perymupyrorcsi Takue BBICOKOOPTaHM30BAaHHBIE CTPYKTYPHI
OakTepuii Omaromapss MeXaHHM3MaM MEXKKJICTOYHOH KomMmyHukarnwu (Hooshangi,
Bentley, 2008). Takue OakTepuanbHble KOHIJIOMEpPAThl MM COOOIIECTBA KIETOK
00pa30BBIBAIOTCA Ha TpaHUIle pazzaena (a3 TBepaoe-kuakoe. [Iporecc mpukpernieHus
OakTepuil K cyOCTpaTy 3aBepiiaeTcs (OPMUPOBAHHWEM Ha MOBEPXHOCTH TOHKOTO CIIOS
KJIETOK, KOTOPBIN OYJET pecTpyKTypUpPOBaH M PEOPraHU30BaH — TaK 0Opa30BBIBAOTCS
OCHOBHBIE CTPYKTYPHO-(YHKIIMOHAJIbHBIC EAMHUIIBI OWOIUIEHOK — MHKPOKOJIOHUH.
TpaHcnOpT KJIETOK K 3TOM CTPYKTYpe ONOCPENIOBAaH MEXaHU3MaMU IOBEPXHOCTHOTO
NBUKEHUsT OakTepuil (poeHue, «xonylbHas Xxonb0a, ckosbxkeHue). HaxomneHue
pu300uaIbHBIX KJIETOK Ha TpaHMIe pasfena sBIsSeTcs IBYX(asHbIM MPOIECCOM,
COCTOSIIIIUM U3:

1. oOpaTtumMoil HecieUMPUUECKON CTaauu, PEryaupyeMor ruapo(oOHbIMU U
ANEKTPOCTATUYECKUMH  B3aUMOJACHCTBUSMH  MEXKIY  KIETKaMU |
MPUMBIKAIONTUMU TTOBEPXHOCTSIMU;

2. HeoOpaTUMOW CTaaWM, HAa KOTOPOM 3aBEpIIaeTCs MpoIecc aAre3ud |
bopmupyrorcs 3penbie OakTepuanbHbie MuKpokojgonuu (Flemming and
Wingender, 2010).

da3pl pocTa, CO3pEBaHUS M pacnaja OHMOIJICHOK CBS3aHBI C OMOCHHTE30M
BHEKJIETOYHBIX OHOMOIMMEpoB, cpean kotopbix IOIIC, BHekneTouHas OakTepuaibHas
JJHK (eDNA) u pasnuunble Oenku. Bce oHM oOecnedywBarOT UMMOOMIHA3ALUIO
OaKTEepHAIBHBIX KJIETOK B MAaTPUKCE, MEXaHMUYECKYIH) CTaOMIBHOCTh CTPYKTYPHI
OMOIUICHKH, a TAK)KE €€ apXUTEKTYpy U (PYHKIIMOHAIBHOCTh 3aKJIFOUYEHHOTO B 000JIOUKY
mukpobHoro coobrmiecta (Flemming and Wingender, 2002)

[Ipu MUKPOCKOTIMPOBAHUM 3pEIble MUKPOKOJIOHHMH BBITJISIAT KaK WHTEHCHUBHO

OKpallIeHHbIC TOMOT'eHHbIC 00pa3oBanus (puc. 6)
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Pucynox 6. buomnenka, oOpasoBanHas imtammoM Pseudomonas sp. EP4
(cBeTnomOIbHAST MUKPOCKOTIHS, OKpacKa TeHInaH (UOJIETOBBIM).

Pu3zoOunanbHple  OMOIJIEHKHM IIHPOKO  PACIpPOCTPaHEHbl, M  CBA3aHBl C
BBDKHBAEMOCTBIO ATHX OaKTepUil Kak B cpejie 00raToil MUTaTeIbHBIMH BEIIECTBAMH, TaK
U WCTBITHIBAIONMIEH AePHUIUT B a3oTe, (ocdarax, BoJge W NMUTATEIHHBIX BEIIECTBAX.
OOpazoBaHue OHOIUIEHOK HECHOPOOOpa3yIOUMMHU OAaKTEpUSMU MOYBHI IO3BOJISET
KOJIOHU3UPOBATh OKPYXAIOIIYI0 Cpeay OOuTaHus U 0OecrednBacT BBDKHUBAHUE B
YCIOBUSIX SKOJOTMYECKOI0 CTpecca, a TaKKe BCTYNUTh B CUMOHMO3 C pacTEHHEM-
xo03suHOM. CyIecTBoBaHUE pU300WiA B (hopMe OHMOIICHOK, a HE CBOOOTHOXHBYIIIHX
OakTepui, TOBBIMAET W WX KOHKYPEHTOCIIOCOOHOCTh, TaK Kak OakTepwu,
npeJcTaBieHHbIE B (hopMe OMOIIICHOK (PYHKIIMOHUPYIOT KaK CTPYKTYpbl, yCTOWUMBBIE K
CTpeccOoBbIM (akTopaM, TaKUM Kak 3acyxa, YD-u3inydeHus, XHUIIHAYECTBY W
anTOno3y. Ilepexo OT MIAHKTOHHOTO 00pa3a JKU3HU K OWOIUIEHKE y pHU300aKTepHii
00yCIJIOBJIEH MHOTOUMCJIEHHBIMU 3KOJOTMUYECKUMH CUTHAJIaMH, BKIJIIOYasl JAOCTYIHOCTb
MUTATENBHBIX BEIIECTB, OCMOTHYECKHMU IOTCHIMAJ M YyBCTBO KBopyMa (Quorum

sensing) (Stanley and Lazazzera, 2004).
1.3.1. Monaexynapusie mexanusmol, eausouiue Ha Gopmuposanue pu3oouaIbHbIX
ouonnenok

Baxxnyto posib B mporeccax 3apaxeHust 1 pOpMUPOBaHUS KITyOCHbKOB Ha KOPHSAX

pacTeHUs-X0351MHa, TpU 00pa3oBaHUU OO000BO-PHU300UAIBHOTO CUMOMO03a, HUTPAIOT
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pa3iuuHble BUIbl TOBEPXHOCTHBIX KOMIIOHEHTOB OakTepuil, B TOM YHCIE
sk3ononucaxapuael  (OIIC), nunomonucaxapuipl, U KalCyJbHbIE IOJACAXAPHUIbI
(Fraysse et al., 2003; Skorupska et al., 2006). MyTaHTbI, HE CHHTC3UPYIOLIUEC 3TH
noJIMcaxapyabl, He y4acTBYIOT B oOpa3zoBanuu kiryoenbkoB (Hirsch, 2009). BemecTna,
pacnoyiararolidecs ~ Ha ~ TOBEPXHOCTHM  KIJIETOK  OakTepuil, B  YacCTHOCTHU
HK30MOJIUCAXAPUIBI, KTYTUKH, & TAKKE JIUTIOMOJIUCAXAPHU/Ibl, B COUYETAHUU C HATIMUYUEM
OakTepuanbHBIX (PYHKIIMOHAIBHBIX CHUTHAJIOB, HMMEIOT pelIaloliee 3HAuYeHue MJis
dbopmupoBaHUs OMOTUIEHOK BO BCEX BHJIaX MCCIIEIOBAHUN.

Hannume mpsimoli B3auMOCBSI3M Mexay (opMHpoBaHHEM OHOIUICHOK U
IpoleccaMy 3apakKeHHsI PAaCTeHUH Bce emie He qoka3zaHo. OaHako ObUIO MOKa3aHo, YTo
mrammbl S. meliloti, cuHTe3upyroNmMe CYKIMHOTINKAH, XOTh U HE KOJOHH3HPOBAIH
kopau JnonepHsl  (Medicago sativa) Tak ke 3(G@dEKTHBHO, KaK IITaMMBI,
IPOAYLHUPYIOLIUE TalTaKTOINIIOKaH, TeM He MeHee Oonee 3(P(EeKTUBHO MHPHUIMPOBAIN
06o0oBeie pactenus (Pellock et al. 2002). Drto wucciaemoBaHue TmOKas3anao, dYTO
oOpa3oBaHHE OMOIJIEHOK MOKET 00ECHEeUYUTh PU300USIM OJIArONpUSATHYI0 MUKPOCPETY
JUIs  JOJTOr0 HAaXOXKJIEHUS B TIOYBE W, B KOHEYHOM UTOre, KOJOHU3UPOBATh
MOBEPXHOCTh KOPHEN M YCTaHOBUTH cUMOKO03. TeM He MeHee, OMOIIEHKOOOpa30oBaHUe
HE SIBJISIETCSl a0COIOTHO HEOOXOAMMBIM yCIIOBUEM I 3apa)KeHusi 0000BBIX PaCTECHUM.
C 1pyroil CTOpPOHBI, pacTeHHUS-X03i€Ba, a TakXke M Jpyrue IOYBEHHBIC
MUKpPOOPraHU3Mbl MOTYT U3BJI€Ub BBITOJY U3 CIOCOOHOCTH (POPMHUPOBATH OUOIUICHKY
pu300aKTepusiIMU, CHOCOOCTBYIOUIMMH POCTY pacTeHuid, mnockoibky OIIC BHyTpH
OMOIUICHOK TOMOTaeT MOAJAEPKUBATh BIAXHOCTh M YJIy4llIaeT CTPYKTYPY IOYBHI.
(Morris and Monier 2003). Kpome TOro, OMOIUIEHKM MOTYT TakKXe YBEJIWYUBATH
JIOCTYITHOCTh a30Ta W (ocdaTtoB, Kak 3TO OBLIO TOKAa3aHO Ha TMpUMEPE C
Opamupu3zo0usiMd ¥ OOBIYHBIMU  TMMOYBEHHbIMM  Tpubamu  (Sereviratne  and
Jayasinghearachchi  2004a). bBomee Toro, 53Tu wucciaeaoBaHHS  yOEAMTEIBHO
CBUAETEILCTBYET O TOM, YTO, KaK U B Cly4yae ApYruX OaKTepualbHBIX OHOIICHOK,
oOpazoBaHue OHOIJICHOK PHU300aKTEpUi MPEACTaBIsEeT COOOM CIOXKHBIA MpOIECC H,
CJIEIOBATENbHO, HE MOXKET OBITh JIETKO OOBSICHEHO JIMILb Ha MOJIEKYJISIPHOM YPOBHE U C

HCIIOJIB30BaHUECM JIMIIIBb OJHOI'O MEXaHU3Ma UX (1)OpMI/IpOBaHI/I$I.
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dopmupoBaHue pU300UATBHBIX OHOIJICHOK HA KOPHSIX pacTeHUil 3To
MOCJICTIOBATEIBHBIM TIPOIIECC PA3BUTHSA, KyJIbMHUHAIIUEH KOTOPOTO, SBIISCTCS CO3JaHUE
ATUX  OaKTepUAIBHBIX  COOOIIECTB. OTOT TMPOIECC CBSA3aH C  TMOSIBICHUEM
CUMOMOTHYECKNX U TMATOTeHHBIX peakiui. OJHAKO HE BBIICHEHO, KaK PaCTCHUS
peryJIMpyIoT CO3JaHue accolanuii ¢ puzobaktepusmu. Heobxomumo mposiomkaTh
H3y4yaTh POJib OMOIUIEHOK B PU300MaIbHO-0000BOM CHMOMO3€, TaK KaK MEXaHU3MBI,
y4acTByIOIHEe B (HOPMUPOBAHUHM OaKTEpUATBHBIX OMOIUIEHOK M HMX 3aKpEIUICHUS Ha
KOPHSX PacTeHMM, a TaKXKe COOTHOIICHHE 3THUX MEXAaHHU3MOB B BBDKHBAHUU PU300UIN
emnie He BbIsICHEHHI U nepecmarpuBatores (Rinaudi and Giordano, 2010). Mmeroruecs
Ha JaHHBII MOMEHT HEKOTOpBIC [aHHBIE O TMPUKPEIUICHUH K TIOBEPXHOCTH U

oOpa30BaHUU OMOTIIEHOK PU300USIMU CyMMUPOBaHbI B Tabiuile 1.

Ta6nuna 1. Puzo6uun KoJoHU3UpYIOINE KOPHU O000BBIX U HEOOOOBBIX BUJIOB
pPaCcTCHUM.

@akTOop, OTBEYAIOIINN 32
Buna puzobwuit HcTounuk
dbopmupoBaHre OUOIIIICHOK

M. huakii «O1ryieHue KBopymay Wang et al., 2004
M. tianshanense DK30MO0IMCaxapH/IbI Wang et al., 2008
DKOJIOTHYECKHE YCITOBUS Rinaudi et al., 2006

Fujishige et al.,
2006b

CyKI_[I/IHOFJ'II/IKaH " XTYTHUKHA

JIByxxoMnoHeHTHas cucrema ExoR u

Wells et al., 2007
ExoS-Chvl

Fujishige et al.,
2008

Fujishige et al.,
2006a, Wells et al.,
2007

Rinaudi and
Gonzalez, 2009

S. meliloti Nod-dakTopsr

«Omryiienre KBopyma» u

OK30IIOJIMCaxapu bl
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Seneviratne and
Acconmanuu ¢ rpudaMu Jayasinghearachchi,
2003

Jayasinghearachchi

B. elkani and Sereviratne,
dukcarus a3oTa OaKTepUIMH, 20044, 2004b,
MIPEICTABICHHBIMU OMOTICHKOH, 2006; Seneviratne
yIydIIeHUE TI0I0POIHS TTOYB and
Jayasinghearachchi,
2005
Perez-Gimenez et
al., 2009
Mongiardini et al.,
RapAl 6enok 2008, XakumoBa u

1p., 2016

R. leguminosarum Williams et al
I'mroxomManHaH

B. japonicum JIEKTHH COM M 3K30TI0JIMCaXapHIbI

2008
Edwards et al.,
2009

«OmryiieHne KBopymMma»

Ix3omoamucaxapuabl. [lokaszaHo, 4To BO BpeMsi B3aUMOJAEIHCTBUSI PACTEHUN C
oaktepusmu JIIC yyacTBYIOT B aAre3uu OakTepuil K KOPHSIM, a TaKXe€ KOJOHHU3AIUU
kopHeil (Matthysse et al., 2005) u, cnenoBarenbHO, SIBISIOTCA OCHOBHBIM (DaKTOpOM
pa3BuTHs OHOIJICHOK Ha KOpHsX pactenuit (Bianciotto et al. 2001a; Ramey et al., 2004;
Fujishige et al., 2006a). B puzochepe Gakrepuanbabie DIIC BHOCAT CYIICCTBCHHBIN
BKJIaJ] B arperamnyio TOYBbI, CKJeuBas €€ 4acTulbl. MHOKymsmus pacteHuit
pu3obakTepusmu, cuaTesupyromumu JI1C, takumu kak Rhizobium sp. YAS34 (Alami
et al., 2000) u Rhizobium sp. KYGT207 (Kaci et al. 2005) u3MeHsieT arperaiuio
OPUIUMIIEH K KOPHSM IMOYBBI M B KOHEYHOM HTOre yiydmaeT pocT pacteHuit. DIIC

TaK)K€ UIPAIOT BaXXHYIO poJib U B opMupoBanuu ouorieHok puzodusimu (Fujishige et



43
al., 2006b; Russo et al., 2006; Wells et al., 2007; Wang et al., 2008; Williams et al.,
2008; Perez-Gimenez et al., 2009; Rinaudi and Gonzalez, 2009; Rinaudi and Giordano,
2010). Tak, wanpumep, Sinorhizobium meliloti  cunTesupyer 1nBa  BuAa
sk3omnosimcaxapuaoB, cykinuHoriaukan (DIIC |) u ramakrormokan (nau OIIC 1), Tem He
MmeHee, popmupoBanue Onorutenok S. meliloti Rm1021 (eXpR MyTaHTHBIH mITaMM), HE
3aBucwiio ot cuHte3a DIIC (Rinaudi and Giordano, 2010). OxHako nepenpor3BOICTBO
CYKIIMHOTJIMKaHa B MYyTaHTax €XOR u €X0S mpuBeno K YBEIMYCHHUIO MAaCChI
o0pa3oBaHHBIX OMOIUICHOK Mo cpaBHeHHMIO ¢ aukuMm TurnoM (Fujishige et al., 2006b;
Wells et al., 2007). UccrenoBanust popmupoBanust ouoruieHok mrammom S. meliloti
Rm&530 (mramM ¢ HEMOBPEXACHHOM Komuel reHa eXpR, KOTOpbI OTBEYAET 32 CUHTE3
OIIC 1), moka3anau, 4TO OHO 3aBHCUT OT HAJIUYMs HU3KOMOJICKYJIApHOH (pakiuu II1C
I1. OIIC Il omocpenyer mpukpermyieHHe K aOMOTUYECKUM MOBEPXHOCTSIM, TaKUM Kak
[IBX u 60pocriiMKaTHOE CTEKIIO, a TaK)Ke K TMOBEPXHOCTH KOpHEH OOOOBBIX pacTEHUIA-
xo3seB (nroriepHa noceBHas — Medicago sativa) (Rinaudi and Gonzalez, 2009). Bruio
MOKa3aHo, YTO IUTaMMbl, y KOTOpbIx He HapymeH cuHte3 JIIC Il, sddexTuBHO
KOJIOHM3UPYIOT KopHeBble BOJoCKH. [lItammebl, numenusie DIIC 11 wim cnocobHbie
cuHTe3upoBaTh ToJbko HMW-dpakuuio 3toro nonumepa, oOpa3yloT O4YEHb TOHKHUE
OUWOIJIEHKH, KOJOHU3UPYS B OCHOBHOM TJIaBHBIM KOpeHb, (GOPMHpPYS Ha HEM
HEOHOPOAHBIC, 00pbIBouHbIC OnoreHku (Rinaudi and Gonzalez, 2009). B pa6orax 1o
OllEHKEe crocoOHocTH (opMupoBanus OuorieHok Rhizobium leguminosarum, ¢
npUMeHEHuEM KOH(OKaIbHOU JlazepHoi ckaHupytomeid mukpockonuu (CLSM), 6su10
MOKa3aHO, YTO JaHHbIE pPHU300aKTEepUU OOPa3ylOT BBICOKOCTPYKTYPHUPOBAHHBIE W
OpraHM30BaHHbIC OMOILUIEHKH Ha OopocmimkatHoM crekie (Russo et al., 2006; Williams
et al, 2008). buomneHkn, o0Opa3oBaHHbIC MYTAHTHBIMH  IITAMMaMH  C
NIEPEIPOU3BOJICTBOM IICJUTIOJIO3bI M TJIIOKOMaHHaHa (cooTBeTcTBEeHHO CElA m gmsA),
OBLTM HEOTIMYMMBI OT OWOIUICHOK INTaMMa JWKOTO THUMA, OJHAKO OTH MYTAHTHI
OKa3aJMCh Ne(PEKTHBIMU TIPU KOJOHM3AIMU KOpPHEH pacTEHUSA-X035MHA (TOPOIIEK
Bosocucthii — Vicia hirsuta). JlamHeiii (akT MO3BONSET MPEIINOJNOKUTH, YTO
B3aUMOJICUCTBUS MEXKy PU300USIMHU U MOBEPXHOCTHIO CTEKJIA OTIMYAIOTCS OT TE€X, YTO

BO3HUKAIOT MPU MH(EKIUH KOPHEBOW CUCTEMbI OOOOBBIX pACTCHUN KITyOCHHKOBBIMU
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oaktepusmu. (Williams et al., 2008). B paborax Vanderlinde u np. ObuT M30MpOBaH
myTtaHT R. leguminosarum bv. viciae, BBICOKOYYBCTBUTENBHBIH K BBICHIXaHHIO. DTOT
IITaMM TTOKa3aJl HU3KU# ypoBeHb HakoruieHus DIIC, a takke 006pa3oBbIBa e(hEeKTHEIC
OMOIUICHKA Ha MUKPOIUIAHIIIETaX U3 MOJUCTUPOJIA, YTO AOKa3biBaeT BaxkHOCTh JIIC B
YCTOHYMBOCTH K BBICBIXaHHIO y PU300MI W CBUICTEIHCTBYET 00 MX Ba)KHOW POJU B
npoiieccax (opMupoBanus OuoIicHOK B ycimoBusax crpecca (Vanderlinde et al., 2009).
B eme oaHoM wuccinenoBaHnd ObLI0 TOKazaHo, urto OIIC-myrtanTHBII mTamm B.
japonicum (¢ neaxktuBHoi UDP-rirok030-4-3nuMepa3oi) mokasaia MajJeHbKUN YPOBEHb
cunteza OIIC, koTopele HE  coAepKajlu  rajakto3bl. JlaHHBIA  mITAMM
NPOJIEMOHCTPHUPOBATT HU3KYIO aJIe3UI0 K KOPHSM COM IO CPaBHEHHUIO CO IITAMMOM
JUKOTO THITA, YTO yKa3bIBaeT Ha TO, YTO CHHTE3 MOJHOpa3MepHbIX MoJekyn OIIC
HeoOXoauM it 3 GEKTUBHON KOJIOHM3aIMu cou  KyiabTypHou (Glycine max)
opamupuzoousimu  (Perez-Gimenez et al.,, 2009) AmnamoruusnbiM o0pazom, DIIIC-
neunutHeie mTamMmbl M. tianshanenses mokasaau HU3KHK YpPOBEHb 00pa30BaHUs
OMOIJIECHOK Ha OOpPOCHJIMKAaTHOM CTEKJI€ U ObUIM HECIOCOOHbI 00pa30BBIBATH
KIyOCHBKM Ha KOpHsX cojioaku ypanbckoi (Glycyrrhiza uralensis), uto Taxke
yKaspiBaeT Ha To, urto DIIC HeoOxoaumel it oOpa3oBanus ouoruienok (Wang et al.,
2008).

beuta  mpoBenmeHa  OlEHKAa  TPHUKPEIUICHWS  OMOKOHTPOJBHOTO  IITaMMma
Pseudomonas fluorescens CHAO k BHemHemy wmuienuio riiomepomuiieto (Glomus
intraradices) — 3¢¢dekTuBHOrO CHUMOHMOHTA  CEIbCKOXO3SIMCTBEHHBIX  KYJBTYP,
MUKOPHU3HBIX U HEMUKOPHU3HBIX KOopHei MopkoBu (Bianciotto et al., 2001b). Bo Bcex
Clly4asiX ABa MyKOMJHBIX MYTaHTa, CBEPXIPOLYLMPYIOMUX aabruHaTonogo0Hsril I11C,
JEMOHCTPUPOBAIM YCWJIGHHOE NPUKPEIUICHHE K MOBEPXHOCTSAM IO CPaBHEHHUIO C
TakoBbIM y gaukoro Tuma (Bianciotto et al., 2001b). BuomienkooOpa3oBaHue u
MIEPETPOU3BOJICTBO  TIOJUMEPHBIX  BEMIECTB MaTpUKCa MOTYT TOBJIHITH Ha
BBDKMBAGMOCTh JTHX MYTAaHTHBIX INTAMMOB B II0YBE, TaK KaK OHH MNPHUAAOT
YCTOMYMBOCTh K HEKOTOPHIM BO3JACHCTBUSIM OKpykaroiiei cpeanl. OHaKo Takke ObLIO
BBICKA3aHO MPEIIOJI0KEHHE, U O TOM, YTO 3TO MOXET W HE MPHUBECTH K YCHICHHIO

341U ThI paCTeHI/Iﬁ C IIOMOIIIBIO 6I/IOKOHTpO.HBHBIX IMTaMMOB, IMOCKOJIBKY
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IPOTUBOTPUOKOBBIE MpenapaThl WIK aHTUOMOTUKH MOTYT OCTaBaThCsA B OMOIUIEHKE, a
u30bpITouHoe Tpon3BoAcTBO DIIC MoxeT orpannunBath qudGy3uto 3TUX COSTUHEHU B
pusochepy (Bianciotto et al. 2001b). Ilpu stom cBepxakcnpeccus IIIC He Bcerma
KOppEIUpYyeT C MOBBIMICHHONW CIIOCOOHOCTHIO K 00pa30BaHMIO OWMOIUICHOK y OakTepuit
(Parsek and Fuqua, 2004). Hampumep, Agrobacterium tumefacien nouBeHHbIC
OaKTepuu, KOTOphle OOpa3yroT OMOIUIEHKM Ha KOPHSIX TAaKUX PACTEHUH Kak TOMarT,
mroniepHa u pesyxoBuaka Tans (Arabidopsis thaliana) (Matthysse et al.,, 2005).
Mytantbl A. tumefaciens, He crmocoOHbBIC K CHHTE3Y IEIIIFOJIO3bI, HE MPUKPEIUIIIUCH K
KOPHSIM TOMAaTOB M J€MOHCTPHPOBAIN TOHMKEHHYIO KOJIOHU3ALMIO TOBEPXHOCTH, B TO
BpeMsl Kak HM30BITOUYHBIA CHUHTE3 LEJUTIOI03bl MPUBOJIUI K YBEIMYEHUIO OOpa30BaHUs
OMOIUICHOK M YMEHBIIEHUIO KOJOHU3aLMU KOPHEW IO CPAaBHEHUIO C JUKUM THUIIOM
(Matthysse et al., 2005). HecmMoTps Ha TO, YTO B OOJBIIMHCTBE HCCIICIOBAHHMA
yka3biBaeTcsi Ha To, 4To OIIC wWrparoT BaxkHYH poJib B Ipoleccax 00pa3oBaHUS
OMOIUICHOK, JaHHBIN (aKT HeNb3sl pacCMaTpHUBaTh, Kak nocrynar. Tak, Hanmpumep, ObLI0
nokazano, uto cuHte3 DIIC Rhizobium sp. YAS34 He urpaer HUKakod pojH B
npoleccax, CBSI3aHHBIX C (pOopMHpOBaHMEM OHOIUIEHOK HU Ha IOJIMIIPONUIICHOBBIX
MIOBEPXHOCTSIX, HU Ha KOPHAX TakuMX HEOOOOBBIX pacTeHWH Kak pe3yxoBuaka Tams (A.
thaliana) u panc (Brassica napus) (Santaella et al., 2008).

Jlunononucaxapuabl. Jlunomnonucaxapuapl — 3TO OCHOBHAs COCTaBISIOLIAs
BHEIIIHENW MEMOpaHbl IPaMOTPHULIATENbHBIX OaKTEPUI, B TOM YHCIIE U pU300Uid, KOTOpas
SBJIIETCSL KJIFOUEBBIM JETEPMUHAHTOM AHTUT€HHOCTH OaKTepuaibHONW KIIETOUHOM
noBepxHocTH. Ctpykrypa U Ouocunte3 puzoduanbHbix JIIIC neranbHO H3y4YeHbI
(Russo, 2015). JITIC cocTosT U3 «3asKOPEHHOTO» JUNHIa A, KOTOPBIH MPUKPEIUISICT
MOJIEKYJIy K BHEUIHEll MeMmOpaHe M CBsI3aH 4Yepe3 LEHTpPaJbHBIA OJIMrocaxapui ¢
OOHOXXEHHBIM Ha TOBEPXHOCTH TonHcaxapujgoM ¢ O-crnenuduueckoil 1emnblo.
OTIUYUTENHEHON 0COOEHHOCTHIO PU300UATIBHBIX JIMMUAOB A SBIISETCS TO, YTO BCE OHU
NpeCTaBICHBI JUIMHHONW MOJICKYJIOH, coaepikarei >kupHyto kucioty (Choma et al,
2004). JITIC R. leguminosarum u R. etli umeroT o011y JIMTUAHYIO CTPYKTYPY A-sifpa U
OTJIMYAIOTCs JUIb 1Mo cTpyktype ux O-memeii (Carlson et al., 2010). I{enTpanbHbrii

onurocaxapua BujoB R. leguminosarum u R. etli coctout u3 ocrarkoB manHo3b1 (Man),
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ramakto3sl  (Gal), ramaktyponoBod kucioTel (GalA) u  3-me3okcu-D-mannHo-2-
okTyso30H0BoM kucioTel (Kdo), B momsipaom cootHomenwnu 1:1:3:3 (Carlson et al.,
2010). Y Rhizobium spp. BcTpeuyaroTCsi OTHOCHUTEIBHO THAPO(OOHBIC HEHTpabHBIC
nonucaxapuabl O-anturena. OcTaTky, COOOIIAIONIUME CYMMAapHBIM OTpPHUIIATENIbHBIHI
3apsil, OTCYTCTBYIOT WJIM, €CITU OHH MPUCYTCTBYIOT, OJIOKUPYIOTCS dTepUPHUKAIIUCH WH
HEUTPaIM3yIOTCSl MMOJOXHUTEIbHBIM  3amecTuTenieM. (OCHOBHBIE TMPHUCYTCTBYIOIINE
TJIMKO3WJIBHBIE OCTaTKM — OTO JE30KCHUTEKCO3bl M METWJIMPOBAHHBIC TJIMKO3UIbI
(Carlson et al., 2010). O-auturen mramma R. leguminosarum 3841 o6pa3oBan
pPa3BETBICHHBIM  TETPAre€TEPOTIUKAHOM, COCTOAIIMM U3 TPEX WM  YEThIpex
MOBTOPSIIONIMXCS SAMHUIL] 6-1e30kch-3-O-meTmiranossl (3Me-6dTal), 2-aneramumo-2-
Je30KCcH-1-XMHOBO3aMHUHA (QuiNAC), 3-aleTUMHI0MIaMUHO-3-/1€30KCcu-D-
rIoKorekcypoHoBoil kuciothl (GIc3NAmMA; puzoaMuHypOHOBasi KHCIIOTa) U OCTaTKOB
byko3sl (Fuc) ¢ sumorennsiM O-metunupoBanueM u O-anerunupoanuem (Forsber,
Carlson, 2008).

Pous JITIC B popmupoBanum OMOIIICHOK ObLIA THIATEIbHO M3ydeHa (Spiers and
Rainey, 2005; Wang et al., 2011). Tak, Hanpumep, COOOIIAI0Ch 00 y4aCTUH JIUITUIHOTO
kommoHernTta JIIIC R. leguminosarum B yCTOHYMBOCTH K BBICBIXaHHIO, ()OPMHPOBAHUIO
ounorieHok u noaswkuHoctu (Vanderlinde, 2009). B pabore Russo et al. (2015)
NOKa3aHo, 4To HeHTpanbHas o0iacte O-anturena JITIC R. leguminosarum BaxkHa mist
YCTaHOBJICHHSI MEXKJICTOYHBIX B3aMMOACUCTBHIA M HEoOXoauma s 00pa3oBaHUS
KOMITaKTHOM CTPYKTYphl OUOIUICHKH. A Takke, 4to BHemHss yacth JIIIC Brnuser Ha
aJre3MOHHBIE CBOMCTBA KaK Ha aOMOTWYECKOW MOBEPXHOCTH, TaK M HA MOBEPXHOCTH
KOpHEH pacTeHui, yto 00ycioBieHo xumuueckumu coiictBamu JIIIC. CtpykrypHbIe
u3meHenus: JIIIC, kak ObUIO TIOKa3aHO, BIUSIOT Ha 0Opa3oBaHHE WJIH CTPYKTYpPY
OMOIUICHOK y CUMOHMOTHYECKMX OaKTepui, CBSI3aHHBIX C pacTeHUSMH. MyTaHTHBIC
MITaMMBI pu300akTepuil ¢ m3MeHeHHou cTpykrypoit JITIC neMoHCTpUpYyIOT N3MEHEHUS
B Iporiecce oOpa3oBanus onoruieHok. Hampumep, myrant o O-antureny B. japonicum
TIOKa3aJl MOBBIIICHHYIO are3u0 K TuiacTukoBbiM HocutessiM (Lee et al., 2010). Kpome
toro, akTuBHble JIIIC wrparoT BaxHYI0 pPOJIb B HWHPUIUPOBAHWUU  Kak

JNETEPMUHUPOBAHHBIX, TaK U HEIEPMUHUPOBAHHBIX KIYyOE€HBKOB OOOOBBIX pacTEHUU
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(Russo et al., 2015). O-cnerudpuyeckas 1ensb (O-aHTUTEH) W SAPO OJHMrocaxapujia
(IeHTpaNmbHBIM  ONHWrocaxapuj), BaXHbI JUIsl YCTAHOBJICHHUS CHUMOUOTHYECKUX
OTHOUIEHUH M I CTPYKTYPHBIX Moaudukanuié Bo Bpems auddepeHuudanuu a0
oaxteponnoB (Fraysse et al., 2003). Puzobuansasie JIIIC mposBISIIOT 3HAYUTEIHHYIO
HEOJHOPOJIHOCTh B PA3IMUYHBIX MUKPOOHUOJIOTHYECKUX Cpelax OOMTaHHs pacTeHUU U
MOYBEHHOM cpeJie, U KOTOpble (akTopbl BhI3BIBAIOT Mojaudukanuu B crpykrype JIIIC
(Brown et al., 2012, Vanderlinde et al., 2009). Oto yka3pIBaeT, Ha TO, YTO Pa3TMYHBIC
Bapuanuu JIIIC MoryT urpath poJib B BBDKUBAHUM U aJIalITAIIUU.

KancyjbHble TNOBEPXHOCTHBIE TMOJHMcAXapuabl. Pu300MM CHHTE3UPYIOT
KaricyJibHbIe nojucaxapuabl (KPS), anamornynsie anturenam rpymnmsl 11 K Escherichia
coli. Onu cocToAT M3 HEOOJBIINX TMOBTOPSIONIMXCS CAUHUI] TeKCO3 U 3-ae30Kkcu-D-
MaHHO-2-0KTYyJIO30HOBOH KHCIOTHI (Kdo, 0OBIYHO KOMIIOHEHT JIMITOTIONIMCAXapH/ia) UiTH
npyrux 1-kapObokcu-2-keTo-3-1e30KCrcaxapoB U y4acTBYIOT B KIIyO€HbKOOOpa30BaHUU
(Becker et al., 2017). IIpu orcyrctBun cykuunoriaukana (OI1IC I) u ramakrorirokaHa
(OIIC II) KPS moryT BiIMATH Ha MPOLIECCHl 3apa)KCHHUS JIFOLIEPHBI, HO, 00pa30BaHHKIC B
TaKOM cllydae HMH(PEKIMOHHbIE HUTH, YacTO 3aJIePKUBAIOTCS B POCTE M HMMEIOT
anomanbHbi  xapaktep (Pellock et al.,, 2000). Oanako y pOJCTBEHHBIX BHUIOB
Sinorhizobium fredii, uadunrpoBaHue KOTOPHIM BEACT K 00pa30BaHMIO KJIYOCHBKOB Ha
KOPHSX COEBbIX 000OB M TOJIyOMHOro ropoxa, myranuu B reHax FkpH wmu rkpG
omoxupyromux cuaTe3 KPS, HOmymsamus Oblta 3HAYMTENNbHA CHUKEHA. B Toke Bpems
MYTaHTHBIN MO0 CYKIMHOTJIMKaHy (EXO0A) ImTaMM He OKa3ayl CYIIeCTBEHHOro 3¢dekTa
(Parada et al.,, 2006). Ilokazano, uto KPS sBnsiorcs mrTamMm-crienuGUIHBIMA
AHTUTCHAMU W WX CHUHTE3 3aBHCHUT OT ycloBWiA pocta pu3oduii (Becker et al., 2017).
Takum o6pazom, KPS ,yuacTByioT B HeIeTEpMUHUPOBAHHOM KITyO€HBKOOOpa30BaHUH, B
YaCTHOCTH, B CTUMYJIMPOBAHUH WHUITHAIIMK U Pa3BUTHsA WHGeKInoHHbIX HUTeH (Pellock
et al., 2000; Le Quere JL et al., 2006)

Quorum sensing. IIporecchl MuTrpanuM IUIAHKTOHHBIX  (OPM  KIIETOK,
dbopMHUpOBaHUS U Pa3BUTHS OMOIJICHOK PHU300AKTEPHI pPEryaupyroTcsi MOCPEICTBOM
MEXaHU3MOB MeXKjeTouHo kommyHnukaiuu (Fuqua, 2002). B nureparype omucaHsbl

PA3JINYHBIC CUCUTEMEBI BOCIIPUATHUA «HYBCTBAa KBOPYMa», KOTOPLIC BIUAIOT HA IIEPCHOC
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mwiasMugl, dpPexkTuBHOCTh KiTyOeHbKOOOpa3zoBanus U asordukcanuu, cuaTte3 DIIC u
poeHue OaktepuanbHbIXx accommanuii (Sanchez-Contreras et al.,, 2007). Puzobuu
UCIIOJIB3YIOT CUTHAJbHBIA MexaHu3dM QS st MOAyIsiuuM M KOOPAWUHAIUU HUX
B3aMMOJICHCTBUM C PACTEHUEM-XO3SIMHOM.

[Tokazano, uro QS urpaer BaxHyI poJib U B (OPMUPOBAHUU PHU300HATIBHBIX
ounortenok (Wang et al. 2004; Zheng et al. 2006; Edwards et al. 2009; Rinaudi and
Gonzalez, 2009). Hanpumep, wmytantHeie mo QS mrammer MrtR-Mrtl B M.
tianshanenses mponeMOHCTpUPOBaIM CHUXKCHHE S(GGEKTUBHOCTH PUKPETUICHUS
KOPHEBBIX BOJIOCKOB Ha 60%, 4TO MOXKET OBITh MPUUUHOM, 110 KOTOPOH ITH IITAMMBI HE
ObuM CHIOCOOHBI K 00pa3oBaHUIO KIYOCHHKOB Ha KOpHSX pacteHus-xozsuHa (G.
uralensis) (Zheng et al., 2006). B 1o e BpeMs HapyIICHHE CUCTEMbI PaCIO3HABAHUS
gyBcTBa kBopyMa Cinl/CinR B mrammax R. leguminosarum senmeT K YIyYIICHHEO
oOpazoBanus OuomuieHok (Edwards et al. 2009). Otor »ddexrt, mno-suaumMomy,
OIOCPENIOBaH peryisTopoM TpaHckpunuuu ExpR, a Taxxe HeOonbmum 6enkom CinS,
KOo3KcnpeccupyeMbiM ¢ ayrouHayktopom cuHTasbl Cinl. ExpR u CinS perymupytor
skcnpeccuto DIIC rmokanasel PlyB, orBercTBeHHOM 3a pacmerienue kuciabsix IIIC,
KOTOpBIE Y4acTBYIOT B OMoruieHkooOpa3oBanuu (Russo et al., 2006; Hoang et al., 2004,
2008; Williams et al., 2008). Hannuue ucnpasuoii cucrembl QS ExpR/Sin B S. meliloti
HE00X0AMMO J1J1s1 00pa30BaHUsI TOJCTHIX OMOIJIEHOK Ha a0MOTHYECKUX MMOBEPXHOCTSIX, a
TaKKe JJII PEryJUpOBaHUS CTPYKTYphl 3peibix OuomieHok (Rinaudi and Gonzalez,
2009). Tak, 6pu10 moOkKazano, uro mramm S. meliloti Rm1021, numrenusiii rena expr,
00pa30BBIBANl JIMINb IUIOCKYI0 OHWOIJICHKY MPOCTOW OpTraHW3allid, B TO BpeMs Kak
mramm S. meliloti Rm8530, y koroporo cucrema QS EXpR/Sin Obuta akTuBHa,
(dbopMHUpOBaJ CTPYKTYPUPOBAHHBIE U BEICOKOOPTaHU30BaHHBIE OMOIICHKH.

Puzo0uanbuble Oenkn. B mpoueccax OuomnneHKooOpa3oBaHUs pU300AKTEPHIA
kpome QS u OIIC, Takke y4acTBYIOT U HEKOTOpPbIE pu3oOHnabHbie Oenku. Hanpumep, y
Bradyrhizobium sp. pukaare3uHOmoA0OHBIH OEOK OMOCpPeayeT MPHUKPEIUICHUE
pu3obuit k kopHsMm apaxuca (Arachis hypogaea) (Dardanelli et al. 2003).
PuzoOuaneubiii anresuonubiii O0emox 1 (RapAl) — 5T0 BHEKJIETOYHBIA KaJbIIUMA-

cBsa3piBaroImi  Oenmok  R. leguminosarum bv. trifolii, xoropeiii crumymupyer
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ayToarperanyio pu300mii 4epe3 TMONroca KIETOK W Y4acTBYeT B NPUKPEIUICHHH K
kpacHomy kieBepy (Trifolium pratense) (600oBoMy pacTeHHIO-XO35MHY) U
HECMMOMOTHYECKHM PACTCHHUSIM, TAKUM Kak (acoJib, JronepHa u cos (Mongiardini et al.
2008; Xaxumona u Jp. 20006).

Mexanu3mbl JBHKeHHsI. VI3BeCTHO, YTO pAa3JIMYHBIC MEXaHU3MBbI JBUKCHUS
OakTepwii, Takhe KaK pOCHHUE, IUIaBaHUE, a TAaKXKe CKOJIBKCHHUE 10 TBEPIOM
MOBEPXHOCTH 0e3 ydJacThss OaKTepHabHBIX JKI'YTHKOB, BIHUSAIOT HA IPOIECCHI
OuorieHOKoOpa3oBaHus. JIBWKEHUS PHU300aKTEpUil HEMOCPEACTBEHHO CBSI3aHO C
KOJIOHM3Aalluel KOPHEW pACTEHUHM MW PAa3BUTHEM B 3pENbIe CTPYKTYPUPOBAHHBIE
MIOBEPXHOCTHBIE cooOmiecTBa. B xome wucciienoBanus HeduiareJUIMPOBaHHBIC U
HexeMoTakcudyeckre MytanThl Azospirillum brasilenses nmokaszanu cuiIbHO CHH)KEHHYIO
KOJIOHU3anuo KopHe# mmrenunsl (Triticum aestivum) mo cpaBHEHHIO ¢ JIUKHM THIIOM,
YTO TIO3BOJISIET TPEIIOJIOKUTh, YTO Ul Hadajda KOJOHM3AIMA KOpPHEH TpeOyercs
noaBwkHOCTh Oaktepuii (Vande Broek et al. 1998). B pabGorax Turnbull 6puto
IOKa3aHO, 4YTO TMOJABMKHbIe mTammbl P. fluorescens wmenu Oosiee BBICOKYIO
BBDKMBAEMOCTh B TIOUBE W JIY4IIIEe MPUKPETUBIIUCH K KOPHSIM IMIIICHUIIBI, 10 CPABHECHHIO
HernoABKHBIMU mTaMMmamu (Turnbull et al. 2001). Kpome Toro, moBrxHbIE OaKTEPUH
MOTJIA TIepeMEeIaThCsi OT KOpPHEW K OKpyKaromied puzochepe. ITOMY IBHKCHUIO
CTII0COOCTBOBAJIM CHTHAIBHBIC COCIMHEHUS, TIPUCYTCTBYIONINE B DKCCyAaTax KOpPHEU W
CeMsIH, KOTOPBIC, KaK M3BECTHO, BIMSIOT HAa MPUKPEIUICHHE W KOJOHU3AIUIO, & TAKXKe
oOpa3zoBanue OuOIUICHOK. Cxoxuili 3PQeKT BIUSHUS OSKCCYIATOB BBIACISIEMBIX
CEMEHAMHU U KOPHSMH COM Ha XEMOTAKCUC W OO0pa3oBaHUE OMOIUICHOK OBLI IMOJTy4YeH
npu w3ydennu mramma Bacillus amyloliquefaciens BNM339 ¢ aHTaroHncTudeckoit
aAKTUBHOCTHIO MIPOTHUB HEKOTOPBIX rpuoOoB, BBI3BIBAFOIIIHX 0ose3Hu
CEIbCKOXO03sIMCTBeHHBIX KyNbTyp (Yaryura et al. 2008). Takum oOpa3oM, XeMOTaKCHUC U,
CJICJIOBATENILHO, TOJBIKHOCTh PETYJIUPYIOTCS KOJUYECTBCHHBIMH M KaueCTBEHHBIMHU
U3MEHEHUSIMH B COCTaBE€ DJKCCYJATOB CEMSH M KOpHEH. Y pu300uil MOJBMKHOCTH
KT'YTUKOB 0OCCIIEUMBACT JOCTYI K y4acTKaM IMPHKPEILICHUS M 3apaKCHUs PAaCTCHUM.
Tak, xak u B cinyuae ¢ apyrumu PGPR, mytantst Fla™ S. melilotis nokazanu meHsbInyro

CIIOCOOHOCTH K 00pa30BaHUIO0 OUOIIEHOK MO cpaBHEHMIO co mTamMmmMoM Rm1021 aukoro
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tuna (Fujishige et al. 2006b). MyranTs! fliP u flgH, nconp3oBanHbIe B Hcce0BaHNY,
MoKa3ajal CHIKEHHE oOpa3oBaHMs OuoruieHOK Oosnee yem Ha 50%, MOCKONBbKY ObLIH
nedeKkTHb B TepBOHAYaNbHOM MpuKperieHuu k [IBX. Takxke MyTaHTHBIE IITaMMBbI
MOKa3aau 3aJepKKy U B IMpolieccax pa3BUTUS KIYOEHBKOB Ha KOPHSAX OOOOBBIX

pAaCTECHUH.

1.3.2. Xapakmepucmuxa éuonnenok R. leguminosarum

[Mpukperurenue R. leguminosarum x KOpHEBBIM BOJIOCKaM PACTCHUHN MPOUCXOIUT
B JBa OJTama: TMEpBbIi — TEPBUYHOE NPHUKPEIUICHWE, OIOCPEIOBAaHHOE JIMOO
OakTepuanbHBIMU aAre3nHamu (XakumoBa u ap., 2017d), nubo pacTUTENBEHBIMU
nexktuHamu (Kapnynuna u ap., 2002; Canoaukosa u np., 2003; De Hoff et al., 2009), a
3aTeM BTOPUYHOE MPUKPEIICHUE MPU MOMOIIM (PUOPUIUT LEIUTI0I03bl Ha TOBEPXHOCTH
oaktepuii (Laus et al., 2005; Rodriguez-Navarro et al., 2007; Llpiranosa, L{piranos,
2012).

R. leguminosarum, kak ¥ MHOTHE Jpyrue OaKTEpUH, TAKXKe 00pa3yeT OUOIICHKY
Y Ha CTEpWIBHBIX MHEPTHBIX oBepxHOCTAX (Fujishige et al., 2005, 2006). CtocoOHOCTH
3TUX puzolakTepuil K (GOpMUPOBaHHIO OHOIUIEHOK OLICHMBAJACh C IOMOIIBIO
MUKPOIUIAHIIETHOTO aHajin3a ©W B PSYM-meduuuTHBIX MyTaHTax oOKa3ajach
3HAYUTEIILHO HIDKE, YeM B IITaMMax aukoro tuma R. leguminosarum bv. viciae 128C53.
Cuuraercsi, 4To (aKTOPhl, KOJUPYEMbIe CHUMOHMOTHYECKOW PSym  IJIa3MHJIOH,
HEoOXOIMMBI [T 00pa3oBaHus OHoTUIeHOK Oaktepusmu nannoro Buna (Fujishige et al.,
2005). OopazoBanue OwuoruieHok R. leguminosarum MoxeT OBITH  YCHJICHO
OTpaHUYCHHEM MUTATEIBHBIX BEIIECTB, HAIPUMED, TIPU IPUMEHEHUH Cpeabl XOTIaH/1a-
ApHOHa B OTIMYME OT MCIOJB30BaHUsI 0OTaTO MUTATEIHbHBIMU BEIIECTBAMHU CPEIBI C
TPUIITOH-APOXOKEeBBIM dKkcTpakToM (Fujishige et al., 2006b; Bepmununa u ap., 2019¢).
Hannume W AOCTYNMHOCTh TMHUTATEIBHBIX BEIIECTB B Cpele, TaKHUM O0pa3oM, UTpaeT
BOXHYIO POJIb MPHU TMepexojie OaKTepHil OT IJIAHKTOHHOW (POPMBI CyIIECTBOBaHUS K
ounortenke. Ilrammer R. leguminosarum cmocoOHBI 00pa30BaBBIBATH  CJIOXKHBIC
TpeXMEepHbIE OMOIUICHKH Ha HHEPTHBIX MTOBEPXHOCTSIX U OKpAIIMBaHUE dTOW OMOIIJICHKU

obecreyrBaeT BU3yaIH3aIMIO €€ 3K3omonucaxapuaHoi marpuinbsl (Fujishige et al.,



51

2006b). OgHako kapTrHa, HaOMFOIaeMasi Ha MOJICIN HHEPTHOW MOBEPXHOCTH, HE BCET/Aa
MOJKET OBITh SKCTPAINOJMpPOBaHA HA MOJIEIb TMOBEPXHOCTH KOPHS, TaK Kak — 3TO
OTHOCHTENFHO OoraTasi MUTaTebHBIMH BEIIECTBAMH CPEJia, KOTOpasi BCE JK€ MO3BOJISET
pu300usIM popMUpOBaTh OUOIUIEHKU. BO3MOXKHO, 3TO CBA3aHO C TEM, YTO CYHIECTBYIOT
eIlle HeW3BECTHBIE CUTHAIBI WM (DAKTOPBI PACTCHHIA, CIIOCOOCTBYIOIINE 0O0pa30BaHHUIO
OMOIUICHOK M OKa3bIBAIOIME WHTHOMPYIOMMA 3¢P(GEeKT Ha MUTATEIbHBIC BEIIECTBA,
BhIIesieMble kopHeM (Rinaudi, Giordano, 2010).

Russo u coast. (2006) ObLI0 MOKa3aHo, uTo ImTamMMm Rhizobium leguminosarum
bv. viciae A34 ¢dopmupyer TOJCTBIE OHWOIUIGHKM B BHIE KOJEIl Ha BO3IYIIHO-
KHUJKOCTHOM (Da3e KynbTyp BBIpAIlIEHHBIX B Cpele 0e3 MUTATENbHBIX BEIIECTB Ha
HIEUKEepe U XOPOUIO MPUKPEIUISETCS] K MHEPTHBIM MOBEPXHOCTSAM, TaKUM KaK CTEKJIO U
nonunponwieH. llpu omeHke CTPYKTypbl OHOIUIEHOK, OOpa30BaHHBIX JaHHBIM
IITAMMOM C MPUMEHEHHEM KOH(OKAIBHOM JIa3epHOM CKaHUPYIOMIEH MHKPOCKOIHH,
OakTepun U GepeHIUpPOBAINCE B TpeXMEpHbIE CTPYKTypbl. Jlasee oOpazoBanuch
BBICOKOOPTaHM30BaHHBIC KOMIUIEKCH OHMOTUICHOK, Mmoxokue Ha cotel (Russo et al.,
2006). Hapymienue cuctemsl cekperuu PrsD-PrsE tuna [ y naHHOTO 1mramMmma npuBOIUT
K YMEHBUICHUIO 00pa3oBaHMs OUOIUIEHOK. Y MYTAaHTOB C J€(EKTOM 3TOM CHCTEMBI
cekpernuu obpa3oBajach He3pelnas OHWOIJIeHKa 0e3 CTPYKTYp, MOJOOHBIX COTaMm, 4TO
MO3BOJIIET MPEIOJIOKUTD, YTO 3Ta CUCTEMA CEKPETUPYET OJIMH WJIM HECKOJIBKO OEJIKOB,
yUYacTBYIOIIMX B pa3BuTun OmorieHku R. leguminosarum (Russo et. al., 2006). Kucbrit
sk3onoircaxapua R. leguminosarum nemonumepusyetcs rimkanasamu PlyA u PlyB,
KoTopble cekperupyroTcsi cucteMoil PrsD-PrsE Ttuna I (Finnie et al., 1997, 1998).
CpaBHeHre OMomacchl OMOILUICHOK, 00pa3oBaHHBIX mTamMMmoM R. leguminosarum A34
JMKOTO THUIA IO CPaBHEHHIO C MYTaHTHBIM 1O TeHy PlyA mrammom, BBISBUIIO
HE3HAYMTEIILHOE pa3jiMure, B TO BpeMsl, KaKk Y MyTaHTHBIX 1o reram plyB u plyA/plyB
HITAMMOB OTMEUajoCh 3HAUMTENbHOE CHIDKeHue. [IpuueM, B ciaydae ABOWHOTO
MYTAHTHOTO IITaMMa OTJIMYUE Oromacchl ObLIO Ooublie, yeM y myTanta plyB. B Bumy
TOTO, YTO OMBITHBIE MITAMMBI CPOPMHUPOBATHN OHOIICHKY C OOJBIIUM KOJUYECTBOM
MaJICHbKHUX IJIOTHBIX MUKPOKOJIOHUM, OBLT CJIEaH BBIBOJ O TOM, UTO riiMkaHa3bl PlyA u

PlyB Bnustot Ha penotun mrammoB (Russo et al., 2006). Taxxe Russo u coast. (2006)
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MOKa3ajM, YTO pe3Koe CHIKEHHE 00pa30BaHMs OMOIJICHOK BBI3BIBAIOT MYTAllUU B FEHE
PSSA, Tak Kak OHHM OJIOKHPYIOT CHHTE3 JK3omoyimcaxapuaoB y R. leguminosarum.
[Ipumenenue KOH(GOKaIBLHON Jla3epHON CKAHUPYIOIIEH MHUKPOCKOMHUU IMOKAa3ayio, YTo
MYTaHTHBIN IITAMM HE ObLI CIOCOOEH Pa3BUBATH COTOBBIE CTPYKTYPHI U 0Opa30BbIBAI
JUIIb TUIoCKyro OuorieHky (Russo et al., 2006). Takum 006pa3om, aBTOPHI BBISICHUIIH,
4To azordukcupyrommm caktepusm R. leguminosarum ueodxoaumo Hanmuue DIIC ms
oOpa3oBaHMs OMOIUICHOK, a cucteMa cekperuu PrsD-PrsE tuna I skcroptupyet 6enku,
KOTOPBIE CBSA3aHBI C TOBEPXHOCTHBIM MPUKPEIUICHUEM U CO3PEBAHNUEM OMOTIICHKH.

Kak B kadecTBe CTPYKTYpPHBIX KOMIIOHEHTOB, TaK U B KAa4e€CTBE CHUTHAJIBHBIX
MOJIEKYJT B 000OBO-pM300MANbHOM CHMOMO3€ BBICTYIAIOT JIMIOIMOJIHCAXapUIb,
KOTOPBIC SIBJISIOTCS OCHOBHBIM KOMIIOHEHTOM BHEIIIHEH MeMOpaHbl pu3oouii (Fraysse et
al., 2003). «3askopeHHBbII» UK A BHEIIHENH MEMOpaHbI, CBA3aH Yepe3 LIEHTPaIbHBbIMI
OJIUrocaxapuj ¢ OOHa)KEHHBIM Ha MOBEPXHOCTH mHojmcaxapuaom ¢ O-cnenudpudeckon
nenelo. O-cnenuduueckas nenb wiam O-aHTUTEH, a TakXke SAPO OJUTOcCaxapuna,
KOTOpO€ MPEACTABISIET COOOM LEHTPaNbHBIA OJIUTOCaXapujl Urpal0T BaXKHYIO pOJib B
ycTaHoBieHun cumbuotudyeckux otHomeHuit (Fraysse et al., 2003). Kpome Toro, O-
aHTUTCH JmnonoyimcaxapuaoB R. leguminosarum bv. viciae HeoOxomum w yis
MEXKJIETOYHOTO B3aWMOJICHCTBUA M OOpa30BaHUsSI KOMIIAKTHOW CTPYKTYpPUPOBAHHOM
ounorutenku (Russo et al., 2015).

benku anresunsl puzoOakTepuit (O6enku Rap), ObuiM BBIAEICHBI W3 IITaMMa
R. leguminosarum bv. trifolii (Ausmees et al., 2001). RapAl — 3TO BHEKJIETOYHBIH
KaJIbITUN-CBSI3bIBAIOIININ O€JIOK, KOTOPBIN CLIOCOOCTBYET ayToarperaiuu pu3oouii uepes
MoJIfoca  KJIETOK, Yy4YacTByeT B IMpoleccax HHPUUUPOBAHUS W MPUKPEIUICHUS
puzobakTepuii kK KopHeBbIM BosiockaMm (Mongiardini et al., 2008, Hurmatynnuna u ap.,
2015, Xakumona u ap., 2016). [lItamm, cBepxmpoayupyoomuii RapAl, o cpaBHEHUIO
co mrrammoMm R200 muxoro Turma, mokaszan 0ojiee BHICOKYIO aJICOPOIHIO, KaK Ha KOPHSIX
0060BOro pacreHus (KjaeBepa KpacHOTO, BBICTYIMAIOIIETO B POJM PAaCTEHUSI-XO31MHA),
TaK ¥ Ha KOPHSAX HECHMMOUOTHYECKUX pacTeHHi ((dacoib OObIKHOBEHHAs, JIIOIEpPHA U
cost) (Mongiardini et al., 2008). Mongiardini u coast. (2008) moka3aHo, 4To OeI0K

RapAl cnocoGctBoBasl ancopOumu pu3oOMii Ha TMOBEPXHOCTU KOPHEW, OJHAKO
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M30BITOYHOE TPOM3BOACTBO OSTOTO Oenka aAre3swHa HE BIUSJIO HA NPUKPEIUICHUE
OakTepuil K TAKUM a0MOTHYECKUM MTOBEPXHOCTSIM, KaK TIOJIMCTEPOJIOBBIC TUIAHIIIETHI WU
MOJIUTIPONIIICHOBBIE IIapuku. He OblIN BBIABICHBI CTATUCTUYECKU 3HAUMMbIE PA3IIAUYUS
U TIPU UCJICIOBAHUH aire3uH pU300Ui K TIeCKy ¥ BepMUKYIUTYy. Kpome Toro, aBTopamu
ObLIO OOHApPYXKEHO, YTO IMEepenpou3BoACTBO Ocinka RapAl He okazano BIUSHHUS Ha
obOpa3oBaHKe KIIyOeHBKOB Ha KOpHAX 0000BbIX pacteHmii (Mongiardini et al., 2008).
Takum o0paszom, peunentopbl RapAl pacnonokeHbl TOJIbKO HA TOBEPXHOCTH PACTCHUM
¥, GYHKIKU 3TOTO Oesika MOTYT ObITh CBA3aHbI C HAYaJIbHBIM MPUKPEIUICHUEM OaKTepuid
Y KOJIOHM3AIMEN UMY KOPHEH, HO HE ¢ 00pa30BaHUEM KIIyOEHBKOB.

Nod-rens! u ux npomykTsl, a Takke NF Gakrepuit poma Rhizobium BakabI 115t
pa3BUTHS a30THUKCUPYIOIINX KIIyOSHBKOB Ha KOPHAX 0000BbIX pacTeHwuid (Skorupska et
al., 2017). B paborax Fujishige u coast. (2008) oOHapykeHO, YTO I 0Opa30BaHHS
3pesioil  pu300HaIbHONW OHWOIUIEHKH HeoOxoauMo mnpucytctBue NOd-dakTopoB. DTa
HoBasi xapaktepucTuka NF, ¥ oHa oT/iiMYaeTcs OT UX paHEE YCTAHOBJICHHOW pOJIU B
KadyecTBe (DaKTOpa, HUHAYLUUPYIOIIETO Pa3BUTHE KIYOCHHKOB Ha KOPHSIX OO0OOBBIX
pactenuii. Bwimonnenne NF AByX XapakTepUCTHK, KaK B KadyeCTBE CTPYKTYPHBIX
KOMITOHEHTOB B OMOIIEHKAX, TaK U B KQ4€CTBE MPEANICCTBCHHUKOB CTICIIM(PUIHBIX TSI
X035iMHa MOP(OTEHOB, YKa3bIBaCT Ha TO, YTO CYIIECTBYIOT U JIBE€ CHUCTEMBbI PETYJISIIUU
ATUX TMPOIIECCOB; OJHA M3 KOTOPBIX CBSI3aHA C CHUHTE30M (DIIABOHOMJIOB, KOTOPHIE
SBIIAIOTCS MHAYKTOpaMu NOJ-reHOB pHM300HWH, a Jpyras OT HHUX COBCEM HE 3aBHCHUT
(Fujishige et al., 2008).

['mrokoMaHHaH, MOJMCaxapul, pPacloJIOKEHHBI Ha OJHOM M3 TIOJIOCOB KJIETOK
R. leguminosarum, ydacTByeT B MPUKPEIUICHHH K MOBEPXHOCTH KOPHEH MOCPEACTBOM
CBS3BIBAaHUSI C JIEKTMHOM pacTeHus-xo3suHa (Laus et al.,, 2006). ['moxomaHHaH-
OTOCPEIOBAaHHOE TPUKPEIJICHHE K KOPHSIM TOpOoXa HMeeT OOJbIIoe 3HAYCHHE B
npoiiecce MHOUIMPOBAHUS KOPHEBOW CHCTEMBbI OOOOBBIX PACTCHHM KITyOSCHBKOBBHIMU
oakrepusimu (Williams et al., 2008). ITomoOHO pesynbTaTam, moiaydeHHbIM Russo et al.
(2006) mna mramma A34 cexkBeHMpOBaHHBIM ImTamMMm 3841 o0OpasyeT TpexMepHbIe
OWOIIJIEHKM Ha CTEKJISSHHBIX I[MOBEPXHOCTAX C MHUKPOKOJIOHUSIMH, OKPYKEHHBIMU

BOJAJAHBIMM KaHaJlaMHW M KJIACTCPaMHU IIJIOTHO YIAKOBAHHBLIX I'CKCAI'OHAJIBHBIX KIICTOK,
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kotopeie opmupytor cotel (Williams et al., 2008). B paborax Williams u coasr.
(2008) ObuTH TOMYUYeHBI cx0XkHue ¢ pabotoit RUSSO m coaBT (2006) pe3ysbTaThl O TOM,
4TO DK30MOJIMCAXapUAbl UTPAIOT BAKHYIO POJbh B (DOPMHUPOBAHMH OMOTUICHOK, TaK Kak
MYTaHTBIH 1O TeHy PSSA mTamMm 0Opa30BBIBAN JIMIIL TOHKHUE HECTPYKTYPHUPOBAHHEIC
ounorutenku. Hecmotpst Ha 3TO0 myranTHbIe 1o reHam CelA, gelA u gmSA 1TaMMmel,
KOTOpBIC, COOTBETCTBEHHO, HE OBUIM CIIOCOOHBI TPOAYIMPOBATH  IIEILIFOJIO3Y,
rejaeoOpa3yronmMi  3K30M0Iucaxapu] W TJIIOKOMaHHaH, OOpa3OBBIBAIM OUOIUJICHKH,
HEOTJIMYUMBIE OT TaKOBbIX y mtamMma aukoro tumna (Williams et al., 2008). IIpu stom,
HE CHHTE3UPYIOIIUE TJIIOKOMAaHHAH M NEJUII0JI03y MYTAaHTHBIE IITaMMbl HE OBLIH
CIIOCOOHBI K KOJIOHU3AIIMM KOPHEW MPH MX COBMECTHOW KYyJbTHBAIMH C PACTCHUECM-
xo3suHoMm Vicia hirsuta (Buka). CremoBaTelbHO, B3aUMOJCHCTBHS, KOTOpBIC
OPOUCXOAAT MEXAY PpU300MSIMH M TIOBEPXHOCTHIO CTEKJIa, OTIMYAIOTCS OT TeX
B3aMMOJICHCTBHIA, KOTOPbIE BO3HUKAIOT NpU (HOPMUpPOBAHHH O00OOBO-pHU300UATBHOTO
cumbuosa (Williams et al., 2008). Pa6orsr Edwards u coast (2009) mokasamu, 4urto
HapymieHne cucteMbl KoHTpons kBopyma CinlR y R. leguminosarum Bemer
YBEJIIMYCHUIO OOpa3oBaHMs OWOIJICHOK, B TO BpeMs Kak, y IPYTHX BHUIOB PH300UI
MOJTyYeHBbl MPOTUBOJIOKHBIE PE3YNbTAThI, YTO MOXET OBITh OMOCPEIOBaHO pPabOTOM
perynstopa TpaHckpuniuu EXpPR, a Ttakke Oenka CinS, KOdKCIpecCUpyeMbIM C
ayrounaykropom cuntasbl Cinl. ITokasaHo, 4To MyTaHTHbIC 1O TeHaM eXPR wam CinS
pu300HaIbHBIC IITAMMBI JIYYIle MPUKPEIUIIINCH K CTEKISHHBIM IMOBEPXHOCTIM. TeM He
MeHee, 00pa30BaHHbIE MYTAHTHBIM IITaMMOM EXPR KoJblla OMOIUIEHOK, OBLTU MEHEee
CTa0WIIbHBI, 4YeM y MyTaHToB CINR wum cinl quorum-sensing wim y mramMma c
paspymieHabiM TreHom CinS (Edwards etal., 2009). Iloka3aHo, 4YTO 3KCIPECCHIO
sk3onoarcaxapuarinkanasel PlyB, orBeTcTBeHHO# 3a pacuierieHue DI1C, peryaupyroT
oenku ExpR u CinS (Zorreguieta et al., 2000). CnenoBarenbHo, B ciiydyae oOpa3oBaHUs
ounorieHok R. leguminosarum HeoOXoauM mpaBWiIbHBIA pasmep Mojekyn IIIC.
Hecmotpst Ha TO, 9TO B OOJIBIIMHCTBE CIydaeB IK30IOJIMCAXAPUIBl UTPAIOT BAXKHYIO
poJib B (pOPMUPOBAHUHN OMOIUIEHOK, B HEKOTOPBIX CIIy4asiX, OHU HE OKa3bIBAIOT 3(PQeKT
Takoro poaa. Tak, Harnpumep, Rhizobium sp. YAS34 Obut MCHIOIB30BaH I U3yUCHUS

(GYHKUMM SK30M0JMCAaXapyuJIoB MpU KOJIOHMU3aUMU W O0Opa3oBaHMM OWOIUIEHOK Ha
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KOpHSX JBYX He0000BbIX pactenuii — Arabidopsis thaliana u Brassica napus (Santaella
et al., 2008). Cunte3 OIIC >TiM mTaMMoM He okasbiBas d(pdekTa Ha oOpa3oBaHHE
OMOIJICHOK HM Ha WHEPTHBIX I[MOBEPXHOCTAX (MOJMIPONUICH), HU Ha KOPHSIX
BBIIIICYKA3aHHBIX PACTEHUH, TEM HE MeHee OaKTepHUaabHbIC IK30MOIUCaXapUIbl BHECTU
CBOM BKJIaJ B KOJIOHU3AIMIO OINPEACICHHBIX 30H B 3aBUCHUMOCTU OT JIOCTYHMHOCTHU
nuTaTeNbHBIX BenlecTB (Santaella et al., 2008).

Takum 00pa3om, B OTCYTCTBHM O0O0OBOTO PacCTEHUSA-X035IMHA, PU300UH CIIOCOOHBI
NPUKPEIUITHCS M KOJIOHU3UPOBATHh KOPHU JIPYTUX PACTEHUM, TO3BOJISS UM MOIIOIATh
MUTATEeNbHBIC BEIIECTBA M BHIKUBATh B 3TOM 3aIMIICHHONW HUILE 0 TeX IMOp, MOKa He
BO3HUKHYT ONTUMAJbHbIC YCIOBUS [l YCTAHOBJICHUS cuUMOHO3a ¢ 000OBBIM
pactenneM. Kak ynoMmuHajgoch paHee, MEXaHU3MbI MEpPEIBUKEHUS OakTepuil, Kak
U3BECTHO, UTPAIOT BAXKHYIO POJIb B JOPMUPOBAHUHU OMOIUICHOK, BKITIOUYAsT KOJOHU3AIUIO
U TOCJIENyIollee pa3BUTHE B  3peible  CTPYKTYPUPOBAaHHBbIE IOBEPXHOCTHBIE
coobuiecTBa. B uyacTHOCTH, CKOJNB3sIee OBUKEHHE, MO3BOJSET rpynnam OakTepuid
COTJIACOBAaHHO TEpeMeIIaThCsl MO TBEPAOH MOBEPXHOCTH, PACHPOCTPAHSAACH B BHUJEC
ouormenku (Verstraeten et al., 2008). AHanu3 mMoOCIeAOBATEIBHOCTH Pa3TUYHBIX
mytaHToB Rhizobium etli, nedekTHbIX TO CKONBXKEHHIO, IOKa3ajd BIMSHUE Ha
BOCIIPUSATHE KBOPYMa, COCTaB MM OJKCIOPT MOJUCAXapUAOB, MOJIBWKHOCTb U
MeTaboIM3M aMHUHOKUCIOT M MOJMAaMUHOB. HECKONbKO Takux MYyTaHTOB MOKa3aJu

CHI)KEHHE CUMOMOTHYECKOTO aKTa CBI3BIBAHMS a30Ta.

1.3.3. Ponb npoueccoé 6uonneHkooopazoeanus 6 600060-puzoouaibHoOM cumouose

Jlist Toro 4ToObl MOKa3aTh PoJib OMOIUIEHOK, 00Pa30BAHHBIX PU300aKTEPUSIMHU, B
0000BO-pH300MaTBLHOM CUMOMO3€, BaXXHO YKa3aTh U pa3IMYHble CIIOCOOBI BBIKUBAHUS
ouoruieHOK B pusochepe. CyllecTByeT TPpU OCHOBHBIX THIA OHOIUICHOK, KOTOPHIS
MOTYT BO3HHMKAaTh B puzocdepe, a MMEHHO OaKTepuajbHble OMOIJICHKU (BKIHOYAs
AKTUHOMMUIIETHI), TPUOKOBBIE OMOIUIEHKH U TPUOKOBO-OaKTepuaIbHbIC OWOIUICHKH, a
TaKkke TpuOKoBo-pusoOuanbubie Ouoruienku (FBBs/FRBs). bBakrtepuanbhbie U
IpUOKOBBIC OMOTIEHKH, COCTOSIIINE U3 OJHOTO WJIM HECKOJIBKUX BUOB, 00pa3yloTCs Ha

OMOTHYECKUX WM aduoThuecknx moBepxHOCTsIX mouBbl. FBB / FRB Heckonbko
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OTIIMYAIOTCA OT OaKTEePUATBHBIX WM TPUOKOBBIX OHMOIIJICHOK B TOM CMBICIE, YTO BO
BpemMsi 00pa3oBaHus O3TOM OWOMJIEHKH TpuUOBI JEUCTBYIOT Kak OHOTHYEcKas
MOBEPXHOCTh, K KOTOPOW mpukpervsitores Oakrepun (Seneviratne et al., 2008a). B
ciydae HePUIAMEHTHBIX TPHOOB B KadeCTBE OMOTHYCCKHUX TIOBEPXHOCTEH MOTYT
BBICTYTIATh KaK OAKTEPHUH, TaK U IPUObI. DTU B3aUMOCHCTBUS MPUHOCST MOJIb3y 000UM
napTHepaM BO  BpeMs  MeTaboJuM4eckoro B3aumojenctBus U T.a4.  Kpome
NPUKPEIUICHHBIX K TOBEPXHOCTH OaKTepHalbHBIX OWOIUICHOK B  pu3ochepe
COXpaHSIOTCI M MEHEE CIJIOKHbIe OWOIUIEHKM C MEHBIIMM KOJUYECTBOM KJIIETOK,
KOTOpBIE TIO-Pa3HOMY OITMCHIBAIOTCS KaK MHUKPOKOJOHHWH, arperaThl WU KJIacTepPbl
kieTok (Bloemberg and Lugtenberg, 2001; Morris and Monier, 2003; Ramey et al.,
2004).

MHOTOYHNCIICHHBIC WCCIICIOBAHMS TIOKAa3alM, YTO PsAJ PAa3IAYHBIX OaKTepuid
CyleCTBYeT B pusochepe B Buae OakrepualbHbiXx OnormicHok (Ramey et al., 2004).
Hanpuwmep, Rhizobium leguminosarum bv. viciae u Sinorhizobium meliloti criocoOHBI
dbopmMupoBaTh OHMOIUICHKHM KaK Ha KOPHSAX, TaK M Ha aOMOTHMYECKUX TMOBEPXHOCTAX
noussl (Fujishige al., 2006a, b). B pabore Pearce u coart. (1995) obcyxmanu posb
pu3oc(hepHbIX OMOIUIEHOK B CJOKHOM CETH B3aUMOJEUCTBUII B pu3ochepe, KOTOpbie
YIOPABJISIIOT POCTOM PACTEHUNW W MHUKPOOHON AMHAMUKOW IMOCPEICTBOM XHMHUYECKUX,
bu3ndecknx, OMOTHYECKHUX U TMHTATCIbHBIX B3aWMMOJCHCTBUN. PasBuThe Takux
MYTYaJUCTHUCCKUX B3aUMOJCHCTBUN TIPUHECIO TMOJIh3y KaK OWOIUICHKAaM, TaK |
pacrenusim. Tak, Hanpumep, Foster and Wenseleers (2006) ytseprxaaror, 4yto Hanbosiee
BOKHBIM  (PaKTOpPOM, OOBSICHSIOIMIUM YCICIIHOEC MEXKBHIOBOEC COTPYAHHYECTBO,
SBIIICTCSI  PACCMOTPEHHE (PEHOTHITMYECKUX OOpPATHBIX CBS3CH, a HE TOJBKO Yy4eT
Pa3BUTHS TEHETUUYECKUX KOPPESUNA MexAy BumamMu. Takum oOpa3oM, OYE€BHIHO, YTO
JaXKe TIPOCTHIC WITA CJIOKHBIE CTPYKTYPBI OMOTIIICHOK pH30Chephl UTPAIOT BAKHYIO POJIb
B TPSIMON W / WIM KOCBEHHOW MOJIEPKKE B3aMMOJICUCTBHI MEXIy PACTCHUSIMH H
MHUKPOOpPTraHU3MaMH, BKITIOUasi CUMOM03 MEXIy PU300USIMU U O0OOBBIMHU PACTCHUSIMH.

HecMoTps Ha TO, Y4TO CYIIECTBYET MHOXECTBO PaOOT, TOCBAIICHHBIX U3YUCHHUIO
WHOUIIMPOBAHUSA KOpPHEH pacTeHWil pu3oOusMu B 000OBO-pHU300MAIIBHOM CHMOHO3E,

poib (opmMupoBaHMS OHOMIIEHOK B ATOM IIpOlLlECCE €UIE HE YCTaHOBJICHA.
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[Tpucoenunenne pu3oOuil K KOpHSIM OOOOBBIX pPAacTEHUH — STO HaYallbHBIM 3Tar,
HEOOXOUMBIN 1T B3aWMMOJCHCTBHS MHKpO- W MakpocumOuontoB (Fujishige et al.,
2006b; Williams et al.,, 2008). On sBusgercs NPEANOCHUIKON IS 0OOpa30BaHHUS
MUKpOOHBIX OHMOIIeHOK. B miccnenoBannu Rodriguez-Navarro u coast. (2007) ykazaHo,
9TO MOJICKYJSPHBIE MEXaHU3MBI, 3a/ICHCTBOBAHHBIC B aJare3uu OaKTepHil K KOPHSIM,
TakKe MOTYT HUMETh OTHOIIEHHWE H K pa3BUTHIO OWOIUICHOK. DopMupoBaHUE
MUKPOKOJIOHHI B pU30Cc(epe SBISICTCA THUIHYHBIM SBICHHEM, a UX NPUKPEIUICHUE W
arperanys Ha KOPHAX pPACTCHHMH SIBISICTCS OCHOBOW  KOJIOHM3AIlMU  KOPHEH
puzobaktepusimu (Ongena and Jacques, 2008). Bonee Toro, BBUIYy COBNAJACHUS TCHOB,
BKHBIX ISl IPWIMMAHUS K aOMOTUYECKUM U OMOTUYECKUM MoBepxHOCTsAM, Fujishige et
al. (2006b) mpeanoyoKuau, 9To OaKTepHalibHAas KOJOHHU3AIUs KOPHEHW SKBHUBaJICHTHA
ounoruieHke. OHM TakKe HCCIICIOBAIM OO0pa30BaHME OHMOIUICHOK Ha PaHHHUX CTaIMsIX
cuMOno3a pu3obakTepuii 1 0000BbIX, U Aokazamu, 4yto S. meliloti cozmaeT OnommeHkH
Ha KOPHAX pacTeHUI-X03s5eB JrolepHbl moceBHoi (Medicago sativa) u moHHHKa 6eoro
(Melilotus albus). Kpome Toro, momucaxapuasl OaKTEpUAILHOW TOBEPXHOCTH
(mampumep, sk3omomcaxapunasl (OIIC)) ydacTByOT B Tpoleccax NpHUKpPETICHHS
(Williams et al., 2008), u cunreza DIIC, yTo XapakTepHO i OHOIUICHOYHBIX (HOpM
OakTepuii, BKIto4Yas pu3oOun. Heckoabko Apyrux MCCieoOBaHUN TaKKe MOATBEPIUIH,
yro DIIC BO BpeMs oOpa3oBaHUsI OMOIUICHKH YCHUJIMBAET MPHUKPEIUICHHE OaKTepuil K
KOpHSIM W mpuuaTtkaMm KopHed (Bianciotto et al., 200la, b; Rudrappa et al., 2008;
Williams et al., 2008). B apyrom wuccieoBaHuu cOOOIIAIOCh, YTO OOpa3OBaHUE
OMOIUICHOK Ha ydJacTKax KOpPHEH 3amyckaercs KOMIIOHEHTOM PacTHUTEIBHOTO
MPOUCXO0XK]ICHUS, aHAIIOTMYHBIM TOMY, KOTOPbIN y4acTByeT B 0000BO-pU300HaNIbHBIX, a
TaKXke W APYrux OakTepuaibHbIX B3aumojeicTBusax (de Ruijter et al., 1999). Beuio
OOHApy)XEHO, YTO JIEKTHHBI OOOOBBIX, HANpUMEpP, PaCMOJOKCHHBIC Ha KOHYHMKAX
KOPHEBBIX BOJIOCKOB, PACIlO3HAIOT M CBS3BIBAIOTCS CO CHCIH(PHUSCKUMHU YTIICBOTHBIMA
CTPYKTypaMH, NPHCYTCTBYIOIIMMH Ha OaKTepHAIbHOW TIOBEPXHOCTH, TEM CaMbIM
CIOCOOCTBYS MPHUKPEIICHUIO U 00pa3zoBanuio ouorieHok (Perez-Gimenez et al., 2009).
Hanpumep, Oaktepun R. leguminosarum bv. viciae u S. meliloti dopmupyror

OMOIJIEHKH HAa MHEPTHBIX MOBEPXHOCTAX U KOPHSIX O0OOBBIX, MPU 3TOM MHUKPOKOJIOHUHU
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S. meliloti Ha HavampHOW cTaguu KIyOEHHLKOOOpA30BaHUS KOHIICHTPUPYIOTCS B 30HE
KopHEBBIX BojiockoB (Fujishige et al., 2006b).

B MukpoOHBIX cOOOIIECTBaX, CBSI3aHHBIX C PACTCHUSIMH, MPUKPEIUVICHHE WU
KOJIOHM3AITUsI PU300aKTEPHil, peTyIUPYyeTCs B 3aBUCUMOCTH OT TUIOTHOCTH TIOITYJISIITUN
¢ nomorpio Mexanu3smoB QS (Wells et al., 2007, Elasri et al., 2001). MexkiaeTo4ynas
KOMMYHUKAIIUSI WTPAaeT BaXKHYIO POJb B aJre3ud pU300Mil K KOpHSIM OOOOBBIX,
perynupyss KOHKYPEHIIUIO OakTepuil TpH KOJIOHW3AIMH KOPHEBOM CHCTEMBI U
dbopmupoBaHuu OUOIICHOK. TakuM oOpa3om, oOpazoBaHUE pU300HATBHBIX OHMOTIIICHOK
BOXHO 11 A(G(EKTUBHON KOJOHW3AIMK KOPHEBOW CHCTEMbl W OOpa30BaHUU
KJIIyO€HBKOB B 0000BO-pH300UaIBHOM CUMOHO3E.

Kpome mnpsimoro BiMsiHHST OMOIJIEHOYHOTO oOpasza »KU3HM pPU300M Ha
CUMOUOTHUYECKHE OTHOIICHUS MEXKIYy HUMH U OOOOBBIMH pPACTECHUSMH, TaK¥kKe
BO3JICUCTBYIOT U HEKOTOpPbIE KOCBEHHbIE 3P dekThl. Hanprumep, NOBBIIIEHHBIA YPOBEHb
cuHTe3a uHAoMMIykcycHor kuciotel (MYK) Owuomnenkoii  Penicillium  spp.-
Bradyrhizobium spp., KoTopsIii 0Ka3aj poCTOCTUMYIHPYIOMUI dPPEKT HA KOPHU COU
(Glycine max) (Jayasinghearachchi and Seneviratne, 2004a). Ilpu pocte KOpHEH
MIPOUCXOJNUT TPEHHUE MOYBHI, YTO B CBOIO OYEPEIb MPUBOAUT K YTEUKE COACPKUMOTO
[IUTOTUIa3Mbl Y, B KOHEUHOM HTOTE, 3aMeJUISIET POoCcT KOpHEBbIX KieTok (Pearce et al,
1995). CwmasbiBaromiee JedictBue OWUOIUICHOK Ha  pu3ochepy  MOCPEACTBOM
BBICBOOOXKICHUSI CMA304YHbIX BellecTB, Takux Kak JIIC, onHako, cmocoOCTBYET POCTY
KOpPHEBOI cuctembl pacteHuil. CienoBaTenbHO, (GOpMUPOBaHHE OMOTUIEHOK B YKECTKHX
MOYBaX MOXKET TapaHTHUPOBATH Pa3BUTHE 370POBON KOPHEBOW CHCTEMBI, UYTO, B CBOIO
ouepellb, OJaronpusTHO BIMSET HAa CUMOMO3 pu300U U OO00OBBIX. BOJBIIMHCTBO
3epHOOOOOBBIX KYJIBTYp XOpOIIO ce0si YYBCTBYIOT MpPH HEHUTPAJIbHOM WJIU ClerKa
NMOHWKEHHOM pH mouBel. B yclioBHSIX yMEPEHHOM U BBICOKOM KHUCJIOTHOCTH
BBDKMBAEMOCTh PHU300MI W KIyOeHbKOOOpa3oBaHWe orpaHuveHbl. Tak, pH mouBbI
TaK)kK€ KOCBEHHO BJIUSET HA MPUKPEIJICHUE pU300Ul K KOPHIM, U3MEHSSI IOCTYITHOCTh
Ca”™ (Rinaudi et al., 2006), motomy uro Ca’" HelicTByeT Kak CBS3YIOIIEE 3BEHO HIIH
MOCT MEXIy OTpPHIATEIbHO 3apsKCHHBIMU AKTHUBHBIMH TPYNINaMU OPTaHUYECKHUX

. 2
MOJIEKYJl Ha MOBEPXHOCTU KOpHsA W Oakrtepuit. Onnako Gonee BbIcOkue ypoBHH Ca“
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OTPHUIIATEIHHO BIUSIOT Ha POCT PU30OUANTBHBIX KJIETOK. Hannune OMOTIIICHOK U3MEHSIET
pPH pu3ochepsr Bo Bpems pocta kopHel (Pearce et al., 1995). JIpyroit BaxHBIH acriekT
OMOTUICHOK CBSI3aH C T€M, UTO OHU MOTYT 3alOJIHIThH MMOPUCTHIE TPOCTPAHCTBA MMOYBHI, a
Tak)ke 00pa30BBIBATH TOHKUI BOJHBIN CIION MEXy HapyKHOU MOBEPXHOCTHIO KOPHEH C
IUIOTHO MPHJICTaloIIMMHA YacTHIIaMHd TouBbl M Ouorutenkoi (Pearce et al., 1995).
3anoIHEHUE MOPHUCTHIX MPOCTPAHCTB, OCTaBIIsIONIee OOjiee MEJIKHE MOphl B KaHaiax
CTPYKTYpbl OWOIUICHKH, CHIDKAeT MPOHUIIAEMOCTh W IBWIKEHUE BOABI B pu3ocdepe,
TakuM oOpa3oM, IMpeAoXpaHss BOJY OT HCHApEHHUs, YTO KpalHE BaKHO B YCIIOBHSX
3acyxu. KpoMme Toro, MUKpOOpraHU3MbI OMOIIJICHOK 00Jiee YCTOWYUBEI K BO3/ICHCTBHUIO
BOJIbI, UeM €JIMHUYHbBIC IJIAHKTOHHBIE KJIETKH, Ojlaroaaps Beicokoil cnocoonoctu DIIC
ouorieHok ynepxuBath ee (Sutherland, 2001). OGa 3T ABJICHUS OMOTAIOT PU30OHIM
BEDKUTh B YCIOBHUAX cTpecca. CliemoBaTenbHO, OHOIUICHOYHBIC COOOIIECTBA B
puzochepe MOTYT KOCBEHHO YIIydllaTh B3aUMOJEHCTBHE pPHU300MH U 000OBBIX

pAaCTECHUH.

1.3.4. Ilpumenenue pu3oouanbHbIX WIMAMMOB 8 KAUecmee OUONIeHOUHBIX
ouoyooopenuii

[Ipumenenue puzobuii B kauectBe PGPR B 3HaYMTENBHOW CTENEHH CBSA3AHO C
HCIIOJB30BAaHUEM CYCIICHJIMPOBAHHBIX KYJIBTYP, a POJb OHMOIUICHOK, OOpa30BaHHBIX
STUMH MHMKpPOOpPraHM3MaMmH, HEIOCTaTOYHO u3ydeHa. bakrepuu, pacmonarasich Ha
MOBEPXHOCTU KOpPHEW pacTeHuil, 00pa3yloT ¢ HUMHU acCOIMalluh, KOTOphIE, B CBOIO
ouepeqlb, CHOCOOCTBYIOT HX BbDKHBaHWIO. (OOpa3oBaHHe OHOIUICHOK TIOMOTaeT
pU300USIM TIOJJIEPKUBATh IUJIOTHOCTh KJIETOK B TEUEHHE JOCTATOYHO JIMTEIHBHOTO
BPEMEHH JI0 MOMEHTA B3aUMOJCHCTBUS C PACTEHUEM-XO35IMHOM. PU300UM OKa3bIBAIOT
CBOE€ BJIMSTHUE Ha PACTCHUS 4epe3 MpsiMble WM KOCBEHHBIE MEXaHU3Mbl, TO €CTh OHHU
OTPaHUYMBAIOT POJIb (PUTOMATOIEHHBIX MHUKPOOPTaHU3MOB, IMOBBIIIAIOT JOCTYITHOCTh
MaKpo- U MHUKPOHYTPUEHTOB M3 OKPYXAIONIEH Cpelbl U MOTYT HCIIOIb30BaThCS B
Ka4decTBE HEAOpOrod u 0Oe30macHOM TEXHOJOTHHM CHSTHS CTpecca pacTeHHH
(Bepumauna u nap., 2017a; Pathania et al., 2020). Takue 3K00OrHYECKUE CTPECCHI, KaK
3aCOJICHHE, 3aCyXa, HABOJHEHUE U BO3JICMCTBHE IMAaTOTE€HOB MPEOJOJIEBAIOTCA IMyTEM

obpaszoBanus OuoruieHok (Rekadwad and Khobragade, 2017). buomnenku Tarxke
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KOCBEHHO CIIOCOOCTBYIOT Pa3BUTHIO CHMOMOTHYECKUX OTHOIICHUM, oOOecrednBas
pa3BUTHE «B3IOPOBOI» KOPHEBOM CHUCTEMBI M COXpaHsisi HEOOXOJUMBIH ypOBEHBb
BJIQXXHOCTH pu3ocdepbl U u3MeHsss pH MouBbl, YTO MPUBOAUT K YCUJICHHIO OOMEHa
MUTATENBHBIX BEIIECTB, OMOKOHTPOIIO U T.A. HU3KYI0 BBDKHBAEMOCTh MOHOKYJIBTYPHI
pU300uil TpPU KCHOJIB30BAHUM TEXHOJOTUM WHOKYIAIMH MOXKHO TPEOJOJETh C
MPUMEHEHUEM HMHOKYJISITOB MPEACTABICHHBIX B (opMe OMOIUIEHOK, TaK HAa3bIBAEMBIX
ouoruieHouHbIX OuoynoOpenuit (bb), koTopble MOTyT ymy4yIIUTh POCT U Pa3BUTHE
0000BBIX KynbTyp. WcnonwszoBanue bbb Takxke, BeposiTHO, OyJIeT cHoOcOOCTBOBATh
B3aUMOJICUCTBUAM MEXIYy MHUKpPOOpPraHM3MaMH B OHMOIUIEHKE, YTO B CBOK OYEpEIb
NpUBEICT K POCTY M pa3BUTHIO 0000BBIX pactenmii (Baigonussova et al., 2021). Tax,
Seneviratne u coaBt. (2011) cooOmman, 4TO HCIOJb30BaHHEe BB B coderanuu ¢
MEHBIIUM KOJIMYECTBOM XMMUYECKHX YAOOPEHUH MPUBEIO K YBEIIUYEHUIO COJIEPKAHUS
OpraHuyecKkoro yriepoja B nouse Ha 20% U CHWXKEHHIO TPAHCHHMpALMU JIUCTHEB Ha
40%, TeM caMbIM MOJJEPKUBASI POCT PACTECHUIA.

[Ipumenune OUOYyNOOpEeHHMI C  YIYYIIEHHBIMA  HWHOKYJISATaMH  pU300Ui
HE00XO0MMO, MOCKOJIbKY OOJBIIMHCTBO BaKHBIX C TOUKH 3PEHUS CEIBCKOTO XO3siCTBa
3epHOOOOOBBIX BHUIOB PACTEHUN YACTO IUIOXO PA3BUBAIOTCA 3a MpENesiaMU CBOETO
IPOUCXOXKIECHNUS, BEPOSITHO, M3-3a OTCYTCTBUS COOTBETCTBYIOIIUX pu3oouii (Bottomley
and Myrold, 2007). Takum o6pa3om, 3(p(eKTHBHBIE MHUKPOOPTaHU3MBbI, TaKHE Kak
PGPR, naBHO uCHONB3YIOTCS B TIOJEBHIX YCIOBUSX BO BCEM MHpPE B KauecTBE
onoymoopenuii (Bloemberg and Lugtenberg, 2001). bruto mokaszaHo, 4YTO B
OOJBIIMHCTBE TOJIEBBIX 3KCIEPUMEHTOB HE YJAJIOCh YIYUYIIUTh a30T(UKCAIUIO Jaxe
npu ucnonb3oBanu PGPR mtamMMmoB pu30o0wmii, BEpOSTHO, W3-3a IUIOXOH W/HMiH
HEJOCTAaTOYHOW HUX BBDKMBAEMOCTH M HECHOCOOHOCTHM KOHKYPHPOBAaTh C XOPOILIO
aJanTUPOBAHHBIMM MECTHBIMM IITAMMAaMH MHUKpPOOpPraHu3MoB. CregoBaTellbHO, B
TPaJUIMOHHON TEXHOJOTHMH HWHOKYJSLUU MHUKPOOHBIX MOHOKYJBTYP CEpbE3HOM
npo6sieMoil, KOTOPYIO €Ile€ NPEJACTOUT pPEIIUTh, SBIAETCA IUI0Xas BBDKUBAEMOCTD
MHTPOIYLIMPOBAHHBIX MUKPOOPTraHW3MOB B MIOUBE M3-3a Pa3IM4HbIX (PAaKTOPOB CTpecca
OKpyXxaromeid cpenpl. Takum oOpa3oM, HEOOXOIUMO HAaWTH KOHKYPEHTOCIIOCOOHBIE

MHOKYJISITBI, KOTOPbIE CMOTYT KOHKYpUPOBaTh C MeHee 3(P(HEKTUBHBIMU MOIMYJISIUSIMU.
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B mnomeiTke pemuTh 3Ty mpoOjeMy B XOJE€ AKCIEpPUMEHTa ObLIO MOKAa3aHO, YTO
OMOIUICHKH, aCCOLMUPOBAHHBIE C PACTEHHUSIMH, OOJaJal0T BBICOKOW CHOCOOHOCTHIO
3alMIIAaTh ce0sl OT BHEIIHETO CTpecca U MUKPOOHOW KOHKYPEHILMU, XapaKTEPHOU s
pu3ocdepbl, a TaKKe OKa3blBaTh IMOJIOKUTEIHHOE BIMSHHE Ha POCT U Pa3BUTHE
pactenuit (Ramey u np., 2004). bonee Toro, ObLJI0 YETKO MOKA3aHO, YTO UCIIOIH30BAHUE
FBB/FRB B kauyecTBe OMOIUICHOYHBIX HMHKYJISTOPOB Oosiee 3(PPEKTUBHO C TOYKHU
3peHus uX Ouoyiormaeckoi I3(HPEeKTUBHOCTH, YeM MOHO WJIUM CMEIIAHHBIE MUKPOOHBIE
KyneTypbl (Seneviratne et al., 2008a). Hanpumep, Bb, npumeHeHHbIC B TOJCBBIX
YCIOBUSIX HA PACTEHUS COHW, 3HAUMTENBHO YBEJIMYWIM Yypoxkaih ceMsH Ha 35% mo
CPaBHCHHIO CO CTaHIapTHBIM pHU300MaIbHBIM HHOKYyJsHTOM (Sirghalage and
Seneviratne, 2020). bosiee Toro, OHOIICHKHA TaKKe€ MOI'YT OBITh HCIIOJIB30BAaHBI IS
YCIICITHOTO BHECCHHUs IITAMMOB pH300uii B mouBy (Seneviratne et al., 2008b, 2009).
[TomuMo cTpecca OKpyKarolied cpepl, OJHUM U3 BaXKHBIX OTPAHUUYMBAIOIIUX
(GakTOpOB B CBSI3BIBAHUU a30Ta — MPOIECCa, KOTOPHI B KOHEYHOM HMTOre BIUSET Ha
poCT W pa3BuTHE OO0OOBBIX KYNIBTYp, siBisercs aedurut dochopa B mouse (Vance,
2001). I'pubsl apOyckynspHoit Mukopusbl (AM) co3aaroT OOMIMPHYIO CceTh TH,
KOTOpPBIE TIOMOTAIOT IMOJy4aTh MHHEpAJbHBIC THTATCIbHBIE BEIIECTBA, W B IEPBYIO
ouepenpb P (Lum and Hirsch, 2005). Cum6uo3 6akrepuii poaa Rhizobium u AM (RAM),
koTopbie popmupyroT FRB (Seneviratne et al., 2008a), urpaet BaxxHyo poJib B 6000BO-
puzoduaasHoM cumbuo3e (Lum and Hirsch, 2005; Chalk et al., 2006; Kaschuk et al.,
2009). DTO MEXpOoIOBOE B3aMMOJACHCTBUE YIYYIIAET JOCTYMHOCTh HUTATEIbHBIX
BEILECTB, rae rpudsl AM mnoctaBistor P, B To BpeMs kak pu3zooun obecrieunBaroT N.
DTOT COBMECTHBIN 3(PPEKT MPUBOIUT K YBEIMUECHHUIO CKOPOCTU (POTOCHMHTE3A, a TaKkKe
pPOCTY M Pa3BUTHIO pacTeHUU. bbuio oOHapyxkeHo, 4To accommanuu RAM ymydmiaror
MPOAYKTUBHOCTh U YPOXKAUHOCTH OOOOBBIX MO CPAaBHEHUIO C HECUMOUOTUYECKUMU
pactenusimu (Kaschuk et al., 2009). Ananoruunsie 3pQPeKTbl MOTYT OBITH MOTYYEHBI U
npu uHOKYyJsim FBB/FRB, kak 3T0 Habsromanock B mouBeHHOM cpene (Seneviratne
and Jayasinghearachchi, 2005). Kpome Ttoro, 6uorieHku u3 bb u cuMmOuornyeckoit
CHUCTEMbl  pU300MH-0000BBIE  B3aUMOJAEWUCTBYIOT Jpyr C JApPYyroMm, OKa3blBas

OJlaronpusATHOE JEMCTBME KaK Ha CHUMOMOHTOB, TaKk W Ha OKPYXKalOUIyI0 Cpemy.
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CnenmoBarenbHO, MPOW3BOACTBO WM MpuMeHeHHe 3¢ ¢dekTuBHbIX bb In Vitro moxer
CIIy’)KUThb aJIbTEPHATUBOM XHUMHUYECKUM YIOOPEHHUSIM M CHOCOOCTBOBAaTH POCTY U

Pa3BUTHIO O00OBBIX KYJIBTYP IKOJIOTUYECKU OE30MaCHBIM U YCTONYHUBBIM 00pa3oM.
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I'naBa 2. OBBEKTbBI U METO/1bI UCCJIEJOBAHUSA

2.1. O0BLeKTHI HCcCJIe10BAHNUSA

I'ensr:

e pssA, pssB, prsD, prskE u rosR — perymupytot 6nocuntes DI1C y 6akrepwii
pozaa Rhizobium;

e ofp, xomupyer 3eneHbIi (ayopectieHTHbIN Oe1ok GFP;

e rapAl, kogupyeT BHEKJICTOYHBIM KaJIbIIUH-CBI3bIBAIOITUN OEIIOK, KOTOPBIM
CIOCOOCTBYET ayToarperaiuu pu3o0uii uepes3 moaoca KIETOK, y4acTBYeT B
npoleccax WHOUIMPOBAHUS U MPUKPEIUICHUST PU300AKTEPHUI K KOPHEBBIM
BOJIOCKaM.

BaktepuanbHbie ITAMMBI:

B ciyyae co3maHus KOJUIEKIIMM TEHETUYECKH OXapaKTepPH30BAHHBIX IITAMMOB
puszochepHbIX  OakTepuil, O00JaJAOIIUX  POCTOCTUMYJIUPYIOMIEH  AKTUBHOCTBIO
oObekTaMu ucciaenoBanus sBisuuch 114 mrammor R. leguminosarum u 3 mramma
R. galegae u3 xomnekiuu MmukpoopranusmoB WMBIT YOUI[ PAH. Illtamvbl ObLiu
u3onmupoBaHsl u3 KiyOeHbkoB 10 BuaoB amkopacTymmx O0OOBBIX pacTeHU,
MIPECTAaBICHHBIX B Ta0OIuUIIE 2.

Tabnuna 2. Cniucok pacTeHuil, U3 KI1yOeHbKOB KOTOPBIX OBLITH M30JIMPOBAHbI

pU300HaNIbHBIC ITAMMBbI

KonunuectBo
Pacrenne-xo3snn
IITAMMOB
["opoiek 3a6opHbIi / Vicia sepium 12
I"opomek stecHoi / Vicia sylvatica 12
Yuna stecHast / Lathyrus sylvestris 47
Yuna ropoxosuanas / Lathyrus pisiformis 15
Yuna nyrosas / Lathyrus pratensis 10
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Uwuna Jluteunosa / Lathyrus litvinovii 10
Knesep po3ossrii / Trifolium hybridum 2
daconp oosikHOBeHHas / Phaseolus vulgaris 2
Knesep nyrosoii / Trifolium pratense 4
Kosnsatauk Boctounbiii / Galega orientalis 3

JIns mpoBeICHUS ONBITOB 1O OLIGHKE POCTOCTUMYJIUpYIoiiero 3¢ dexra puzoouii
Ha paCcTEHUs, HAaMH KCIIONB30BAIMCH CACAyIonie mramMmbl: R. leguminosarum Pvub,
R. leguminosarum Pvu5+RapAl, R. leguminosarum VSy12 (2008), R. leguminosarum
LSy10 (D17), R.leguminosarum THyl, R. galegae 0702, R. leguminosarum TPr3
(2004), P. aureofaciens b51 «Enenay, P. aureofaciens Ib51 «Enena»+RapAl

HpI/I IMPOBCACHHUHU SKCIICPUMCHTOB IIO KIIOHHPOBAHHUIO HMCIIOJIB30BAJIM IITAMM E.
coli XL1 Blue.

B wuccnenoBaHusX, TOCBAIIEHHBIX  M3YYEHHI0  OMOIUIEHKOOOpa30BaHUs
pI/IBOC(bepHLIMI/I 6aKT€pI/I$IMI/I Ha OHOTHYECKHUX U aOMOTHYECKUX IMOBCPXHOCTAX,
HCIIOJIB30BaJIM CIICAYIOIINC IITaMMBI.

o Pseudomonas sp. EP4, Pseudomonas sp. 2137, Azotobacter vinelandii 11b
4 «Aszonen», Pseudomonas aureofaciens MB51 «Enena», Pseudomonas sp. 102,
Pseudomonas sp. 103;

° PuzoOuanpubie mTaMMbl gukoro tuma: R.  leguminosarum  Pvub,
R. leguminosarum VSyl12 (2008), R. leguminosarum THy2, R. leguminosarum TPr4
(2004), R. galegae 0702, R. leguminosarum VSy3

° PuzoOunansabIe IITAMMEBI, PEKOMOMHAHTHBIE o TeHy pssB,
TpaHc(hOPMHUPOBAHHBIC ¢ TTOMOIIBIO TuIa3Muabsl PJB658+pssB: R. leguminosarum Pvu5
pJB658+pssB, R. leguminosarum VSyl2 (2008) pJB658+pssB, R. leguminosarum
THy2 pJB658+pssB, R. leguminosarum TPr4 (2004) pJB658+pssB;

° PuzoOuanpHble mTaMMbI, PEKOMOWHAHTHBIE MO TeHy PSSA wim rosSR,
TpaHchOpMHUpPOBaHHBIC ¢ MOMOIIbI0 TasmMuasl PJB658GFP: R. leguminosarum PVu5
pJB658GFP PssA, R. leguminosarum PVu5 pJB658GFP RosR, R. leguminosarum
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THy2 pJB658GFP PssA, R. leguminosarum THy2 pJB658GFP  RoOsR,
R. leguminosarum TPr4 pJB658GFP PssA, R. leguminosarum TPr4 pJB658GFP RosR,
R. leguminosarum VSyl12 pJB658GFP PssA, R.leguminosarum VSyl2 pJB658GFP
RosR, R. leguminosarum VCr7 pJB658GFP PssA, R. leguminosarum VSy3
pJB658GFP RosR, R. galegae 0702 pJB658GFP PssA, R. galegae 0702 pJB658GFP
RosR.

Iaasmuawi: pPAL-TA, pAL-2T, pJN105, pJN105TurboGFP, pJB658.

Pacrenusi: canar naryk (Lactuca sativa L.), pena (Brassica rapa L.), ko31aTHHK
BoctouHblii (Galega orientalis Lam.), orypen o6sikHOBeHHBIH (Cucumis sativus L.),
KJeBep KpacHbld wiam styroBoi (Trifolium pratense L.), tomar (Solanum lycopersicum

L.) u panc (Brassica napusL.).

2.2. CocraB BOJIHBIX PACTBOPOB M NMUTATEJIBbHBIX CpEl

Hcnonbs3zyembie B paboTe NUTATENbHBIE CpPEAbl M BOAHBIE PACTBOPHI, COCTAB,
KOTOPBIX MPUBENCH B Tabiuile 3, CTEPHIM30BAIM aBTOKIaBupoBaHueMm mpu 120°C B
teueHue 30 MuH.

Ta6J'II/I]_Ia 3. CocraB BOJHBIX PACTBOPOB U ITUTATCIILHBIX CPCI

1x TAE 2 MM DJITA, 40 MM Tpuc-ocHoBanue, 20 MM yKCyCHOM

(pH 7 6) KHCJIOTHI.

1xTE 10 MM tpuc-HCI, 1 MM DJITA

(pH 8,0),

cpena LB 6akro-tpuntoH (1%), npoxckeBoii skcTpakT (0,5%), NaCl (1%)

arapu3oBaHHas 6akro-tpuntoH (1%), apoxckeBoit skcTpakT (0,5%), NaCl

cpera LB (1%), arap-arap (1,5%)

cpena TY 6akro-tpuntoH (1%), apoxckeBoit skctpakT (0,1%), CaCl,
(0,1%)

arapu3oBaHHas 6akto-TpunToH (1%), npoxokeBoit sxkctpakT (0,1%), CaCl,

cpema TY (0,1%), arap-arap (1.5%)

cpena YM marauTol (1%), aposxxesoit axctpakT (0,04%), NaCl (0,01%),
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MgSO, (0,01%), K,HPO,-3H,0 (0,05%), CaCl, (0,03%)

arapu3oBaHHas manauTol (1%), apoxxeBoit akctpakT (0,04%), NaCl (0,01%),

cpena YM MgSOQO;, (0,01%), K,HPO,4-3H,0 (0,05%), CaCl, (0,03%),
arap-arap (1,5%)

cpena (RDM) | caxapo3a (0,5%), RDM A (10%), RDM B (10%), buotun

Rhizobium Defined

Medium

(0,4%), tnamun (0,1%).
RDM A: KNO; (0,6%), CaCl,-2H,0 (0,1%), MgSO, 7H,0

(MHUHMMAaIbHAS (2,5%), FeClz. 6H,0 (0,1%).
cpena s | RDM B: K,;HPO, (1%), KH,PO4 (1%).
arpo6axkTepuii u | buotun = 0,25 mr./m.
pr300uii) Tuamun = 10 mr./mit.
arapu3oBaHHas caxapo3a (0,5%), RDM A (10%), RDM B (10%), 6uotux
cpena RDM (0,4%), Tnamun (0,1%), arap-arap (1.5%)
RDM A: KNO; (0,6%), CaCl,-2H,0 (0,1%), MgSO, 7H,0
(2,5%), FeCls. 6H,0 (0,1%).
RDM B: K,HPO, (1%), KH,PO,4 (1%).
buortnn = 0,25 mr./mi.
Tuamun = 10 mr./mit.
Tris-buffer (TBS) | 20 MM tpuc-ocuoanue, 150 mM NaCl
(pH 7,5)

Tris-buffer ¢ Tween
20 (TBST) (pH 7,5)

20 mM tpuc-ocuoBanue, 150 mM NaCl, 0,1% Tween 20

2.3. PeakTuBBI 1 MaTepPHAJIBI

Arapo3a s anektpodopesa JIHK (Bio-Rad, CIIIA; Serva, ®PT)

Amnunmumas (Fisher scientific, CIIA)
bakro-arap (Difco, CIIIA)
bakro-tpunrton (Difco, CIIIA)

bpomdenonossiii cunuii (Serva, ®PT)

I'munepun (Serva, ®PT)
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JlezokcunykneotTuarpudocdarsr:
nAT® (Pharmacia, [1IBemms)
nl{T® (Pharmacia, [1IBerms)
nl T® (Pharmacia, I1IBemus)
nTT® (Pharmacia, [IIBerus)
He3okcuxonat Hatpus (Serva uinu Merck, ooe OPI')
JHK-nuraza ¢ara T4 (MBIFermentas, JIutpa)
Honeuuncynsdat narpus (AJC-natpus) (Serva, ®PT)
HpoxoxeBoit axctpakT (Difco, CIIIA)
Kansiuit xnopucteiit (Merck, ®PI')
Kap6enunummus (Serva, ©PT)
Marnuii xnopuctsiii (Serva, OPI")
[Mommatunenriukons 6000 (Fluka, IIBetinapus niaun Merck, ®PT)
PecTtpukiioHHbIE HIOHYKII€a3bl:
Smal (NEB, Anrus)
Ndel (NEB, Anrmnus)
BamHI (NEB, Anrmus)
Hindlll (NEB, Aurmus)
Tpuc (ruapokcusTUIamMmuHomeTan) "tpusma" wium "Sigma 7-9" (Sigma, CIIIA)
OJTA (sTUNEHIUaMUHTETPAYKCYCHOM KUCJIOTHI AUHATpHUEBast cotib) (Serva,DPT")
Otunuym 6pomus (Fluka, [IBeitapus)

m-toayuiaoBas kuciota (Sigma Aldrich, CILIA).

2.4. OUroHyKJIeOTHIHbIE MpaiiMepbl

B pabote mpumeHscs psii OJUTOHYKICOTHIHBIX TPAMEPOB B 3aBUCUMOCTH OT
[eJM MPOBOJMMOro JKcmepuMeHTa. B Tabmuie 4 mpuBeIeHbl OJUTOHYKJICOTHIHBIC
mpaiiMepbl, KOTOpbIe ObUIM WCIIOB30BaHbI MPU CKPUHWHTE T€HOB, OTBETCTBEHHBIX 3a
OMOCHMHTE3  DK30MOJMCAXapUAOB;, TIPH  CO3JaHUH  BEKTOPHBIX  KOHCTPYKITUI

(bnankupyromue CTPYKTYpHYIO YacThb T'€HOB M COJEp)Kallue HEoOXOAUMBbIE CailT



PECTPUKLMH); TPU CEKBEHHUPOBAHWU HYKJIEOTHIHOM NOCIEIOBATEIbHOCTH BEKTOpA

68

MEKy IPOMOTOPOM U UCKOMBIM I'€HOM.

Tabnuua 4. ONMUroHyKIJI€OTHAHBIC ITpaitMephl

npanmep MOCIIEI0BATEIBLHOCTD, 5’ — 3’

pssAF AACAGAGTACGATCCTTGAGCAT

pssAR GACGTAGTAGAGATCGCTGGC

pssBF ACAGGAATTCACCGTCAACATC

pssBR TCCCGTCTTGCCGTAGGT

prsDF TACTTGCGTTGATGCTTTACAC

prsDR CGACAGTGACTTGCTTGGTAG

prsEF GCATGCCGGGATAGAGTTTTA

prsER GCTCTACAAGAAGGGGCTCGT

rosRF TATGACGGATATAGCAGGCAATG

rosRR GTCGATGCTTTCGAAAATGCTCAG

pssBF_Ndel AAG GCA TAT GCT GAG GAC ATT CGA AAA GGC
pssBR_Ndel | ATT CCG GAT CCT TAT CAC GCC AGT TCG
RosRF_Ndel | AAA GCA TAT GAC GGA TAT CGC GACCGGC
RosRR_Ndel |TTT GGATCC TCATCA GCC TCT GCC GC

prPSSA F TAC GAC ATATGA GCA TCA CGG AAT TAAACA AC
prPSSA R AGC CATATGTCT TTC TCA CAA AGC TCA GAA
OrPSSB._F ééé AGG CAT ATG CTG AGG ACATTT GAA AAG GCG
prPSSB_R TTC AGC CAT ATG CGC AGG TGA TCA CGC CG
prROSR_F GAA AGC ATATGACGG ATATAG CGA CC
prROSR_R TGT CGC ATATGC TTT CGA AAA AGC TCAGC
FpJB658 ACAGGAGTGCAAAAAATGGCTATCT

M13 Forward | GTTGTAAAACGACGGCCAGTG

M13 Reverse | AGCGGATAACAATTTCACACAGGA
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2.5. MeToabl UccJIeI0BAHUA

2.5.1. Boioenenue JIHK

C uensto Beiaenenus OakrepuanbHoil JIHK KynbTypsl pu300uu BhIpalivBaid B
100 mu1. mutarensHO# cpenbl 1Y B Koibax Dpienmeiiepa oobemom 250 M. ipu 28°C u
MOCTOSIHHOM TE€PEMEUIMBAHUM /I O0OECIeYeHHs] JOCTaTOYHOM a’paluu B TeueHue 2
CYTOK.

[Tpu BeIenenun OakrepuanbHo JIHK puzoOuii mng panbpHeHnero npoBeacHus
[MP wucnons3oBaiu  unoHOOOMeHHYI0 cMony Chelex100, mHPUTOTOBIECHHYIO C
UCIIOJIb30BaHueM clieayromux peareHToB: Triton X-100 (1%), Tween-20 (1%), Chelex
100, TRIS-HCI (pH 9,1, 100 mM), kpesonoBeiii kpacHblii u ddH2O. Jlms atoro
pactBopstia 0,5 1. Chelex 100, 5 mu. TRIS-HCI u 0,5 ma. Triton X-100 B 50 mi. B
ddH20O (baiimueB u ap., 2011). JloOaBisiii HEOOJBIIOE KOJIHUYSCTBO KpPACHUTEIIS
(Kpe30JIOBBIN  KpACHBIM) M IEPEMEIIMBAIN IO MOJHOIO pacTBopeHHus. Bo Bpems
WCIIOJIb30BAHUS TTOCTOSIHHO TepeMenInBaii ToToBeii peaktuB. Jia Boiaenenus JJTHK
OakTepuil cTepwIbHOW OaKTepUadbHON TeTiell Opanu HeOOoNbIIOEe KOJUYECTBO
Oaktepuii u momemanu Ha creHky smnexaopda (Eppendorf, I'epmanus) oobemom 1,5
mi1. [lanee, B KaxkIyro IpoOHMpKy ¢ OakTepusmu 100aBisuiy o 200 Mki1. cmoitel Chelex.
CopnepxuMoe TPOOUMPOK TIIATENILHO PECYCICHIUPOBAIM Ha IIEHTPHU(PYTe-BOPTEKC
«Muxkpocnuny» (BioSan Itd, JTateus), a 3atem nomernand B TepMocTar Ha 10 MUHYT mipH
temriepatype 95°C. [Tocie 3Toro MoBTOPHO MEPEMENIUBAIIA COJECPKUMOE TIPOOUPOK Ha
npubope MukpocnuH u neHnTpudyrupoBanu npoobupku Ha npudope Eppendorf 5804R
(I'epmanusi), Ha MakcHMMalbHBIX 000poTax B TeueHue S5 MuHyT. Hamocamounas
KUJKOCTh cojiepxkana Heoboxomumyro JIHK. B nanpheitmmem mnoaydennyro JIHK
WCIIOJI30BAIM B KAYECTBE MATPHIIBI ISl aMIUIU(PHUKAIIMUA HUCCIEAyeMbIX TeHOB (PSSA,
pssB, rosR, prsD wu prsE, perymupyrommux Ouocuntes DIIC y R.leguminosarum)
metojom IILIP.

Jist  BBImENEHUST  BBICOKOMOJIEKYIsipHOW — puszoOmampHOu  JIHK — Ttaxoke

UCIONIb30BaIM U MeTo I'paxama (Graham, 1978) ¢ HeKOTOpbIMU MOAUPUKALIUSAMHU.
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2.5.2. CpagrHumenvHblil AHAU3 HYKITEOMUOHBIX HOC/1€006AMENbHOCH el U NO0OOD

cneyu@uUHBIX NPAIMEPO8 K UCC1e0YeMbIM 2EHAM

CpaBHUTENBHBIN aHAIW3 HYKJICOTUAHBIX MOCIEAOBATEILHOCTEN ObLI MPOBEJEH B
MexyHapoaHOTo 0a3e¢ JaHHBIX HYKICOTHJIHBIX TocieaoBarenbHocTeli GenBank
(pecypc 6a3pl ganubix NCBI), ¢ momompio pecypca Blast 6a3pr pannbix NCBI
(mporpamma Blastn), a Takke ¢ TOMOINBIO MaKeTa KOMIIBIOTEPHBIX IMPOTPAMM
«Lasergene» pupmsl (DNASTAR, Inc., CILIA).

Tak, nmouck 3amanHoil nociuenoBarenbHocT JIHK mpousBonuiam B 6a3e JaHHBIX
GenBank, na ocroBe 6a3pr manubix NCBI. Jlns aToro B okomke Search oTKpbIBain
BkiaaKy Nucleotide m BBoAWIM B TMoJie Ha3BaHWE HCKOMOIO MHUKPOOpPraHuU3Ma H
HeoOxoauMoro reHa. [lorydeHHy0 HYKJICOTHIHYIO TIOCIIE0BATEIHBOCTh KOTIMPOBAIHN B
oydep oomena mporpammnel EditSeq nakera Lasergene (DNASTAR, Inc., CIIIA) nns
JaJbHEUIIeH pabOThI.

[TogbGop crenuduuHbIX TpaiiMepoB TPOU3BOAWIM B mporpamme PrimerSelect
naketa Lasergene (DNASTAR, Inc., CIIA). B noamento Primer Characteristics
YCTaHOBJIMBAJIM JKEJAEMYI0 TEMIIepaTypy IUIaBICHUS MpaiiMepoB, a TaK ke JJIUHY U
pa3Mepsl WnuieKk U auMepoB. B moamento Primer Locations ycTaHOBIHMBaNIM pasMep
amruimkoHa. /[ aBTOMartuueckoro  mojadbopa  mpaiMepoB MO yKa3aHHBIM

XapaKTEepPUCTHKAM Tiepexoamiu B MeHio Locate u Beioupanu Primers&Probes.

2.5.3. llonumepasnan uennan peaxyus (INI[P) u real-time ITI[P

Amvmmudukanuio  yyactkoB  JIHK  ocymecTBisuim ¢ HMCMOJIb30BaHUEM
cTaHJapTHBIX HaOopoB Ha aMiuiukarope «Tepuuk MC-2y», « ITHK-TexHomorus.

Ilepen HawasoM paboThl pacnojaraiiu B mTatuBe Oydep Taq-momumepassl,
dNTP, pacTtBOphl TmpaliMepoB Uil pPa3MOPO3KH, 3aT€M PECYCHEHIUPOBAIM Ha
nentpudyre-soprekc «Mukpocnuny» (BioSan Itd, JlatBus).

CocraB peakimoHHOW cmecu st | mpoOupku (oOmmii 00beM peakIMOHHOU
cmecn 20 —30wmkn)  cocraBmsur: 67 MM Ttpuc-HCI, 16,6 MM (NH4)2S04,
1,5MM MgCI2, 0,01% Tween-20, 0,1 mxr renomuoii JIHK, mo 10nM xkaxmoro
npaiimepa, 1o 200 MkM nAT®, allT®, aATTD, al' TO® u 1 e.a. Tag-nonmumepasnl. Bo
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n30eKaHUe HUCHApeHUsl >KUIKOCTH Ha TOBEPXHOCTh KaXIOM pEaKIMOHHON CcMecu
n00aBIIsM 1O 1 Karie MUHEpalIbHOIO Maca.

Bnauane npoBoaunace aenarypauus JHK npu 95°C B teuenue 1 muH., mocie
4yero ocymiectBisioch 30 HUKIOB aMIUTM(PHUKAIUHN, KaXAbIH W3 KOTOPBIX BKIIOYAT
craguio jaeHatypanuu JIHK (30 cex. mpu 95°C), craguio oTkura npaiMepoB MpH
COOTBETCTBYIOIICH U Ka)I0oi mapbl npaiMepoB Temmeparype orxura (1 muu 40
cek.), a takke cranuio doHranuu (1 mua 30 cek.) mpu Temmeparype 72°C, KoTopas
ontuMmasibHa it aktuBHOCTH Tad JHK nmomumepasbl. Ha 3axmtounTenbHON cTaauu
peaKIMOHHAs CMECh BBIJEpXKUBaiach mpu Temmneparype 72°C B TeueHue 2 MUH AT
3aBEpILEHUS MOCTPOCHUsI KOMIUIEMEHTAapHbIX 1enei gparmentoB JIHK u uckmrouenus
KOIIM{, COJEp>KAIIMX HE ITOJIHOCTBIO JOCTPOEHHBIE MOJIEKyJbl. [locne mpoBeneHus
3aBepIIAOIIEH cTaauu Npudop nepexoaui B pexxuM xpanenue mnpu 10°C.

B cayuae mnposenenus III[P B peasbHOM BpeMeHM Ui OIPEIACIICHUS
WHTEHCUBHOCTU TPAHCKPUIIIIUU reHa FOSR Bo BpeMs akTuBanmu npoMoTopa Pm u B TOT
MOMEHT, KOT/Ia OH BBIKJTIOUEH, peaIldio MpoBOAMIHM Ha TepMmorukiepe Rotor-GeneTM
6000 (Corbett Research, ABcTpanusi) B IPUCYTCTBUM WHTEPKATUPYIOIMIETO KPACUTEIs
SYBR Green |. BBuay T0Oro, 4To /Ui IpOBEACHHS PEaKIIMi HE0OX0UMO BhIOpaTh TeH,
KOTOpBIN chIrpaeT poib pedepeHcHoro rena (housekeeping), xkomupytromiero OemoK,
HEOOXOAUMBIN ISl TOMOJIOTHYHONW PEKOMOWHAIIMU, HaMU OBbLT MCIIOJIB30BaH I'eH recA.
[Ipyn HEOOXOIMMOCTH MHAYKIUMU MPOMOTOPA, KYJIbTUBUPOBAIN HCCIEIYyEMbIE ILITAMMBI

Ha MUTATENbHOU cpesie ¢ qobaBieHrneM 1| MM m-TOTyHUIOBOM KUCTOTHI.

2.5.4. Ananumuueckuit zenv-anekmpogopes ;IHK

Onextpodopernyecknii aHanu3 npoxaykToB I[P ocymectBmssmu B 1-2% (B
3aBUCUMOCTH OT JyuHbl (PparmentoB JIHK) ropuszontambHOM arapo3Hom reie. B
kauectBe Oy(depHoit cuctemsl cinyxun TAE-Oydep, nomyueHHsiit myrem Ao00aBieHUs K
20 mn 50x-Horo TAE Oydepa 980 mn quctuiimpoBaHHOW BOABL. [ IPUTOTOBICHUS
reins k arapo3e go6asisiu 2 mi S0x-Horo TAE OGydepa, mepeMentuBainy u paciuiaBIIsiIn
CMECh B MUKPOBOJIHOBOM ME€YM B TE€UCHUE 2-3 MUHYT. Arapo3y pa3iuBaIM Ha POBHYIO

MOBEPXHOCTh B CHELMATIbHYIO Kamepy, cOOoaast TONIUHY renst 2-5 MMm. 3aTem Juis
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MOSIBJICHUSL «KOJIO/ILIEB» B TeJieé yCTaHABIUBAIM J[BE TJIACTUKOBBIE TPEOEHKH, TONIIMHA
KOTOPBIX cocTaBisiia 1,5 M., mmpuHa 3y04nKoB OT 3 10 8 MM.

[Ipu snexrpodopernueckoM ¢pakimonuporanuu ucnoiaszoanu JIHK mapkep
100-1000 m.H. ¢ monomHUTENbHBIM pparmerToMm 1500 m.H. (EBporen, Poccust). 3amyck
anekTpodopeza MPOU3BOAWIM TpU TMOMOIIM ucTOYHMKAa nuTaHus (Mcrounnkamu
nuTaHus ciyxuwid npudopsl mogenu 250/2.5 ¢upmer Bio-Rad (CILLIA) wniu monenu
«Anbd — 4» pupmer [JTHK-Ttexnonorus, Poccus) mpu crnemyromux mnapamerpax: cuja
toka 400 MA, wmomsocte 80Bt, Hanpsoxkenne 100 B. Kontpons 3a
AIIEKTPOPOPETHUECKUM PA3JCIICHUEM OCYIIECTBISUICS BH3yalbHO 110 JBIKEHHUIO
nojiochl Kpacutens. nekrpodope3 npooaunun 30 MUHYT, 3aT€M Trelb BbIHUMAIU W3
dbopMbl U TOMEIIAIM B KIOBETY JIJIsi OKpaliuBaHus. B KIOBETy ¢ rejemM HajauBajiu
ciaOblii pacTBOpP OPOMHUCTOTO ATUAUS M OKpalllMBaiu B TeueHue 5-7 muH.[lanee renb
nmpoMblBaIM U nomewanu B Y@-tpancwunromuHatop.  Ilom Y®  cBerom
TPAHCUJTIOMHUHATOpPA TPOBOJMIIN aHAJIU3, MOJYYCHHBIX pPE3yJbTaToOB (IJMHA BOJIHBI
302 uM.). JIoKyMEHTHPOBaHKE PE3YIbTATOB MPOBOAMIN C UCIOJIH30BAHUEM IH(PPOBOI

doromokymenTanoHHoi cuctembl pupmbl UVP (CIIA) u mporpammsr «LabWorksy.

2.5.5. Onpeodenenue pocmocmumynupyiouwiezo 3gpghexma puzocghepuvix d6axkmepuii

Jlyist onpenenenus pocTOCTUMYIUpPYoNIero 3¢ dekra pu3ochepHbIX IMTAMMOB Ha
CEMEHa HCCIEAYEMbIX PAaCTHHUM, B KaXJAOM OIbITe HCHoiab30Baaud 100 mT. pacTeHUM.
bakrepun KynbTHBHpOBaIM Ha cpeae YM B TedeHHE CYTOK JO KOHUEHTpALUH 108
KOE/mn. Jlanee ux pas6asmsum mo xonuentpaumu 10 KOE/mi. u 10° KOE/mm.
crepuiibHOM Bogoi. CeMeHa crepunuszoBainy B TeueHne 1 mun B 70% crinpre u 3atem 20
MUHYT B 5% pacTBOope TUIOXJIOpUTA HATpUsl C JOOABJIEHUEM HECKOJIbKHUX Kareilb
Tween-20. 3arem ceMeHa Ha HECKOJIbKO CEKYyHJ TIOTPYXadd B CYCIEH3HIO
pu3o0akTepuii, a ceMeHa KOHTPOJIbHBIX PACTEHHUH B CTEepWibHYIO Boay. Ilocne storo
CEMEHa pa3MeIlaii Ha CTepUJIbHBIX damkax [letpu u 3amarbiBanu mapaduiIbMOM.
Yamku [letpu BeiaepkuBanu B repmoctate npu 30°C B TeueHUe HEAEH.

B ciyuae onenku pocTuMynupyromero 3¢ ekra Ha BCX0XKECTb CEMSH PACTEHU,

MIPOIICHT BCXOXKECTH CEMSIH PaCCUUTHIBAIH 1O (HOpMyJIe:
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A
C= 8 X 100%,

rae C — IpOLEHT BCXOXKECTH CeMsiH, 4 — KOJIMYECTBO MPOPOCUIUX CEeMsH, B —
KOJIMYECTBO MOCESHHBIX CEMSIH.

[Ipu mpoBeAeHUH HKCIEPUMEHTOB IO H3MEPEHHIO POCTOCTUMYIUPYIOIIETO
abdexTa uccreayeMblx MTAMMOB HAa KOPHEBYIO CHCTEMY M JUIMHY THUIIOKUTUJICH
IIPOPOCTKOB, BBICOTY CTEOJII PACTEHUH, JJIMHY U IIKPUHY CAMOT0 OOJBIIOrO JIMCTa Ha
nobere, OMNpeAeNsyid CpelHee 3HAUYeHHE COOTBECTBYIOIIETO POCTOBOTO IapaMerpa
OMNBITHBIX PACTEHUW M CPABHUBAJIM €ro CO CPEJHUM 3HAYCHHEM KOHTPOJIbHBIX

pacTeHUN:

P,-P,
G= X 100%,
P,

rae G — mokazarens poctocTuMynupytomero sgdexra, P; — cpeaHee 3HaueHHe
pPOCTOBOTO TMapaMeTpa ONBITHBIX MPOPOCTKOB, P, — cpenHee 3HAaYEHHE POCTOBOTO
napameTpa KOHTPOJIBHBIX TIPOPOCTKOB.

Boluucnenus: cpeHero 3Ha4eHusi, CTaHJapTHOTO OTKJIOHEHHUS U JIOBEPUTEIHHOTO

MHTEpBajia MpoBoaAWIM ¢ nomoleto nporpammel MS Office Excel 2010.

2.5.6. Oopabomka /THK wenounoii hocgpamaszoii u nonrunykieomuokunazoi gpaza

T4

Jns noBblieHusT 3(Q(PEKTUBHOCTH JIMTUPOBAHUS TUIA3MHUAHBIX BEKTOPOB CO
BCTaBKO (HO He amrumduimpoBanHbix ¢parmentoB J[HK, kak u3BecTHO, yxke He
uMeronux (GochaTHeIX rpynn Ha 5'-KOHIIAX, BCJIEACTBUE OCOOCHHOCTEH CTaHIapTHOIO
XUMHUUYECKOTO CUHTE3a OJIMTOHYKJICOTUIHBIX ITpaliMepoB) MpeaABAPUTEILHO Yaamsau S5'-
KOHIIEBOM OCTAaTOK (Poc(OpHOIl KUCIOTHI Ha KOHIAX PACIICTUICHHOTO PECTPUKTA30M
BEKTOpa, 00paboTkoil mienoyHoit ¢ocdarazoit. JlepochoprimrpoBanue mpoBOIUIN B
oydepe, conepxamiem 50 MM tpuc-HCI (pH 9,0), 10 MM MgCl,, 10 MM ciepmuanHa u
1 MM ZnCl, npu 37°C B Teuenne 30 MuH B npucyrctBun 0,1 e.a. depMmeHra.
[lenounyto pocdarazy yaansm ABykpaTHOH (HeHOIBbHONU 00paboTKOM. 3aTeM npemnapar

JIHK ocaxnganu stanonoMm u mneHTpudyrupoBanu B MukponeHtpudyre momenu 320a
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(ITHP) 5 mun mpu 12000 o6/muH. Ocamok, oTMBITEIN OT ciieqoB (erona 70%-HbIM
3TAHOJIOM, MOJCYIIMBAIU U PACTBOPSAIU B TpeOyeMoM oObeMe OUTUCTHIIIMPOBAHHON
BOJIbI.

[Ipu mpoBeneHUM CalT-HAIPaBIEHHOIO MyTareHe3a T'€HOB, BEKTOP-aMILTUKOH
yke He umeeT GochaTHBIX TPy Ha 5'-KOHIAX U JJI JIUTUPOBAHUS €r0 CO BCTaBKOM,
npeCTaBIIsIoNed coboil Takxke amrunduipoBannbiii pparment JIHK, Heob6xomumo
5'-koHIBI TocneaHed oOpabateiBath T4 monmHYKIeOTHAKMHA30M. Jlmsi mepeHoca
KoHIIeBON ¢ocdarHoi rpynmel AT® Ha 5'-KOHEN OJMIOHYKICOTHIHOIO IpaiMepa
UCTIONB30Bany KuHa3HbH Oydep (50 MM tpuc-HCI pH 7,6, 10 MM MgCl,, 50 MM
JUTAOTPENTOIIA, 1 MM CHOEPMUINHA), 0,05-0,1 MM ATO 151 2 e.a.
noJIMHYKJIeoTHAKUHA3HI (hara T4. MukyOanuio nmpoBoawin B Teuenune 30 MUH nipu 37°C.
Peakuuto octanaBimuBanu godasneHueM DJITA no koHeuHol konneHTparuu 20 MM u
dbepmeHT yaansaau QeHoJbHON 00paboTKOM. 3areM mpemnapar OCaKIalau ITaHOJIOM,
OTMBIBAJIK OT cieAoB (eHona 70%-HbIM 3TaHOJOM, MOACYIIMBAIUA W PAaCTBOPSUIM B

TpeOyeMoM o0beMe OMANCTUINIMPOBAHHOM BOJIBI.

2.5.7. Pacwennenue /[HK pecmpukyuonnvimu 3H0OHYK1€A3aMU

Pacwennenne JIHK mnpoBogunu B Oydepax, pekOMEHIOBaHHBIX (QuUpMamu-
NOCTaBUIMKaMH. Bpems pectpukuuu BapbrpoBaio ot 1 gac 1o 1 cyTok B 3aBUCMMOCTH
OT LEJIM 3KCIIEPUMEHTA, a TAKXKE OT KojuuecTtBa pacuiermsieMoro npemnapara JIHK u
€IMHUI] aKTUBHOCTH B3SITOTO B PEAKIUIO (pepMEHTA.

JJ1st Ka)K7I0r0 KOHKPETHOTO (pepMeHTa MpuMeHsIach HanOoJiee ONTUMAalTbHAS JIJIst
Hero temmneparypa nakybammu (30°C u 37°C). IIpu KOMOMHMPOBAHHOM pacIeIIEHUH
npenaparoB JIHK nBymss unu Oosiee pEeCTPUKIIMOHHBIMU DSHJIOHYKJI€a3aMHu JHOO
BbIOMpanu  OydepHble pacTBOpHI, HamOoJee ONTHUMAIbHO  COOTBETCTBYIOIIUE
OCOOEHHOCTSIM ~ JIEWCTBHSI BCEX HCIOJB3YeMbIX (EPMEHTOB, MO0 MPOBOIUIH
nocyeoBaTenbHy0 uHKyOauto pacmermiiemorn JIHK ¢ pasueimu  depmeHTamuy,

Ha4YMHas ¢ TpeOyromero 6ojaee HU3KYI0 HOHHYIO CUTTY.
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B okcnepuMeHTax MO MOJEKYJISIPHOMY KJIOHUPOBAHUIO PECTPUKIIMOHHBIC
SHIOHYKJIea3bl MHAKTUBUpOBaU noOaBieHueM DJTA no xoHeunoi koHueHTparmu 20

MM ¢ nocnenyromiei 00padboTkoi cMeckio GeHoa u xjtopodopma.

2.5.8. Ilpenapamuenwiii 2env-snexkmpogopes /IHK

[IpenapaTUBHBIN T'eNb-3JEKTPOPOPE3 UCIIONB30BAIHN JIJISl pa3ieNIeHUs Pa3IMUHbIX
dbopm mnazmunnor JIHK, pectpukrasubix ¢gparmentoB JHK mocie ux pacmierieHus
PECTPUKIIMOHHBIMHU 3HJIOHYKJI€a3aMU C LIEJIbI0 MX MOCIEAYIOMIEH SJII0OIUU U OYUCTKH.
OCHOBHBIMM ~ OTJIMYUSMH TIPENApaTUBHOTO 3JeKTpodope3a OT aHATUTHUYECKOTO
SBJISUTUCH TOJIIIMHA TeJIEBOM IJIACTUHBI U pa3Mep KOJIOJIEB JJisi HAHECEHUs Ipernapara
JIHK. B 3aBuCHMMOCTH OT KOJIMYECTBA Pa3JIEIISIEMOro Ipenapara TOJIIMHA Tels MOTJa
JIOCTUTaTh OT 3 MM 710 1 CM IIpHU LIMPUHE SYEHUKU WK Kostoama A0 12 cm.

ITo 3aBepiieHHIO pecTpUKIUM K TpenapataM pacuieruieHHo JIHK noGansnu
cnenuanbHblid Oydep s HaHeceHus, coaepxanuii 6-tu kpatasii TAE-Oydep (s
arapossbix reiei) wiu TBE-Oydep (mns mnonmakpunamunsbix reneit), 50%-Hbri
TJIMIEPUH U MapKepHbIE KpacuTenu KcuieHuuanosl FF u GpomdeHonoBwiil cunuii, u
(bpakMOHUPOBAIM UX C TIOMOIIBIO AMEKTpodopesa.

O®parmentsl JIHK snronpoBanm W3 arapo3HOro renist Mociie MpenapaTUBHOTO
anekTpodopesa ¢ momoipto Habopa st ounctku JJHK («utoxuny, Poccus).

[Ipy mpenmapaTUBHOM  pACIICIUICHUM TMOJHOTY PECTPUKLIUHM  MPOBEPSUIH
aQHAJTIUTUYECKUM DJIEKTPOGOPE30M COOTBETCTBYIOIIMX AJIMKBOT PEAKIIMOHHOM CMECH B

0,8% - 2,0%-HbIX arapo3HbBIX TeIIsX.

2.5.9. Boioenenue u ouucmia naazmuonou /IHK

[Tnasmugnyto JJHK Beimensnu meromom msrkoro ausuca (Clewel, Helinski,
1969) ¢ HekoTOpbIMU MOIU(DUKAIMAMHE, 3aKITIOYABIIMMHUCS B CHUILHOM YMEHBIIICHUU
KOHIICHTpAIIMHU caxapo3bl B cycrieHaupytoieM Oydepe u ocaxaennn miazmuanon JJHK
U3 OCBETJICHHOTO Jin3ata monmdtuieHrukosneM. Komonueit E. coli, necymeit kakyro-
6o tuazmuny, 3aceBanu 100 mi. cpeast Jlypusi-bepranu (LB), comepxkamieit 150
MKT./MJI. TEHTaMHIIMHA WU JAPYyrue HEoOXOAUMbIE aHTUOMOTHUKHU U BBIPALIUBAINA MPHU

37°C 6e3 BcTpsixuBanus B Teuenne Hour. Jnst mramma E. coli XL1-Blue, necyimero Ha
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smucoMe Tpancmo3oH 1N10, ompenenstonero yCTOMUYMBOCTh K TETPAIUKINHY KPOME
OpOYMX aHTHOMOTHKOB fAo0OaBmsiu 12,5 wMkr/ma  3toro aHTtuOunoTtuka. Yactb
MOJIy4YeHHOW HOYHOM KyJIbTYphl iepeHocuiiu, oobecrneun ee 100-kpatHoe pa30OaBiieHue,
B K0JIOY CO CBEXETPUTOTOBIEHHOU cpenoit LB, conepikaiieii TpeOyemble aHTHOMOTHUKH.
HapammBanue  npopomkalid A0 JOCTHXKEHUS ~ ONTUYECKOW  TUIOTHOCTH,
COOTBETCTBYOMLIEH KoHIeHTparmH 2-3x 108 kinetox/mit (06b14H0 14-16 qacos).

baktepuanbHbie KIeTKH ocaxaanu neHtpudyrupoanueM npu 3000 06./mMuH. B
teuenue 10 muH. Ha nentpudyre Eppendorf 5804R  (I'epmanms). Ocamok
cycieamupoBami B 8 M. 10%-noit caxapossl. Ilocie poGaBnenus 2 ML
CBEXKEIPUTOTOBIIEHHOTO pacTBopa ju3onuma (10 mr/ma B 250 MM tpuc-HCI, pH 7,8)
seigepkuBany 10 mun npu 0°C m mobasiasmn 2 v 0,5 M DJITA u mpomosnkaiu
WHKYOaIio emie B TEUEHHWE S5 MUH TpU MPEKHUX YCIOBHIX. JIM3WC TIPOBOIWIM C
MOMOIIIBI0 CMECH JIETePreHTOB Opupk  58-7e30KcuxoyiaT  HaTpus  (KOHEUHbIE
koHneHTparuu 1% u 0,4%, cooTBeTcTBEeHHO). OCTOPOKHO NEPEMEIINBAIA B TEUCHUE
5 MHH, TIOKa PacTBOP HE CTAHOBWICS BS3KUM M TIPO3padHbIM. [lomydeHHBIA JH3aT
OCBeTJIST B ynbTpatieHTpudyre Spinco L2-65B (Beckman-Coulter, CIIIA) B Gaker-
porope SW-41 B Teuenne 30 mun mpu 39000 06./muH. OCTOPOXHO CIIMBAIIA
CyNepHATaHT, HE JOMyCKas TNEpeTeKaHusi BMECTE C HUM HHOTIa 00pa3yrolerocs
BSI3KOTO TPUJIOHHOTO Clos, cojaepykamero xpomocoMmuyrw JIHK, u nobGapnsnu k Hemy
1/5 o6vema 5 M NaCl u Y% oobema 50%-ro mommatunenrmukons 6000. ITpu 0°C B
XOJIOMWJIbHUKE B TEUYEHHE HECKOJIbKMX YacoB (OPMHPOBAJICS OCAJIOK IJIa3MUIHON
JTHK, conepxanmii 3arpsizustoniee koanyectBo PHK, 6enka, nonucaxapos.

Cdhopmuposasmmiics ocafok cooupanun B uentpudyre Eppendorf 5804R mpu
3000 06/mun B Teuenune 10 mun. Ilocnme pactBopenus: ocaaka B 1 x TE mepen stamom
JIENPOTEeHMHMU3AIMN  TPOBOAMIM  YJAJEHWE  OCTATOYHOTO  TMOJUATHIICHTIIUKOJS
BCTPSIXMBAHHEM C XJIOpOpOpMOM M pacciauBanueM B neHtpudyre Eppendorf 5804R
npu 2500 06/MuH B TeueHue 5 MuH. JlempoTeMHU3AMIO TPOBOIUIN BCTPSIXUBAHUEM C
paBHBIM 00BeMOM cMecu xJjopodopma u 80%-0ro cBexeneperHaHHoro ¢eHosna
(pH 8,0), B3sThIX B cooTHomicHHMH 1:1 B Teuenme 10 mmH. 3areM MPOBOIUIN

nenrpudyrupopanue B neHrpudyre Eppendorf 5804R mpu 2500 06/MuH B TedeHue
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20 muH. Bepxuuii BogHO-coneBoit cioit, conepxkamuii JIHK, orOupamu n moasepranm
NOBTOPHOW JAETMPOTEUHU3ALMU. DTy MPOLENypy MOBTOPSIM A0 TeX MOp, TMOKa He
ucyesana uHTepdaza, cocTodllas U3 JCHATYPUPOBAHHOIO Oeika. 3areM cynepHaTaHT
BCTPSIXMBAJIM C pPaBHBIM 00beMOM xjopodopma U mocie UeHTpUyrupoBaHUs
ocaxxaamm J[IHK nBymst oo6bemamu stusoBoro criupra. Ocamoxk JIHK npomsiBamm 70%-
HBIM OTaHOJIOM Ui yJajeHus cienoB ¢eHona u xjgopodopMa U PpacTBOPSIIM B
cootBeTcTBYIONEM 00beme 1 x TE.

[Ipu ananuze pPEeKOMOMHAHTHBIX KJIOHOB JUIsl ONpENENICHUs pa3Mepa BCTaBKU
NPUMEHSUTA OBICTPBIA METOJ MIEIIOYHOTO JM3Uca OaKTepuanbHbIX Koonui (Birnboim,
Doly, 1979). [ns storo TehIOHOBBIMH MalOYKaMH (M3TOTOBICHHBIMH BPYYHYIO H3
aucTa Qroporuiacta TOMIUMHON 1,5 MM) mepeHocwi M OaKTepuaabHbIe KOJOHUU B
MUKpPOLEHTPU(YKHbIE TPOOUPKHU U THIATENBHO cycneHaupoBanu B 100 Mk pactBopa I,
coaepxamiero 50 MM tpuc-HCI (pH 7,8) u 20 MM DJITA. 3arem nob6asisiin 200 MK
pactBopa II, conepxamero 1%-uwiii pactBop SDS natpus m 0,2 M NaOH. Ilocne
OCTOPO’KHOTO TIepeMenIuBaHus uepe3 5 muH goOabmsu 150 mxa SM anerata xanus
(pH 5,0). TmiarenpHO mepeMeniaB, BBIACPKHBAIU IPH 0°C B teuenme 10 MuH H
nenTpudyrupoBasi npu 12000 o6/MuH B TeueHue 5 MuH B MuKpoueHTpudyre Mini-
Spin plus (Eppendorf, I'epmanus). OCcTOPOXKHO OTOMPAIA OCBETICHHYIO YKUIAKOCTh, HE
3aXBaThIBas OCAJO0K M JUMUIHBIN ciior, u ocaxnanu JJHK nByms oObemamu 3TaHoIa
npu -70°C. Tlocme pactBopeHHs CPOPMUPOBABIIETOCS M COOpPaHHOIO B
MukporeHTpudyre B muHumaibHoM oobeMe 1 x TE mpenapatet JIHK Obl1u TOTOBBI
WIM JJIsl UX HEMOCPEACTBEHHOTO aHAJIM3a arapo3HbIM Tellb-3JeKTPOPOpe30M WU IS

pacmiCIICHUS COOTBETCTBYIOIMMU PECTPUKIUOHHBIMU OHAOHYKJICA3aMHU.

2.5.10. IToozomoexa komnemenmuwix kiemok E. coli

Komnerentnsie kinetku E. coli rotoBuan kak npemioxerno Hanahan (1983). 1 mu
HOYHOM KyJBTYphI OmpeaeieHHoro mramma E. coli mramMma BHOCHIM B KOOy Ha
500 mi co 100 ma cpeast LB (mas mrramma E. coli XL1-Blue cogepikareit 12,5 mxr/mo
TETPALMKIMHA) ¥ HapaluBaad KIETKH 10 Dssg=0.3 mpu 37°C, mpu HMHTEHCUBHOM

a’pallui ~ Ha  OpOWTAILHOM  BCTpsIXUBaTelle.  3areM  coOupanu  KIETKH
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HEeHTPU(PYTUPOBAHUEM B CTEPHWIbHBIX HEHTPUYKHBIX CTaKaHax B
nentpudyre Eppendorf 5804R mpu 3000 06/mun, 10 MuH. Yiamsiia CynepHATaHT |
OCTOPOXKHO  CYCIICHIMPOBAIM KJIeTKH B 25 mu  xomomnoro (4°C)  Oydepa |
(10 MM CaCl,, 50 MM MnCl,, 100 mM KCI, 30 MM amnerat kamus, pH 5,8). I[ToBTopHO
npoBoaAwH IeHTpudyrupoBanue npu 2500 06/mMun, 10 MuH. Yaansnm cynepHaTaHT U
TaKKE MSITKO CYCIICHIMPOBAIM KJIETKH B 5w xonoxHoro (4°C) Oydepa ll
(75 MM CaCl,, 10 MM KCI, 15%-nb1#t rmumepun, 10 MM MOPS, pH 6,5). O6a Oydepa
CTEpUJIM30BAJIM aBTOKJIaBUpOBaHHEM. PacdacoBbiBaJid KJIETOYHYIO CYCIEH3HUIO TIO
200 MKT B TIPEABAPUTEIBHO  OXJIAXKIACHHBIE CTEPUIILHBIC  TOJUIIPOITMICHOBBIC

MHKPOIPOOHPKH U 3aMopakuBaiu mpu -70°C.

2.5.11. Tpaucghopmayusa komnemenmnuix kniemok E. coli nnazmuonon /IHK

Tpanchopmanuio KoMIeTeHTHBIX Kietok E. coli  pekomOunantHo#t JIHK
nposouian o Meroay Cohen (1972). K 200 Mxi1. pa3MopoKEHHOM Ha JIbAY CYCIICH3UU
KOMIIETEHTHBIX KJIETOK, IPUTOTOBJICHHBIX U XPAHAILINUXCSA, KAK OMUCAHO B MPEABIIYIIEM
paznene, no6aBnsimu 10 MK JurasHod cmecd U MHKyOupoBanu 20 MHUH. Ha JIBIY.
[ToxBepruyB KJIETKH TEIIOBOMY IIOKY mpu 42°C B TeueHue 2 MUH, HHKYOUPOBAIM MX
eme 1 yac npu 37°C, npensapurensHo pazbasus B 10 pas ceexeit cpenoii LB. TToce
MHKYOaIluu CYCIEH3UI0 KJIETOK KPAaTKOBPEMEHHO OCaXIald B MHUKPOIEHTpUdyre u
ocanok cycnenaupoBanu B 100 mxn cpeast LB. 3aTem 3Ty CyCleH3UI0 PaBHOMEPHO
pacrpenensiam CTEPUIbHBIM CTEKJISTHHBIM IINIATENIEM I10 MoBepxXHOCTH 1,5%-Horo arapa,
npuroToBieHHoro Ha LB cpene ¢ ceneKTUBHBIM aHTUOMOTUKOM U PA3JIUTOTO B YAIlIKU
[letpu. JKuakocTu pAaBajdud BO3MOXHOCTh BIIUTATbCS B arap WIH, €CIU ObLIO
HEO0OXOIMMO, TMOJCYUIMBAJIM €ro IMOBEPXHOCTh IMOTOKOM CTEPUIIBHOTO BO3AyXa B
JamMuHapHoM Ookce W yamiku [leTpu B mepeBepHYTOM BHJIe MOMEIIAIA B TEPMOCTAT

(37°C) na 24 yaca.

2.5.12. Aemomamuueckoe cexeéenuposanue /[HK ¢hepmenmamugnvim memooom

Onpenenenve HYKICOTHAHBIX  TochenoBaTenbHocTelr  (parmento  JIHK
npoBoauian Ha aBToMmatuueckom cekBeHarope ABI PRISM 310 ¢upmsr «Applied

Biosystems» (CIIIA), ucronb3yst Habopbl 1151 cekBenupoBanusi «Big Dye Terminator
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v.3.1». CexBeHHpYIONUE PEAKIIMK MPOBOIWIN MpU cieayromeM pexume: 96°C — 60
cek., 30 muknos, Bximouarommx 96°C — 35 cek., 48-49°C — 30 cek., 60°C — 2 mun. B
KOHIIE TMPOBOAWJIM JOMOJHUTENIbHYIO 3JioHranuioo npu 60°C B TedyeHue 3-4 MUHYT.
CoctaB peakunoHHoU cmecH BKItodan 4 Mkil. « Terminator Ready Reaction Mix», 10-15
HT. aMIu@uIpoBanHon uinm twiazmuaHon JJHK-matpuiel, 3,2 nkM npaiimepa. Cmech
710 KoHeuHOoro 00beMa 10 MK moBoAMIN AernoHn30BaHHOM BoaoM (MilliQ). Ouuctky ot
M30bITKa HEBKIIOUMBIIHUXCS MEYCHBIX JIUAC30KCUTCPMUHATOPOB TIPOBOAMIA  C

nomoiibio Habopa «Centri-Step» dupmsbl «Applied Biosystems» (CIIA).

2.5.13. Ilpuzomoenenue IneKmpoKoMnemeHmHbIX KJ1emoK pu3oouit

B TedeHne 2 cyTOK HapamuBalld XUAKYIO KYJIbTypy IITAMMOB B cpeae 1Y mpu
temmeparype 28°C mo xonmentpammu 10° kmerox Ha 1 mut. Ilocie 3TOro KyIabTypy
KJIETOK pa3MBaj B CTEPUIIbHBIC IIEHTPU(YKHBIE TPOOUpKH 10 50 MJT M OXJIaXaamu Ha
CHery. 3aTeM KJIeTKH ocaxknanu Ha nentpudyre Eppendorf 5804R, npu oxiakaeHuu ¢
nocienyromnieil npomeiBKON ocagka 10% crepunbHbiM  riHiiepuHOM. [IpombiBaHuE
ocymecTBsu 4 pasa, npu 3toM nodasisisa no 40, 30, 20, 10 mu. KUAKOH KyJIbTYPHI
COOTBETCTBEHHO. Bce omeparuu ¢ KjaeTkaMu MpOBOJIUIIM HA CHETY B JJaMUHAPHOM OOKce
JUTSI ICKJTFOYCHHST KOHTAMUHAITUN JIPYTUMU MUKpoopraHuzMamu. [locie 4-if mpomMbIBKH
KJIETKH CYCHEHAMPOBAIU B CTEPWIHBHOM U OXJaxJIeHHOM 1M copburone, ¢
nocJyenyromieil pachacoBKoil MO0 CTEPUIHHBIM MOJHUIIPONMIICHOBEIM Mpobupkam 1o 50

MKJI., PUKCUpPOBaIN U XpaHWIH B MOpO3uIbHOU Kamepe mpu — 70°C.

2.5.14. dnexmponopayun KomnemeHmHvIX K1emoK puzodaxmepuii

DJIEKTPONOpaAllUI0 KOMIIETEHTHBIX KJIETOK MPOBOJWIM Ha 3JEKTPOINopaTope
MicroPulser (Bio-Rad, CIIIA). ITlpu 5TOoM HCHOIB30BAIHA 3JICKTPOIOPAIMOHHBIE
KIOBETHI C paccrossHueM Mexay osiektpogamu 0.1 cm. Ilpu umcnonb3oBaHUM IS
TpaHcopMalu TUIa3MHJ, BBIJICIEHHBIX METOJAOM MSTKOT JIU3UCa TPOBOAWIM €€
JOTIOTHUTENBHYIO ~ OYHCTKY CMeChio  (peHonm-xyopoopM ¥ HECKOJNBKO  pa3
nepeocaxaanu JIHK ¢ mocnenyromeit ee npombiBKoN 70% 3THUIOBBIM CIHUPTOM IS
YMEHBIIICHUST KOHIICHTPAIIUU COJIEH, KOTOPBIE MOTYT BBI3BIBATh AJIEKTPUUECCKUI MPOOOH

B kioBere. Ilpum osnekTpomopauuu, Takke Kak W OpU  OPUTOTOBIECHUU
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AIIEKTPOKOMIIETEHTHBIX KJIETOK Bce omepauuu npoBoguin Ha apay npu 0°C. Ilocie
pa3Mopo3ku KJeTok B npodupku BHOocwm (.5-1 Mk pactBopa JIHK, nmepememmBamm u
NEPEHOCUIIN 3Ty CMECh B OXJIAXKJEHHBIE KIOBETHI, TOTOM BBIOMpAasik COOTBETCTBYIOIIUI
PEXKUM DIIEKTPONOPALIAH, TIPOITYCKAIM JIEKTPUUECKUI TOK yepe3 KroBeTy. [locne aroro
cMmech kieTok U JIHK cmbiBanu nuratensHOM cpepoi LB, 1 B cTepuibHOM aminieHaopde
nojipaniuBaiu B TeueHue 2-3 yacos. [locie nHKyOaluy CyCeH3HuI0 KIETOK OCaXIalu
HEIMPOI0JKUTEIbHBIM HEHTPU(YTUPOBAHUEM. ITocne 4yero 0CaJIoK,
pecyCclieHIUpOBaHHBIN B cpene LB paBHOMEpHO pacnpeaessuii  CTEpUIbHBIM
CTEKJITHHBIM IIIAaTeIeM Ha MOBEpXHOCTH 1,5% arapr3oBaHHOI Cpelbl C CENEKTHBHBIM
aHTUOMOTUKOM. Yallku ¢ TpaHCPOPMHUPOBAHHBIMU PHU300AKTEPUSIMU HapalluBaId B

TeueHue 2-x cytok npu 28°C.

2.5.15. Obpazoseanue puzocgheprnvimu 6axkmepuamu 6UONIEHOK HA UHEPMHBIX

noeepxnocmaix

Jlns monyyeHust OnorieHOK ucrnodis3oBaym cpeasl YM u RDM (Vincent, 1970) ¢
npUMEeHEeHHEeM 96-TyHOYHBIX IDIACTHKOBBIX IUTaHmeToB (mosuctepoi) (Corning Inc.,
CIIA). [ns 3TOro MCXOAHBIE U PEKOMOMHAHTHBIE IITaMMbI PU30CHEPHBIX OaKTepuit
BbIpaiuBaii 48 4acoB B kUAKON cpere Ha kauvanke npu 28°C u 140 06./MuH 1o
xontentparmu 10°-10° KOE/Mi1. 3ateM KynbTypy pasBOAMIM cBexeil cpexoii go 10°
KOE/mn u nepenocunu 1o 1 mut. B iyHkH 96-TyHOYHOTO IJIACTUKOBOTO TutaHIiieTa. Ha
JAHHOM JTare TakXke M00aBIsUTH aMIUIWLUINH, UHAYKTOP M-TOJYUJIOBYIO KHCIIOTY B
citydae TpachopMUPOBAHHBIX IITAMMOB, a TaKKe Xopu kaasius (Ca** 0 MM-4.5 MM)
B OKCIEPHMEHTaX T10 BiMsSHMIO Ca’' Ha TONIMHY OHOIUICHOK. ILTaHmieTsI
repmeruzupoBanu Parafilm (Amcor, CIIIA) u uakyOupoBamu npu temneparype 18°C-
38°C u 50 06./muH. B Teuenue 7 cytok. [locne KyJabTUBUpPOBAHUSA U3 JYHOK yHAJSITU
Cpely C TUTAaHKTOHHBIMH KJIETKAMH.

B ciiydae xynbTHBUpOBaHHS OMOIUICHOK Ha 96-TyHOUHBIX IUIAHIIETaX U3 JTYHOK
CHayYaJla yAaJIsId CpeAy C IUIAHKTOHHBIMU KiieTkamu. Okpacka pu3ochepHbIX OakTepuit
no merony I'pama. buonnenku npomsiBasiu 1M pocdartHoconeBsim 6ydpepom (PBS, pH

6,5). [lamee B TeueHwe 5 MHUH OKpammBaaud OCHOBHBIM kpacutenem (0.1% pactBop
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rednuan (QuoneroBoro (Arar-Men, Poccus)) U OCTOPOXXHO CIIMBAINA COJICPKHMOE
nyHku. JloGaBmsmu pactBop JIoronas W oOCTaBisiM Ha 2 MHUHYTBI, TOCTE YETO
NpPOMBIBANIM JYHKH 96%-HbIM pacTBOpPOM dTaHOJA. 3aTeM eIle pa3 MPOMbIBAIU
OMOIUIGHKH BOJOM ¥  J00aBIsUIM  JOMOJHUTEIBHBIA  KpacuTenb —  (YKCHH
(XumpeaktuBcHa0, Poccus). OkpammBaHue MPOU3BOAMIN B TEUCHUE 2-X MUHYT, ITOCIIE
YEro HECKOJIBKO pPa3 aKKypaTHO MPOMBIBAJIH JIYHKH BOJOW, CMbIBAasi KPACUTEb.

MuxkpockonupoBaHue MPOBOAMIN C MOMOIIBI0 MUKpockoma Axio Imager MI
(CarlZeiss, I'epmanust) ¢ dhayopecuieHTHBIM QuiibTpoM. [Ipy HEOOXOAMMOCTH IETEKIIUH
MedeHbx O0enkoM GFP pu3obwmii ncmons3zoBanu HaObop cBeTodmiabTpoB Nel( (mosmoca
Bo30yxkacHuss BP 450-490, wucnyckammss BP 515-565). A Takxke a3epHbId
CKaHUpYIOIMi KoH(oKabHbIH Mukpockonn LSMS510 Ha 6a3e HHBEPTUPOBAHHOTO
Mukpockona Axiovert 200M (Carl Zeiss, I'epmanus). g Bo30yxaeHus
aBTO(ITYOPECIICHIIMN HCTOIb30BAId aproHoBeIi nazep 30 MBT ¢ anuHol BosnHbI 488

HM, JUXPOUYHBIM 3epKajioM 490 HM U npomyckaroieM cBeTohuabTpom 505 HM.

2.5.16. Ouenka 3aeucumocmu 6uONIEHKO0OpaAzoeanus om nozapugma wucia

HCUBHIX K/IEMOK NPU pocme KYabmyp HA HeCMEHAEMOIL cpede

[Tocne KynbTHBUpPOBAHUS OAKTEPHd M3 JIYHOK YIAISUIA CPEAy C TIAHKTOHHBIMH
kiaeTkamu. buorienku npombiBain 1M docdarnoconeBeim 6ydhepom (PBS, pH 6,5),
okpammBaiii 5 muH 0.1% 006. pactBopom rennuan ¢uoneroBoro (Arat-Men, Poccust) u
OCTOPO’KHO TPOMBIBaJIM BOOW. CBsi3aBIIMICS ¢ OMOMAaccoil OWOIUIEHOK KpacHTENb
pPacTBOPSUTH B ATAHOJIC M U3MEPSUIH ONTHYECKYIO TUIOTHOCTH TIPH JUTUHE BOJHBI 590 HM.
(O'Toole, Kolter, 1998). OnTudueckyio IUIOTHOCTH 0Opa3IOB M3MEPSIIN C MOMOIIbLIO
npubopa EnspireModel 2300 MultilabelMicroplateReader (PerkinElmer, CIIIA).

CTponsii KpUBYIO POCTA U pa3MHOKEHUSI KJIETOK.

2.5.17. Iloozomoeka KopHeit momama K MUKPOCKORUPOBAHUIO

CemeHa pacTeHU B T€YEHUE OJHOW MUHYTHI ctepuinzoBanu B 70% chwupre, a
yepe3 20 muHyT B 5% pacTBOpE TUIOXJIOPUTA HATPUS U TMPOPAIIUBAINd B TEUEHUE
HEJeJM Ha BIAKHOM (uiIbTpoBalibHOM Oymare B damkax Ilerpu, KoTopskle

repmerusupoBanu Parafilm (Amcor, CIIIA). Jlamee npoOpOCTKH BBIACPIKHUBAIN IPH
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nmokaunBaHuu (25 06./MuH.) B cycmemsum pm3oduit (10° KOE/Mi1) B 50 MM
docdarnoconeBom Oydepe (PBS, pH7.2). Jlna mnpuroroBieHus CyCHEH3HM
UCIIOJIb30BAJIM JIBYXCYTOUYHBIE KYJIbTYphl OaKTEpHid, BhIpAIlIEHHbIE B KUAKOMN cpene YM
U OTMBITBIE OT cpenapl PBS. Uepe3 3 4 mpopocTku npombiBasii cTepuibHbiM PBS u
noMemaii B MOpoOupku, conepxkamue 10 wm. >xkugkod cpeaslt MS. Pactenus
BBIPAIIUBAIA B CTEPUIIBHBIX YCIOBHIX 7 CyTOK mpu 25°C U €CTECTBEHHOM OCBELICHUHU.
3aTeM MPOPOCTKU OJTHOKPATHO OTMbIBAJIM CTepuiabHbIM PBS (5 MuH npu nokaunBaHuu
25 00./MMH.) W KOpHM Hapesam Ha ¢parMeHTsl jgiuuHOM 10-15 MM aus

MHKPOCKOIIMPOBAHUSA

2.5.18. Ouenka konuuecmea aoze3upoBaHHbIX HA KOPHAX PACHEHUI PU30OaKmepuil

JUIsi MTHOKYJISIIMK MCTIOJIb30BANIM OaKTEepUH, KOTOpble HapamuBanu mpu 28°C Ha
merikepe (150 06/MHUH) B Te€UEHHE ABYX CYTOK B JKHAKOH cpeae TY 10 KOHIIGHTpAIUH
10° KOE/mi. Cycrensuto 6axrepuii pas6asmsum g0 10° KOE/Mi, 1 HHOKY/IMpOBAIX B
HEW KOPHHM pAacCTEHUM B TE€UEHHE CYTOK M paccMaTpuBaiv moj mMukpockonom. [locie
ATOTO OT KaXJ0To pacTeHus Opaniu 1o 3 ¢pparmeHTa KOpHsS JIMHOM 1 cM, OTMBIBAIIU UX
TPYKIBl CTEPUIIBHOM BOJOW IO 5 MUH Ha MHUKPOIIEHKEpE M rOMOreHu3upoBaiu B 50
Mk, cpeasl LB. Tlomydennsiii o6bem pazbaBmsuim B 1000 paz m 50 mMxi. sToi
CYCIICH3UU PaCcCeBAJIM Ha arapu3oBaHHYIO 1Y Cpeay U BhIpAIIMBAINA B TEPMOCTATE MPHU
28°C B TeueHue ceMu CyTOK. KonmdecTBO aJre3nupoBaHHBIX OaKTEpUil OMpeaessuid 1Mo
YHCITy BBIPOCHINX KOJOHMM. BusyanbHoe HaOMIOACHINE MEUEHBIX OaKTepUid TPOBOIUIH

Ha ¢uryopectieHTHOM MuKpockorie Axio Imager M1 (Carl Zeiss, I'epmanust).

2.5.19. Cmamucmuueckuu anaiu3s

Ha rpadukax u B Tabnuiax mpencTaBlieHbl cpeHue apu(PMETHIECKUE 3HAUYCHUS
U3 N-yrcia moBTopHocTed (rae N>10) 1 ux cTaHAapTHBIE OTKIOHEHUS. J[71 CpaBHEHUS
HE3aBUCUMBIX BBIOOPOK, TMOAUYUHSIONINXCS 3aKOHY HOPMAJLHOTO pacmlpeeeHus,
UCITOJIB30BAIM  TIapaMeTpuyecknii  kputepuit CThroAcHTa, 3HadYeHUs {-Kputepus

Haxoauiu 17 95% ypoBHS 3HAUUMOCTH.
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JlanHbie B TaONHIaX W HA AMArpaMMax MPEACTABISIIOT CPEAHNUE apru(PMETHICCKIE
BEJTMYMHBI U CTAHJIAPTHBIC ONIMOKH, KOJMYECTBO MOBTOPEHHUM YKa3aHO ISl KaXKIOTO
CJIy4asi OTAEIBHO.

Pe3ynbpraThl 00paboTaHbl ¢ UCIOIB30BAHUEM CTAHJAPTHBIX MAKETOB MPOrPAMMBI

Microsoft Exel 2010.
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TJIABA 3. PE3YJIbTATBI UCCJEJTOBAHUMN U X OBCYXKJIEHUE

3.1. Unentudpuxanus renoB PSSA, pssB, prsD, prsE u rosR B renome

R. leguminosarum u R. galegae

B nannoii paboTe B KauecTBE TEHOB-PETYJATOPOB IMyTEW CHUHTE3Q
HK30M0JIUCAXapUI0B HAMU ObLIIM BBIOpAHBI CIEAYIOIINE TeHBI:

e pSSA — KJIIOYEBOM Te€H, KoJaupyeT TpaHcdepasy, Y4YacTBYIOIIYIO B
HayaibHOW cTtaauu OwocuHTe3a OIIC. Myrtanuu B 3TOM TIeHE MNPUBOIAT K
npekpaiiennto cuatesa I1IC;

e pSSB — orpuumarenbHbI pEryasTOp OMOCHMHTE3a 3K30IOJUCAXapHJIOB,
MyTallid B HEM BeAyT K MPOU3BOACTBY Oombinero kxonundectBa OIIC MyTaHTHBIMU
mraMmmMamu (10 CPaBHEHHIO CO IITaAMMaMH JTUKOTO THIIA), OJHAKO 00pa30BaHHBIC UMHU
KITyOCHBbKH Ha KOPHSIX 0000BBIX pacTeHUN HECTTOCOOHBI (PMKCUPOBATH a30T;

e r0SR — eme oaAWMH KIIOYEBOW TE€H, KOTOPBIA KOAUPYET PETyIsTOp
TpaHckpunuuu cuHte3a DIIC u BAMsSeT Ha HKCIPECCUI0 TEHOB PSS, B TOM uuciie PSSA u
pSSB, B OTBET Ha CUTHAJIBI OKPYXKAIOLIEH cpeibl;

e prsD, prsE — koAUpPyIOT KOMIIOHEHTBI CUCTEMBI CeKpeluu Oeinka Tuma I,
KOTOpasi SKCHOPTUPYET OENKH, CBA3aHHBIE C MOBEPXHOCTHBIM MPUKPEIJIEHUEM U
co3peBaHHeM OHMOIUICHKH OakTepuii poaa Rhizobium.

[IpeacTtaBieHHble  T€Hbl  XOPOIIO  W3YYEHBbI, YYAaCTBYIOT B  CHHTE3€
HK30M0JINCAXAPUAOB U TMPOIIECCaX CUTHAJIMHIA, a TakkKe (OPMUPOBAHUU KIIyOCHBKOB.
BBuny 3TOro, Mbl HCCIENOBaJM HMX B paMKax BO3JEHCTBUS Ha (opMHpOBaHUE
OHMOIJIEHOK pU300USIMH.

JIjis TOro 4TOOBI U3YUUTh KaK BIIMSIET 3KCIPECCUS UCCIIEyEMbIX T€HOB Ha CUHTE3
OIIC u BBDKMBAaEMOCTh pU300MH B LEJIOM, HaMu ObUl TpoBeneH CKpuHUHT 114
mramMoB R. leguminosarum 3 mrammoB R. galegae u3 KOJICKIIMH MHUKPOOPTaHH3MOB
UBI' VOUI[ PAH (mrammbl Obuld  HM30MMpPOBaHbl W3  KiIyOeHbkOB 10 BHIOB
JTUKOPACTYIINX O0OOBBIX PACTEHHI) Ha MPEAMET HAJNUUs Y HUX TEHOB PETYIUPYIOIIUX

OonocuHTe3 dK30moHucaxapuaoB (PSSA, pssB, rosk, prsD, prsE).
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3.1.1.Ilposeoenue cpagnumenvnozo ananuza nocaed06ameabHOCHmell 2eH0G,

yuacmeyrwuiux 6 ouocunmese I1C

ITouck mocnenoBarenbHOCTe TeHOB PSSA, pssB, rosR, prsD u prstE y
R. leguminosarum ObuT TpoBe/ieH B 0a3e JaHHBIX HYKJICOTHIHBIX MOCIEA0BATeILHOCTEH
GenBank (pecypce 0a3bl TAHHBIX NCBI). CpaBHUTENBHBIN aHau3
nocjeIoBaTeIbHOCTEH npencTaBieHHbIX B GenBank, ¢ momomrsio pecypca Blast 6a3br
narabix NCBI (mporpamma Blastn) moxreepmw, nureparypHble HaHHBIE O TOM, YTO
reHbl PSSA u rosR sBisiioTcs mM0BOJIBHO KoHcepBaTuBHBIMU (Janczarek et al., 2009;
2007). I'en rosR mpakTuyecku wIeHTHYEH reHaM FoS u roSAR arpoOakTepuii, a Takxke
rery mucR y S. meliloti. rensr prsD u prsE mmpoko npeacrasiens y R. leguminosarum
(Long et al.,, 2001). Hccneayemble TeHbl uacHTHUIMpoBaHbl y R. tropici, R.
esperanzae, R. etli, R. phaseoli, R. laguerreae, R. pusense, a Taxxe y mpeacTaBuTeICH
OMM3KOpOJICTBEHHOTO poja Agrobacterium, oiHako IaHHBIE O MPUCYTCTBUU TI'€HOB
pssA, pssB, prsD, prsE u rosR B renome R. galegae orcyrcrByror. OmHako B pabore
Fraysse m coapt. (2003) ObUTO MOKa3aHO, YTO B YCTAHOBJIICHUHM CHMOHMOTHYCCKHX
otHomeHnd Mexay R. galegae u 0000OBBIMH pPACTCHHSAMH, [UIs WHHUIMAIAH U
pacnpocTpaHeHUsT WH(EKIIMOHHBIX HUTEH, a TakkKe I pa3BUTHSI KITyOCHBKOB,

HE00XO0IMMO MTPUCYTCTBUE OBEPXHOCTHBIX TOJIMCaXxapuioB, B ToM uncie u JI1C.

3.1.2. Ckpunune 2enos PssA, pssB, prsD, prsE u rosR ¢ zenome R. leguminosarum u

R. galegae.

[Iposenenne  [MIIP-ammumdukanuu  GparMeHTOB  HUCCIAEAYEMBIX  T'€HOB,
PEryIUPYIOIIMX OMOCHHTE3 HK30MOJIMCAaXapu0B, MO3BOJIWIO OLEHUTh, KAaK YacTo
JIAaHHBIC TeHbI WICHTUPHUIMPYIOTCS Y npeacraBuTeneit R. leguminosarum u R. galegae.
Jlnst aMrinuKanuy UCTOB30BANIM OJIUTOHYKJICOTHIHBIE MpaiMephl, MOJ00paHHBIE K
KOQUpYIOIed 4acTd TreHoB. JlaHHBIE TMOJy4YeHHbIE TNpPU  CEKBEHHUPOBAHUU
aMIUTU(UITIPOBAHHBIX ~ TIOCIICOBATEIPHOCTE  TMOKa3aJid, YTO CEKBEHUPOBAHHAS
NOCNIE0BAaTEIbHOCT, TeHa  PSSA  Obula  TOMOJIOTMYHA  TMOCIEAO0BATEIbHOCTH
3apeructpupoBanHoi moa Homepom AAG45930.2 (Janczarek and Skorupska, 2007),
rena pssB AAB67614.2 (Janczarek and Skorupska, 2003), rema prsD AlZ50110.1
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(Janczarek and Rachwal, 2014), rena prsE AlZ50109.1 (Janczarek and Rachwal, 2014),
a B cimydaec reHa rosR AAB67614.2 (Janczarek, 2009) mociemoBaTeabHOCTSIM
npezcraBieHHbM B GenBank y R. leguminosarum bv. trifolii.
B pesynpraTe ckpuamara 114 mrammoB R. leguminosarum Ha Hamudwe y HHAX
reHa PSSA, TOJIOKHUTEIbHBIN pe3ynbTaT OblI oTMeueH y 38 mrammoB (Tabm. 5). ['en
pssA y R. galegae wnentudummpoBan He Obu1. JlnuHa aMIuMUIMPOBAHHON

HYKJICOTHTHOH ITOCIIeIOBATEILHOCTH (pparMeHTa rera coctarsuia 660 m.H. (puc. 7).

——
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Pucynok 7. Dnexrpodoperpamma mpoaykrto I[I[[P-anammza JJHK mrammos
R. leguminosarum na Haymm4me reHa PSSA B UX TEHOME.

1 — 114 mrrammer R. leguminosarum,

K- — orpuniatenbHbiii KOHTPOJIb

K+ — nonoxurtenbHbIil KOHTPOJIb

M — mapkep, II.H.
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Tabnuma 5. PezynpraTs! [ILP ananuza ¢ npaiimepamu ciennuuHbIMH K TeHY PSSA

Bbo6oBoe pactenue,

ropoxoBugHas 4

. leguminosarum LPi8 (D4),
. leguminosarum LPi9 (D4),

Bceero Unen
U3 KI1yOCHBKOB
uccnenye | Tudu
KOTOPOTO ObLIN [IITamMmmbI
MBIX PO
HN30JIMPOBAHBI
mITaMMOB BAaHO
mTaMMBbI
1 3 ["oporex R. leguminosarum VSe4, R. leguminosarum
3a00pHBIi 9 VSe8, R. leguminosarum VSell
R. leguminosarum VSy2, R. leguminosarum
VSy4, R. leguminosarum VSye6,
11 6 ["opomiek necHom 7 ] _
R. leguminosarum VSy7, R. leguminosarum
VSy9, R. leguminosarum VSy10
['opouek jiecHon _
1 1 R. leguminosarum VSy12 (2008)
2008
12 0 Yuna necHas 1
12 1 Uwuna necHas 2 R. leguminosarum LSy17 (D2)
R. leguminosarum LSy3 (D3),
10 2 Uuna ntecHas 3 ]
R. leguminosarum LSy12 (D3)
10 1 Uwuna necuHas 4 R. leguminosarum LSy7 (D4)
1 1 UYwuna necuas 19 R. leguminosarum LSy10 (D19)
1 1 Yuna necHas 18 R. leguminosarum LSy10 (D18)
1 1 Yuna necHas 17 R. leguminosarum LSy10 (D17)
R. leguminosarum LPil (D4),
R. leguminosarum LPi2 (D4),
R. leguminosarum LPi4 (D4),
UuHa ) .
12 8 R. leguminosarum LPi7 (D4),
R
R
R

. leguminosarum LPi10 (D4),




(0]
(o]

R. leguminosarum LPill (D4)
Yuna R. leguminosarum LPi19 (2008),
3 3 TOPOXOBH/IHAS R. leguminosarum LPi9 (2008),
2008 R. leguminosarum LPi3 (2008)
R. leguminosarum TRp4 (D5),
10 2 Yuna gyrosas 5. )
R. leguminosarum TRp5 (D5)
R. leguminosarum LAI 1 (D3),
10 3 Ywuna JIutBuuaosa 3 | R. leguminosarum LAI 3 (D3),
R. leguminosarum LAI 7 (D3)
R. leguminosarum THy1, R. leguminosarum
2 2 KiieBep po30Bblii
THy2
dacoib
2 1 R. leguminosarum Pvu5
OOBIKHOBEHHAS
R. leguminosarum TPr2, R. leguminosarum
4 2 Krnesep nyrosoii
TPr3
KoznaTauk
3 0
BOCTOYHBIN

I'en pssB Obut maeHtuduimpoBan y 34 mrammoB R. leguminosarum, a y
R. galegae we ObL1 HaimeH. IlomydeHHBIC pe3ysbTaThl MPEACTABICHBI B TaOHIE 6.
Pa3mep nmpoaykra cocraBisii 439 m.H.

Tabnuua 6. Pezynbrarst [P ananuza ¢ npaiimepamu cnierupuyHbIME K TeHY PSSB

bobGosoe

Bceero Unen pacTeHue, u3

uccnenye | Tudu KIIyO€HBKOB
[ITammBbr
MBIX PO | KOTOPOTO OBLITU
IITAMMOB | BaHO U30JIMPOBAHbI
IITAMMBI
["oporiex R. leguminosarum VSe4, R. leguminosarum

12 5
3a00pHBIN 9 VSe8, R. leguminosarum VSell,
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R. leguminosarum VSel2, R. leguminosarum
VSel8

["'opomiek necHom

R. leguminosarum VSy3, R. leguminosarum

3

H 7 VSy5, R. leguminosarum VSy7
1 Hopotter: JlecHod R. leguminosarum VSy12 (2008)
2008,
R. leguminosarum LSyl (D1),
R. leguminosarum LSy2 (D1),
12 Uwuna necHas 1 R. leguminosarum LSy8 (D1),
R. leguminosarum LSy9 (D1),
R. leguminosarum LSy10 (D1)
R. leguminosarum LSy14 (D2),
12 Ywuna necHas 2 R. leguminosarum LSy17 (D2),
R. leguminosarum LSy21 (D2)
10 Uwnna necHast 3 R. leguminosarum LSy11 (D3)
R. leguminosarum LSy8 (D4),
10 Uwuna necuHas 4 R. leguminosarum LSy9 (D4),
R. leguminosarum LSy13 (D4)
1 Ywuna necuas 19 | R. leguminosarum LSy10 (D19)
1 Yuna siecHast 18 | R. leguminosarum LSy10 (D18)
1 Yuna siecHast 17 | R. leguminosarum LSy10 (D17)
Yuna
12
ropoxoBujaHas 4
Uwnna R. leguminosarum LPi19 (2008),
3 TOPOXOBHTHAS R. leguminosarum LPi9 (2008),
2008 R. leguminosarum LPi3 (2008)
10 Uuna sryrosas 5.
YunHa JIuTBHHOBA
10
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R. leguminosarum THy1, R. leguminosarum
2 2 KieBep po3oBbiii
THy2
, , dacob R. leguminosarum Pvu5, R. leguminosarum
OOBIKHOBEHHAS Pvu6
R. leguminosarum TPr3, R. leguminosarum
4 2 Kinerep nyroBoit
TPr4
KoznsatHuk
3 0
BOCTOYHBIN

I'en prsD Obut Haitnen y 33 mrammoB R. leguminosarum, a y R. galegae Taxke
KaK U B IPEABLIYIINX CIIy4asx 0OHapyXeH He Obut (Tadi. 7). Pasmep npoaykra 813 1.H.

Tabmuua 7. Pesynbrarsl [ILP ananuza ¢ npalimepamu cnenuuyHbIME K TeHy PrsD

boboBoe
Bcero pacreHue, u3
WUnentn
uccIenye KITyOCHBKOB
bunmrpo [IITamMMmBI
MBIX KOTOPOTo ObLIN
BAaHO
mIITaMMOB HN30JIMPOBAHBbI
ITaMMbI
R. leguminosarum VSe2, R. leguminosarum
I'opomrex ]
12 4 VSe5, R. leguminosarum VSe7
3a00pHBII 9 )
R. leguminosarum VSe8
1 5 ["opormrex R. leguminosarum VSy4, R. leguminosarum
JecHOM 7 VSy10
['opomek _
1 1 R. leguminosarum VSy12 (2008)
necHou 2008
12 0 Yuna necHas 1
12 0 Yuna necHas 2
R. leguminosarum LSy1 (D3),
10 6 Yuna necuas 3 | R. leguminosarum LSy3 (D3),
R. leguminosarum LSy6 (D3),




el
=

R. leguminosarum LSy7 (D3),
R. leguminosarum LSy8 (D3),
R. leguminosarum LSy9 (D3)
R. leguminosarum LSy2 (D4),
R. leguminosarum LSy3 (D4),
10 4 Yuna necHas 4 ]
R. leguminosarum LSy8 (D4),
R. leguminosarum LSy14 (D4)
1 1 Yuna necnas 19 | R. leguminosarum LSy10 (D19)
1 1 Yuna necuas 18 | R. leguminosarum LSy10 (D18)
1 1 Ywuna necuas 17 | R. leguminosarum LSy10 (D17)
Yuna
12 0
ropoxoBujaHas 4
Yuna ) .
R. leguminosarum LPi9 (2008),
3 2 TOPOXOBHTHAS ) )
R. leguminosarum LPi3 (2008)
2008
R. leguminosarum TRp6 (D5),
10 2 Uuna sryrosas 5. ]
R. leguminosarum TRpl1l (D5)
10 , Uwnna R. leguminosarum LAI 2 (D3),
JlutBuHOBA 3 R. leguminosarum LAI 6 (D3)
Knesep ]
2 1 R. leguminosarum THy?2
PO30BBIN
5 5 dacoib R. leguminosarum Pvu5, R. leguminosarum
oObIKHOBEHHAsT | PVUG
R. leguminosarum TPrl1, R. leguminosarum
4 4 Knesep snyrosoii | TPr2, R. leguminosarum TPr3,
R. leguminosarum TPr4
Koznarauk
3 0 5
BOCTOYHBIN

[M[P-anamm3 JHK mrammoB R. leguminosarum Ha Haau4me B UX T€HOME IeHa

PrsE mokasai, 4To MOJIOKUTENBHBIN pe3ysbrar otMedaercs B 49 u3 114 cinyqaes. B
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mramMMmax R. galegae meneBold reH oOHapyxeH He Obur (Tabm. 8). JlnuHa

aMIUIM(QUIUPOBAHHON  HYKJICOTHIHON

coctaBisiia 614 m.H.

MOCNIEI0OBATEIBHOCTH  (pparMeHTa  reHa

Tabnuma 8. PezynpraTs! [P ananuza ¢ mpaiimepamu cienuuuHbiME K TeHy PrSE

Une
Bcero
HTH | boboBoe pacrenue, u3
HUCCIIC
¢ul | KITyOEHBKOB KOTOPOTO
YEMBIX [IITammbl
Hpo ObLIN HN30JIMPOBAHBI
mTaMM
BaH mTaMMBbI
OB
0)
12 9 ["opomrek 3a6opubIit 9 | R. leguminosarum VSe3, R. leguminosarum
VSe5, R. leguminosarum VSe7,
R. leguminosarum VSe8, R. leguminosarum
VSe9, R. leguminosarum VSell,
R. leguminosarum VSel2,
R. leguminosarum VSel7,
R. leguminosarum VSel8
11 5 ["oporex siecHoit 7 R. leguminosarum VSy2, R. leguminosarum
VSy3, R. leguminosarum VSy?7,
R. leguminosarum VSy10,
R. leguminosarum VSyl11
1 1 ["oporiek JiecHoi R. leguminosarum VSy12 (2008)
2008,
12 0 Yuna necHas 1
12 1 Yuna necunas 2 R. leguminosarum LSy23 (D2)
10 2 Ywuna nmecHas 3 R. leguminosarum LSy1 (D3),
R. leguminosarum LSy11 (D3)
10 2 Yuna necnas 4 R. leguminosarum LSy3 (D4),
R. leguminosarum LSy14 (D4)




(o]
w

1 1 Yuna necuas 19 R. leguminosarum LSy10 (D19)
1 1 Uwuna necHas 18 R. leguminosarum LSy10 (D18)
1 1 Yuna necuas 17 R. leguminosarum LSy10 (D17)
12 10 | Yuna ropoxosuanas 4 | R. leguminosarum LPil (D4),
R. leguminosarum LPi2 (D4),
R. leguminosarum LPi3 (D4),
R. leguminosarum LPi4 (D4),
R. leguminosarum LPi5 (D4),
R. leguminosarum LPi6 (D4),
R. leguminosarum LPi7 (D4),
R. leguminosarum LPi8 (D4),
R. leguminosarum LPi9 (D4),
R. leguminosarum LPill (D4)
3 2 YuHa rOpoXOBHTHAS R. leguminosarum LPi9 (2008),
2008 R. leguminosarum LPi3 (2008)
10 4 Ywuna myrosas 5. R. leguminosarum TRp4 (D5),
R. leguminosarum TRp5 (D5),
R. leguminosarum TRp9 (D5),
R. leguminosarum TRp11 (D5)
10 3 Yuna JlurBuHOBa 3 R. leguminosarum LAI 5 (D3),
R. leguminosarum LAI 8 (D3),
R. leguminosarum LAl 12 (D3)
2 2 Knesep po3oBblit R. leguminosarum THy1, R. leguminosarum
THy2
2 1 daconb R. leguminosarum Pvu5
OOBIKHOBCHHAS
4 4 Knesep nmyrosoii R. leguminosarum TPrl, R. leguminosarum

TPr2, R. leguminosarum TPr3,

R.

leguminosarum TPr4
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3 0 Kozngarauk

BOCTOYHBINA

Ckpununr 114 mrammoB R. leguminosarum w3 KoJuieKIHH MHKPOOPTaHHW3MOB
UBI' YOUIl PAH na mpeamer Hajnuyusi B UX T'eHOME T'eHa FOSR, mokasani, 4To
UCCIIeyeMbIH TeH uueHTuguupyercs y 44 mrammoB. Y mrammoB R. galegae nanHbIi
reH He Obl1 HaineH (tabm. 9). JlnuHa ammudumupoBaHHOTO (QparMeHTa IeHa
coctaBisiia 296 m.H.

Ta6muma 9. Pesynwrate! [P ananu3za ¢ npaliMepamu cenuuaHbIME K TeHy FOSR

boGoBoe pactenue,
Bceero
Unentu 13 KI1yOCHBKOB
nccienye
bunupo | KOTOPOro ObLIU [IITammbI
MBIX
BaHO H30JIMPOBAaHbI
mIITaMMOB
M TaMMBbI
1 5 ["oporex R. leguminosarum VSe8,
3a00pHBIN 9 R. leguminosarum VSell
R. leguminosarum VSy1,
11 3 ["opomiek stecHoit 7 | R. leguminosarum VSy6,
R. leguminosarum VSy8
['opouek jiecHon ]
1 1 R. leguminosarum VSy12 (2008)
2008,
R. leguminosarum LSy10 (D1),
12 3 UYwuna necHas 1 R. leguminosarum LSy11 (D1),
R. leguminosarum LSy12 (D1)
R. leguminosarum LSy14 (D2),
R. leguminosarum LSy15 (D2),
R. leguminosarum LSy16 (D2),
12 9 Yuna necHas 2 )
R. leguminosarum LSy17 (D2),
R. leguminosarum LSy18 (D2),
R. leguminosarum LSy19 (D2),
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leguminosarum LSy21 (D2),
leguminosarum LSy22 (D2),
leguminosarum LSy24 (D2),

leguminosarum LSy3 (D3),

R.
R.
R.
R.
10 UYwuna necHas 3 R. leguminosarum LSy6 (D3),
R. leguminosarum LSy9 (D3)
R. leguminosarum LSy2 (D4),
R. leguminosarum LSy5 (D4),
R. leguminosarum LSy7 (D4),
10 Yuna necHas 4 )
R. leguminosarum LSy9 (D4),
R. leguminosarum LSy13 (D4),
R. leguminosarum LSy15 (D4),
1 Ywuna necHas 19 R. leguminosarum LSy10 (D19)
1 Uwnna necHas 18 R. leguminosarum LSy10 (D18)
1 Uwnna necuas 17 R. leguminosarum LSy10 (D17)
1 Yuna R. leguminosarum LPi6 (D4),
ropoxoBuHas 4 R. leguminosarum LPill (D4)
Uwnna R. leguminosarum LPi19 (2008),
3 TOPOXOBHTHAS R. leguminosarum LPi9 (2008),
2008 R. leguminosarum LPi3 (2008)
R. leguminosarum TRp4 (D5),
10 Uuna sryrosas 5. ]
R. leguminosarum TRp5 (D5)
R. leguminosarum LAI 2 (D3),
10 Yuna JIutBuHOBA 3 )
R. leguminosarum LAI 3 (D3)
R. leguminosarum THy1,
2 KiieBep po3oBbiii )
R. leguminosarum THy?2
dacoib )
2 R. leguminosarum Pvu5
OOBIKHOBEHHAS
4 Knesep nmyrosoii R. leguminosarum TPrl,
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R. leguminosarum TPr2,
R. leguminosarum TPr3,

R. leguminosarum TPr4

Koznarauk

BOCTOYHBINA

[IpoBeneHHBI CKPUHUHT HUCCIEAYEMbIX T€HOB Yy HECKOJIbKUX IIITaMMOB
R. galegae, mokasan 4ro, MmociieZloBaTeIbHOCTH COOTBETCTBYIOIIME reHaM PSSA, PsSsB,
rosR, prsD, prsE y nanHoro Bujga oTcyTCcTBYIOT. [[purHaM# 3TOro MOKET ObITh, KaK U
TO, YTO MOJI0OpaHHbIE HAMHU IMpaiMephl 00J1a/1al0T BHICOKOW CHEIM(PUUHOCTHIO K BUIY
R. leguminosarum, Tak u TO, Y4TO 3a CHHTE3 3K30IMOJIMCAXapHI0B MaTPUKCa y JIAHHOTO
BUJIa pU300Mi1 OTBEYAIOT JPYTHUE TCHBI.

B pesynbrare ckpuHmHra mrtamMmoB R. leguminosarum, wu301MpOBaHHBIX W3
KJIIyO€HbKOB 0O0OBBIX pacTeHMM, HAMU ObUTM UACHTU(DUIIMPOBAHBI BCE HCCIEAYEMbIC
I'eHBbI, OJIHAKO MX Hajaudyue He Bcerjma coorBercTBoBaiio 100% (tadm. 10). Oxkazanocs,
YTO B HEKOTOPBIX MCCIEAYEMBIX IITaMMaxX I'eHbl MOTYT He uaeHTuduiuponatbes. [Ipu
stoM B 19 mrammax (16,7% oT 0011ero KoJau4ecTBa UCCIASAYEMbIX IITAMMOB) MbI HE
OOHapY>KUJTU HU OJTHOTO U3 MPEJCTABIECHHBIX TeHOB. Takue MTaMMbl XapaKTEePU3YIOTCS
CKYJIHBIM OCJIM3HEHHEM KJIETOK, MO CpPaBHEHUIO CO TEMH, y KOTOPBIX ObLIU
uaeHTUGUIIMPOBaHbI Bce 5 u3 5 uccnenyembix reHoB (10 mrammoB — 8,8% ot oOriero

KOJIMYECTBA M3ydaeMbIX HamMH mrtamMMoB R. leguminosarum).

Ta6nuna 10. Ckpununr mrammoB R. leguminosarum Ha npeaMeT Hamu4uMs y HUX TEHOB

PETYIUPYIOMIUX OMOCUHTE3 IK30MOIUCAXAPHUIOB

O —. [ITammbI ¢ UAECHTUULIUPOBAHHBIM
Pacrenue-xo3smH HCCIICAYCMBIX TCHOM
ITAMMOB pSsA pssB | prsD | prsE | rosR
["oporek 3a60pHBIit 9 /
o _ 12 3 5 4 9 2
Vicla sepium
["opomek necHoit 7 / 11 6 3 2 3) 3
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Vicia sylvatica

["opowek siecHoit 2008

o _ 1 1 1
/ Vicia sylvatica
Uuna necHas 1/
_ 12 0 0
Lathyrus sylvestris
Uuna necHas 2 /
_ 12 1 1
Lathyrus sylvestrisa
Yuna mecHas 3 /
_ 10 2 2
Lathyrus sylvestris
Yuna necnas 4 /
_ 10 1 2
Lathyrus sylvestris
Yumna necHas ACIJITHKa
1 1 1
19 / Lathyrus sylvestris
Yuna necHas aeasHKa
1 1 1
18 / Lathyrus sylvestris
Yuna necHas aeasHKa
11 1 1
17 / Lathyrus sylvestris
Uwuna ropoxoBuaHas 4 /
- _ 12 8 11
Lathyrus pisiformis
YuHa ropoxoBugHAsA
2008 / Lathyrus 3 3 2
pisiformis
Yuna myrosas S /
_ 10 2 4
Lathyrus pratensis
Ywuna JIutBuHOBa 3 /
o 10 3 3
Lathyrus litvinovii
Knesep po3oBbiii /
_ _p P _ 2 2 1
Trifolium hybridum
daconb OOBIKHOBEHHAS | 2 1 1
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/ Phaseolus vulgaris

Knesep myrosoii /

Trifolium pratense

[IpoBeneHHBI CKPUHMHT TIOKa3ajd, dYTo Haumboiee dYacTo B  TEHOME
R. leguminosarum Bctpeuaercs ren PrsE (puc. 8). Jlanuwni reH, kak u reH prsD,
KOTOPBIi OBbUT WACHTU(HUIMPOBAH B HAUMCHBIIEM KOJUYECTBE mTamMMmoB (29%),
KOJAMPYET KOMIIOHEHTHI CHCTEMBl CEKpEIMM TaKuX OEJIKOB, KaK TJIMKaHa3bl M
pukanare3unsl, a takke Ocenka NodO. Ha BTOpoM W TpeTheM MeECTE pPacIOJIOKHINCH
BBICOKOKOHCepBaTuBHBIC TeHbl MOSR (39%) m psSA (33), koTopble BCTpeyaroTCs |

OJM3KOPOICTBEHHBIX BUI0B R. leguminosarum.

50%
45% 43%

40% 39%

33%

35%
30% 0% 29%
25%
20%
15%
10%

5%

0%
pssA pssB prsD prsE rosRk

Pucynox 8. WnentuduumpoBanHele B mTamMax R. leguminosarum reHbl
AK30MOJUCcCaXapUI0B

B wurore 6t oOHapyxenbl 10 mrammoB R. leguminosarum, y KoTopbix ObLTH
UACHTU(UIIMPOBAHBI HCCAeAyeMble HamMu TeHbl (TaGn. 11). YV nmaHHBIX IITaMMOB
Ha00JA0Ch OOJIbIIIEE OCIM3HEHHE KIETOYHBIX CTEHOK, MO0 CPaBHEHHUIO C JPYTUMHU
ITaMMaMH, 9TO YKa3bIBa€T HA WX OOJIBIITYIO BBIPAOOTKY SK30MOJIUCAXAPUIIOB U, KaK

CICACTBHUC, YKa3blBACT Ha IIOBBINICHHC KOHKypeHTOCHOCO6HOCTI/I mTamMMOB B

pusocpepe.



99
Tabnuma 11. PuzobuanbHble mTaMMbl, B TEHOME, KOTOPBIX OBLITH UACHTH(PHUIIMPOBAHBI

reHbl PSSA, pssB, rosR, prsD, prskE

Pactenue-xo3suH [lITam™m puzoOuii
1 I"opomiek stecHoit / V. sylvatica R. leguminosarum VSy12 (2008)
2 UYwuna necHas / L. sylvestris R. leguminosarum LSy10 (D19)
3 Ywuna necHas / L. sylvestris R. leguminosarum LSy10 (D18)
4 Uwuna necuas / L. sylvestris R. leguminosarum LSy10 (D17)

["opomrek 3a6opHbIii / Vicia

5 . R. leguminosarum VSe8
sepium

6 Huna m.p.OXOBI.MHa’I/ L. R. leguminosarum LPi9 (2008)
pisiformis

7 Huna m.p.OXOBI.MHa’I/ L. R. leguminosarum LPi3 (2008)
pisiformis

8 Knerep poszossiii / T. hybridium R. leguminosarum THy1

9 daconb 06BIKHc_)BeHHaﬂ / P. R. leguminosarum Pvu5
vulgaris

10 KreBep myrooii / T. pratense R. leguminosarum TPr3 (2004)

Jnss  mnpoBeneHHMs  JAlbHEHIIUX ONBITOB MBI  HCHOJb30BaIM S5 u3 10
oOHapy)XKeHHBIX ~HamMu ImTaMMoB R. leguminosarum, 'y KOTOpeIX  ObLIH

UICHTU(ULIMPOBAHBl HMCCIENyEMble HaMU TE€Hbl OTBETCTBEHHbIe 3a cuHTe3 JIIC u,
Ha6mozxan005 6OJ'II>HIGG II0 CPABHCHUIO C JPYIMMHU IITaMMaMH KOJUICKIIMH OCJIM3HCHHUC
KJIETOYHBIX cTeHok. R. leguminosarum Pvu5, R. leguminosarum VSyl2 (2008),
R. leguminosarum LSy10 (D17), R. leguminosarum THyl, R. leguminosarum TPr3
(2004), a Taroke mramm R. galegae 0702

3.2. TloayyeHue LITAMMOB KJIyO€HbKOBBIX OaKTepHii, TpaHCcGOPMHPOBAHHBIX
reHaMHU-peryJiiTopamu (popMHpPOBaHUS OHONICHOK

BBuny Toro, uto OIIC wurparoT BaxHYH poJib B 0000BO-pHU300HaTHLHOM

cuMOuro3e, W, Jake HEeCMOTpsS Ha TO, YTO CYIIECTBYET MHOXECTBO HCCJIEIOBaHUM,
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MOCBSIIEHHBIX UX POJIM B 3TOM MpoIecce, MeXaHu3Mbl, pu KOTopsix DIIC oka3piBatoT
nosie3Hble  3(G@dEeKThl Ha B3aUMOACUCTBHUS MeXAy OOOOBBIMH pPACTCHUSIMH U
pu3o0akTepusMU H3ydeHbl Jwmiib (parmentapHo (Marczak et al.,, 2017). Tak,
HanpuUMep, BCE €IIe MaJOM3BECTHO O PETYJALMU SKCIPECCHH T€HOB PSS B OTBET Ha
CUTHAJIBl OKPY’KaIOIIEH Cpefibl, a OHAa B CBOIO OUepe/lb UMEET HEOThEeMJIEMOEe 3HAUCHHE
JUTSL BBITIOJTHEHUSI POJHM 3TOTO ToJuMepa B 0000Bo-pu3odmuambHOM cuMOuo3e. Kpome
TOT0, KauecTBO U KonmuuecTBO DIIC BrigeasieMbIX pU300HsIMHI, MOXKET BIMITH KaK Ha UX
ayToarperanuio, Tak U Ha oOpazoBanue OuormieHok (Rinaudi and Gonzalez, 20009;
Sorroche et al., 2012). B3aumonelicTBue pu300HANBHBIX KIETOK C MOBEPXHOCTHIO,
UTPAET PEIIAIONIyI0 POJb B HHOPUIMPOBAHUU KOPHEBBIX BOJOCKOB M 00pa3OBaHUU
ouorieHok (Bogino et al.,, 2013). Tak, mis TOro, 4ToOBl HM3yYUTh MEXAHU3MBI
¢dbopMupoBaHUs OUOIIIICHOK pU30CHEPHBIMU OAKTEPUSIMU HA MHEPTHBIX TTOBEPXHOCTSIX U
Ha MOBEPXHOCTH KOPHEH pacTeHHl B UCKYCCTBEHHBIX CUMOMOTHUYECKHX CHCTEMax, I/e
OOJBIIYI0 pOJIb HWIPAET KOJIOHU3aLUsl KOpHEW pacTeHud, HaMHu ObLIM CO3JaHbl
BEKTOPHBIE KOHCTPYKIIMI Ha OCHOBE TUIA3MHJI IIMPOKOTO KPyra X03sieB, COJEpIKaIlie
TEHbl, pEryjlupylrolue OHOCHHTE3  HK30IOJIMCAXapUAOB IO  YIPaBICHUEM
MHAYIHOEIBHBIX IPOMOTOPOB, KOTOPbIE OYIyT CHOCOOHBI CTA0OMIIBHO PEIIIMIUPOBATHCS

U DKCIIPECCUPOBATH B KJIETKaX pU30CHEpHBIX OAKTEPHUH.

3.2.1. Co3z0anue 6eKmopHblX KOHCHMPYKYUIL HA OCHOB8E NIA3MUO WIUPOKO20 Kpy2a

X037€86, COOEPHCAUUX 2eHbl, pecYyTUpyrouiue OUoCUHmMe3 IK30NONUCAXAPUO0E

VHTEeHCHBHAs TPaHCKPHUIILMS LIEJIEBBIX I'€HOB B BEKTOPHBIX KOHCTPYKLHSX IOJ
YIPABJICHUEM CHIIbHBIX KOHCTUTYTHBHBIX TPOMOTOPOB MOXET CIOCOOCTBOBATH yTpare
JAHHOTO BEKTOpa M OCTAHABJIMBATh POCT OakTepuil, BBUIY JTOTO C ULEJBIO
peryJivpoBaHMsl BKJIIOYEHHUS W BBIKIIOYEHHS IMPOMOTOpa, HaMu Oblia paspaboTaHa
cxema KJIOHMpoBaHusd TeHoB-peryistopoB OIIC B Bexktop pJB658 kmacca BHR
(IIMPOKOTO  Kpyra XO3sieB) COJCpXKAIIMWA PEIUIMKOH 12, TOJ  YIpaBJICHUEM
UHIYIHOETFHOTO TIpOMOTOpa PM, KOTOphIil akTUBHpYETCS M- TOTYWJIOBOM KHUCIOTOMN

(3-metunben3oiinas kuciaora) (Sletta et al.,2004).
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B xawectBe wMmatpunbl giua [IPl{-ammnudukammmu  mociaenoBaTenbHOCTEH
COOTBETCTBYIOIIMX KOJHUPYIOIIMM 4YacTsM IeHoB ciyxuia TortanpHas JIHK mramma
R. leguminosarum Pvu5, BblgeleHHOrO H3 KIYOCHBKOB (acoimn OOBIKHOBCHHOM
(Phaseoli vulgaris L.). Ammindukanmuio TOCIEA0BATSIPHOCTEH IIEJICBBIX T'€HOB
OCYIIECTBIISUIH ¢ TToMoIbio Pfu-mmomumepasel, koTopas 00J1aaeT BHICOKOW TOYHOCTBIO
BKJIFOUEHUS HYKJIEOTUIOB B IPOAYKT U 3'-5'-pelakTUPYIOIIEH aKTUBHOCTHIO.

Mpl ammmuuuupoBaa MOCAEA0BAaTEILHOCTH 1IeleBoro reHa PssB, Gmaromaps
0100paHHON  OJIMFOHYKICOTHAHOW mape mpaiimepoB FNdel (comepkan caiit
pecrpukimu  Ndel) m RBamHI (comepxkan caiit pectpukumun BamHI), kotopsie
bIaHKUPOBAIH CTPYKTYPHYIO YacTh JaHHOTO reHa. J[amee Bektop pJB658 obpaboramm
pectpukTazamu BamHI u Ndel, m1s Toro 4roObl MONYYHUTH <JTUIIKHE KOHIIBIY,
HEOOXOJMMbIC ISl JalIbHEUIIEero KIOHUpoBaHUs. Tak, ObLI BbIpEe3aH HEOOJBIION
yaactok JIHK, xoTopslif npencraBisiia coO0M cCalThl MUIICHHU JUISL APYTHUX PECTPHUKTA3.
Ha wMecto »TOii HEOONBIION TOCIENOBATEIBHOCTY M ObUI KJIOHHUPOBAHBI TIOJ
yIpaBJIeHuEM UHIYyINOeIsHOrO MpoMoTopa Pm ren pssB (puc. 9). braronaps Hanmnuwro
pa3HBIX CaWTOB PECTPUKIMU Ha KOHIAx mpoaykTtoB I[I[P-ammmpukamuun (BamHI u
Ndel), kmoHMpyemasi IMOCiIeIOBaTeILHOCTD IOMajiajia B PaMKy CUYHMTHIBAHUS C calTa
Ndel B mnpaBunbHOW opueHTanuu. Tak, ObUla TMOJydeHAa TEHHO-UH)KEHEPHAs
KOHCTPYKIIUSI C TeHOM pPSSB, koTopoii, B manbHeiiieM, ObUIM TpaHCHOPMHUPOBAHBI
XUMHYECKH KommeTeHTHble Kietku E. coli XL1-Blue. Hanuune rena B mosy4eHHOM
BekTope noarsepaui [1[P-ananus ¢ mpaimepom, HaxoauBeMcs: HUke Pm npomoropa
- FpJB658 u cooTBeTCcTBYIOIIETO TeHy IEVErse mpaiimepa, a Takxke mposeaeanoe JTHK-
cekBeHHpoBaHrne. (CeKBEeHMpOBaHHas  MOCIEAOBATEILHOCT, TreHa PSSB  Obima
rOMOJIOTHYHA TOCIEeI0BaTeIbHOCTH NpeacTaBieHHol B GenBank y R. leguminosarum
bv. trifolii, 3aperucrpupoBannoii mom Homepom AAB67614.2 (Janczarek and
Skorupska, 2003). Takum o6pa3om, ObUIa BBIIEJICHA M OUYMINCHA ILIa3MHUIA
pJB658+pssB (Jlasuna u mp., 2016b), B kxoTOpoOii IHEneBOW T'€H HAXOMUJICS IO

yIOpaBJICHUEM HHAYLIMOEIBHOTO mpoMoTopa Pm.
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Pucynok 9. Cxema nonyuenus koHcTpykiuu PJB658 ¢ renom pssB.

Jis Toro 4roObl H3y4UTh pabOTy TEHOB, Y4YacTBYIOUIMX B OHOCHHTE3E
9K30MOJINCAXAPUAOB B UCKYCCTBEHHBIX CUMOMOTHYECKUX CHCTEMax, IJie KOJOHM3AIHS
KOpPHEW pacTeHUH HMEeT NEepPBOCTENEHHOE 3HA4Y€HUE, M IPOJEMOHCTPUPOBATh HX
NeicTBUE Ha 00pa3oBaHuE OMOIUIEHOK PU300aKTEpUSMU, HEOOXOIUMO JIETEKTHUPOBATH
B3aMMOJICUCTBUE KIyOCHBKOBBIX OaKTepuil C KOPHAMHM pAcTE€HUM, HE BIUAA Ha
KU3HECIIOCOOHOCTh pPU300aKTEpUil U HE U3MEHSA MU 3TOM uX peHotun. C 3Tol Leabto
B T€HOM OakTepHil BHEAPSIOTCS MapKepHbIE T'eHbl (Jallle BCEro B HACTOSIIEE BpeMs
UCTIOJIB3YIOTCS TeHBI (hIyOopeCcIieHTHBIX OenkoB, Takue kak GFP uiu RFP).

BBuny storo s Buzyanusanuy B3aMMOJEHCTBUS MUKPOOPTaHU3MOB C KOPHSIMU
pacTteHui, Hamu Obul TosydeH BekTop pJB65S8GFP, koTopelil ucnonb3oBaics ams
CO3/1aHusl TJIA3MUJHBIX KOHCTPYKUMH ¢ reHamu PSSA u roSR, oTBeTcTBEeHHBIMHU 3a
CHHTE3 DJK30moJucaxapunoB. Panee B Hamieir maboparopun Oblia TOMydeHa TE€HHO-
umkeHepHas koHcTpykuus PIJN105TurboGFP, comepikaimas reH ¢uyopeciieHTHOTO
oenka cepun TurboColors: TurboGFP (baiimues u ap., 2011). Tak neneBoit ren gfp 6b11
amruuiupoBan U3 Bektopa pJN105TurboGFP, a mns toro, utoObl 0OecreyuTh
KOHCTUTYTHUBHYIO SKCIPECCHIO 3€JICHOTO (DIIyOpecleHTHOTO OejKa, JaHHBIM TeH ObLI
amuiiuupoBan BMecTe C mpomoTopoMm (ara TS5 mpu momomm crenupUIHbIX
npaiiMepoB, colepXKaluX Ha KoHuax caiit pecrpukmmu  Hindlll.  danee

amMIMuUIMpoBaHHY0 TocienoBaTenbHoCcTh JIHK kimoHMpoBamn B TPOMEKYTOUYHBIH
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BeKTOp pAL-2T, mpuMeHeHne KOTOporo oOycCliaBIUBaeTCsi OBICTPHIM KIOHHUPOBAHUEM
nponyktoB  [II[P 6e3 mpenBaputenpHON  00pabOTKM  peCcTpUKTAa3aMu  WJIU
sk3onykieazamu (EBporen, Poccus). JlurupoBanue npoucxoamsio ¢ nomoribio Quick-
TA T4 JHK murassl. 3atem miasmuny PAL-2TGFP o6pabotanu pectpukraszoit Hindll|
— Tak Obula moiyyeHa mnocienoBarenbHocTh JIHK, conmepikaimiasi KOHCTUTYTHBHBIN
npomotop ¢ara TS5 u ren gfp. Ilocne sroro nenesas mocienosareabHocth JJHK Oblia
KJIoHHpoBaHa B BekTop pJB658 mo caiity pectpukimu HindIIl. Takum obpa3om, Obin

noaydeH Bektop pJB658GFP (puc. 10).
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Pucynox 10. Cxema coznanus Bexktopa pJB658GFP.

JlanHO¥M KOHCTpyKIMeH ObLIM TpaHC(HOPMUPOBAHBI XMUMHYECKH KOMIIETEHTHBIC
KIeTKH E. coli, KOTopble NOMy4niin cCOcOOHOCTh 3KcnpeccupoBaTh 0enok GFP. boinee
TOro, OaKkTepuu 0Opesu crocoOHOCTh (DIIyopecuupoBaTh B 3€JEHOM JIHAIa30HE MPU UX

OCBEIICHUH CUHUM CBeTOM (ToJjioca Bo30yxaeHus BP 450-490, ucnyckanus BP 515—

565) (puc. 11).
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Pucynok 11. E. coli, pekomOuHaHTHBIC 110 TeHy gfp.

Hanwnuue 1eneBoi mocienoBaTeIbHOCTH IpoMoTopa ¢ara TS m rena ¢fp B
IOIy4YeHHOM Bektope mnoarBepaun [II[P-amamu3z ¢ mnpanimepom MI13  reverse,
HaXOJIAIUMCS HUXKE TMoceaoBaTeIbHOCTH TpoMoTopa PTS u oOpaTHbIM npaliMepom K
reay gfp (gfpR). A Ttaxke JIHK-cexBenmpoBanwe mpoaykra ganHou ITL[P-
ammundukanuu. [Ipu sTom puzobuu, TpaHchOpMHUPOBAHHBIE MOTYYECHHOW IMIa3MUI0N
pJB658GFP, umenu ycroitunBoe 3ejeHOE€ OKpalllMBaHUE, YTO 3HAUYUTEIHLHO O0JIErdasio
0TOOp PEKOMOMHAHTHBIX IITAMMOB W TIO3BOJISUIO OTCJICKHBATh CTAOMIBLHOCTH JTAHHOMN
TJIa3MUJIBI B IPOIECCE KYJIBTUBUPOBAHUS OAKTEPHIA.

Bekrtop pJB658GFP ucnonb3oBancs ajs co3AaHus MIa3MUIHBIX KOHCTPYKIHAM C
reHamu PSSA u rosR (puc. 12). Jlist aToro aMrmuiduIMpoOBaId MOCIEIOBATEILHOCTH
IeJeBbIX TeHOB PSSA u FOSR ¢ momoinpio crnenuduyHbIX MpaiiMepoB C caillTamu
pecrpukiu Ndel, ¢maHkupyrommMME CTPYKTYpHYIO 4acTh T'eHOB. Jlanee TpOBOIMIN
JUTHpPOBaHKE aMIUTU(GUIUPOBAHHBIX TocienoBarenbHocTet JJHK u nmpomexxyrounoro
BekTopa PAL-2T. Jlns moaTBepKACHHs] HaIW4Yvs TOCIEAOBATEIHHOCTH TEHOB B
BekTopax PAL-2T pssA u pAL-2T rosR mpoBomumm IIIIP ¢ cooTBeTCTBYrOIMMU
npaiimepamu. 3ateM BekTopa PAL-2T pssA/rosR u pJB658GFP  obOpabatsiBasu
pectpuktazoii  Ndel. Tlocie mpoBeaeHUs mpenapaTMBHOTO Telb-JIeKTpodopesa,
HeoOxoaumoro it pasaeneHus masmugHon JIHK w pectpukrasHbix (pparMeHTOB
JIHK, npencrapisronux coboit mociaeaoparenbHoctd JJHK ¢ T.H. TUnKuMU KOHIIAMH,
OblIa TIPOBEACHA WX DIIONUS M OYHMCTKAa. B KOHEYHOM wuTOre, OBUIO MPOM3BEICHO

aurupoBaHue HeoOxoaumoro reHa (PSSA/rosR) u Bektopa PJB658GFP mo mumkum
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kKoHIlaM. B manmpHetimem, ¢ momoibio BektopoB PJB658GFP PssA u pJB658GFP RosR,
ObuH TpaHCHOPMHUPOBAHBI XMMHUYECKH KomIleTeHTHbIe Kietku E. coli XL1-Blue.
Hanmuune rena B mnomydeHHOM Bektope mnoarBepaui IIIP-anamu3. Taxxke
OCYIIECTBJISUTH TIPOBEPKY OPHUEHTAIIMM T€HAa B KOHCTPYKIWHU. /[ 3TOTO mpoBOAMIN
[IIIP c¢ mnpaitmepom FpJB658, koMIuieMeHTapHBIM ITOCIEAOBATEILCHOCTH, KOTOpas
HaXOAWTCA HIoKe mpomoTopa Pm, u npsmeiMm (pssAF/rosRF) u oGparHbiM
(pssAR/rosRR)  mpaiimepamu  1ieneBoro  reHa.  JlaHHbIe  MMOJNYYCHHBIE — TIpH
CEKBEHUPOBAHUM UCCIIETYEMBIX MOCIEAOBATEILHOCTEN MOATBEPAUIN UX UJIEHTUYHOCTD
C ToClIemoBaTeIbHOCTSIMH, TpencrtaBieHHbIMH B GenBank. CexkBenupoBaHHas
MOCTIEIOBATEIPHOCT, TE€Ha PSSA Oblla TOMOJOTHYHA 3aperHCTPUPOBAHHON TOA
HomepoM 1onx HomepoM AAG45930.2 (Janczarek and Skorupska, 2007)
nocJieIoBaTeIbHOCTH TipencTaBicHHol B GenBank y R. leguminosarum bv. trifolii. A B
ciyyae rera rosR y R. leguminosarum bv. trifolii, 3apeructpupoBanHoii 101 HOMEpOM
AAB67614.2 (Janczarek, 2009).

Takum o0pa3om, reHbl PSSA u roSR ObUIM KIOHUPOBAaHBI B MPOMEKYTOUHBIN
BekTop pAL-2T, a 3arem B BekTop pJB658GFP nox nuaynudensHpiM mpoMoTopoM Pm

(JIaBuna u nip., 2017).
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Pucynok 12. Cxema nony4yenus Bektopa PJB658GFP u renamu pSsA wumu rosR.
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3.2.2. Pekomounanmuule no 2eHAM-pecyaamopam popmuposanus OUONIeHoK

pu306uaﬂbﬂbl8 umammol

[lonmy4eHHBIMH paHee KOHCTPYKIHMAMH ObUTM TpaHCHOPMUPOBAHBI IITAMMBI
pU300uii, TPOAHAIM3UPOBAHHBIC HAMU PaHEee Ha MPEIMET HAJU4Usl B UX T€HOME I'€HOB,
YYacTBYIOIIMX B OMOCHMHTE3€ IK30MOJIucaxapuioB. [[is 3Toro ObUIM MOATOTOBIICHBI —
3JIEKTPOKOMIICTEHTHBIE KJieTku R. leguminosarum, mnpoBeneHna TtpaHchopMarus
KOMIIETEHTHBIX KJIETOK pu3zobuid mnasmuaHo JIHK Metomom snekTpornopainuu.
D peKkTHBHOCTD TpaHCHOPMALMK COCTaBHIA 0K0JIO 4, 7x10” KieTok/1 MKT. MmIa3MUAHOM
JIHK. Hanuuwue BcTaBkM B KieTKax pu3oOuil mposepsian metogom 1P, a Taxxke
CCKBEHHpOBaHHEM. B cilyyae Hamuuusi B reHoMme OakTepuil pemopTepHoro rena gfp,
KJIETKH TMpUOOpeTanu 3eJeHOe OKpallMBaHUE, M CIOCOOHOCTh (hIyopeciuupoBaTh B
3€JIEHOM JMana3oHe MPU UX OCBEIIEHUU CUHUM CBETOM (Tosioca Bo30yxaeHust BP 450—
490, ucnyckanusi BP 515-565).

Tak, B pamkax paOOThl MO MPOBEACHUIO HCCIEAOBAHUS MHUKPOCKOIMUYECKHUX
CTPYKTYp, 00pa3yeMbIX OaKTepUsIMU ¢ U3MEHEHHOM AKCHpecCUuell TeHOB MHUIMALUKU U
dbopmupoBaHUs OMOIJICHOK Ha WHEPTHBIX MOBEPXHOCTSIX U KOPHAX pPACTEHUU, HAMHU
HCIIOJB30BAIUCH CIEAYIOIIUE IIITAMMBI:

PuzoOuanpshbie HITAMMBI, PEKOMOMHAHTHBIE o reHy pssB,
TpaHC(HOPMHUPOBAHHBIE C TOMOIIIBIO T1a3Mu bl pJB658+pssB:

R. leguminosarum Pvu5 pJB658+pssB,

R. leguminosarum VSy12 (2008) pJB658+pssB,

R. leguminosarum THy2 pJB658+pssB,

R. leguminosarum TPr4 (2004) pJB658+pssB,

R. galegae 0702 pJB658+pssB.

PuzobuanpHble IITaMMbI, pPEKOMOWHAHTHBIE 1O TeHy PSSA wiu  FosR,
TpaHC(hHOPMHUPOBAHHBIE C TOMOIIIBIO T1a3Mu bl PJB658GFP.

R. leguminosarum PVu5 pJB658GFP PssA,

R. leguminosarum PVu5 pJB658GFP RosR,

R. leguminosarum THy2 pJB658GFP PssA,

R. leguminosarum THy2 pJB658GFP RosR,



107
. leguminosarum TPr4 pJB658GFP PssA,

. leguminosarum TPr4 pJB658GFP RosR,

. leguminosarum VSy12 pJB658GFP PssA,
. leguminosarum VSy12 pJB658GFP RosR,
. leguminosarum VCr7 pJB658GFP PssA,

. leguminosarum VSy3 pJB658GFP RosR,

. galegae 0702 pJB658GFP PssA,

. galegae 0702 pJB658GFP RosR.

g XV XXV OV OV XV O DO

Jis Toro 4roObl MpoaHaIM3UPOBAaTh Ha Kakue (EHOTUIIMYECKUE MPHU3HAKU
BiuseT Hanmuuue TiasMunabl PJB658GFP PSSA B reHome pu3obakTepwid, HaMUA OBIIT
TpaHchopMUpOBaH  pu3oOakTepuaidbHbii  mtamm  R.  leguminosarum  VCr7,
W30JIMPOBAHHBIN U3 KIyOSHBKOB Topolka MeimmHoro (Vicia cracca), y KOTOporo Mel
HE WACHTU(ULMPOBATIN UCCIIEAyeMble HaMH TeHbI, ydacTBytoume B 6nocuntese JIIC.
B ominume oOT peKOMOWMHAHTHOTO, IUKUM IITaMM XapaKTEPU30BAJICS CKYIHBIM
OCITM3HEHHEM KJIeTOUHBIX cTeHOK (puc. 13). Jlanee, ucmonb3ys Bektop PJB658GFP
RosR, Mbl TpanchopmupoBanu mrtamm R. leguminosarum VSy3, u3zonupoBaHHBINA U3
KITyOCHBKOB TOPOIIIKA JIECHOTO, Y KOTOPOTO paHee HaMH ObLTH MACHTH(PUPOBAHBI TCHBI
pssB u prsk, vo ne Obu1 MaeHTHUIMPOBaH reH rOSR. Kak u B mpenbiayIeM OIbITe

peKOM6HHaHTHBIﬁ mTaMM JCMOHCTPHUPOBAJI 0oJice OCIIM3HEHHBIE KJIIETOYHEBIE CTCHKH.

Pucynox 13. McxomHbie 1 TpaHC(HOPMUPOBAHHBIC IIITAMMBI:

A - R. leguminosarum VCr7;
b - R. leguminosarum VCr7 pJB658GFP PssA;
B - R. leguminosarum VSy3;
I' - R. leguminosarum VSy3 pJB658GFP RosR
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CornacHO IUTEpAaTypHBIM JaHHBIM, pH300UaIbHAs KIETOYHAs MOBEPXHOCTH
MOKpBbITa Kamcylol, cocrosimed riaaBHeIM o6pazom u3 DJIIC u puzobakrepuun
CHUHTE3UPYIOT UX B OOJIBIIIOM KOJIMYECTBE, TaK KaK 3TH MaKPOMOJICKYJIbl HEOOXOIUMBI
JUISL YCTAHOBJICHUSI CUMOMOTHYECKUX OTHOIIEHUI ¢ OOOOBBIMU PACTEHUSMH, MTUTAHUS,
3alIUTBl OT BPEIHBIX (AKTOPOB OKPYKAIOIICH cpenbl, (OpMHUPOBAaHUS OHOIIICHOK
(Castellane et al., 2015). YUem Oousibliie 3HAYCHHE STOrO IMapamMeTpa, TEM BBIIIC HX
KOHKYPEHTOCTIOCOOHOCTh IO CPAaBHEHHIO C JAPYTUMHU PHU30CPEPHBIMH IITAMMaMHU.
[TomyueHHbIe B TaHHOW paboTe peKOMOWMHAHTHBIC IITAMMBI PU300UN XapaKTepU3yIOTCs
oospiield HapaboTkoil OIIC 1o cpaBHEHUIO C JTUKUMU IITaMMaMH, YTO BBIPaKaeTcs

HanOOJIBIIUM OCJIU3HEHUEM KIIETOK a30T(UKCUPYIOIIUX OAKTEPHIA.

3.2.3. Ouenka enuanusa unoykyuu Pm npomomopa na wimammeot,

mpancghopmuposannsvie koncmpyxyueit pJB658GFPROSR

J11st TOro 4TOOBI OMPEIETUTh HHTEHCUBHOCTh TPAHCKPHUIIIIMU reHa FOSR Bo BpeMs
aKTHUBAIIMK MTPOMOTOpa Pm 1 B TOT MOMEHT, KOT/ila OH BBIKIIFOUEH, HAMH OBL IIPOBE/ICH
real-time ITII[P. B kadecTBe KOHTpOJILHOTO, OBUT BBIOpaH mTamm R. leguminosarum
VSy3 GFP. DKCIepUMEHTAIbHBIMU mTaMMaMHu SIBJISLITUCH ITaMMBI,
TpaHchopmupoBaHHble koHCTpykIiueid PJB658GFP RosR — R. leguminosarum VSy3
RosR u R leguminosarum VSy12 RosR. 13 kOHTpOIbHBIX U peKOMOWHAHTHBIX 110 TEHY
rosR mrammoB pu3obmii Obiia BeigeneHa PHK. BBuay Toro, uto nmjis mpoBeneHHS
peakuuu HEOO0XOJUMO BBIOpAaTh TI'€H, KOTOPBIA ChIFpaeT pojib pPePEepeHCHOro TIeHa
(housekeeping), kommpyromiero  O€OK, HEOOXOMUMBIA  JUIS  TOMOJOTHYHON
peKOMOMHAIMKU, HaMH ObLI KCIOdb30BaH reH eCA. Ilpu HEOOXOOMMOCTH WMHIYKUUU
IPOMOTOpPA, KYJIbTUBHPOBAIM HCCIEAyEeMble INTaMMBl Ha THTATEIBHOW Cpele ¢
nobasienneM 1 MM m-TOTYHUIIOBOM KUCTOTHI.

Tax HamMu OBITIO BBISBIEHO, YTO TMOKAa3aTeId ypPOBHS ADKCIpeccud reHa rosR B
TpanchopmMupoBaHHbIX mTaMMax R. leguminosarum VSy3 RosR u R leguminosarum
VSy12 RosR, npu uHAYKIHH TpOMOTOpa PM, 3HAYMTENBHO BBIIIE MMOKA3aTEICH YPOBHS
IKCIIPECCUN HCCIIETYEeMOTro reHa 3a(pMKCUpPOBAaHHBIX AJII KOHTPOJIBHOTO mTamMa (puc.

14). Bonee Toro, 3HaUeHUs MOKa3aTeIeld yPOBHS dKCIPECCHH reHa rosR 0e3 qobaBieHus
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M-TOJIyWJIOBOW KHCIOTBI — MHAYKTOpA MPOMOTOpa PM, TakXe CTAaHOBATCS B HECKOJIBKO
pa3 BbIllEe KOHTPOJIBHOTO 3HAUEHHUsS, YTO OOYCJIOBIIEHO HEMOJHBIM OJOKHPOBAHUEM

OIEepaTOPHOM 00JACTH ITOr0 UHIYIIMOEIBHOTO MTPOMOTOPA.

18
16

M [To sy

B Tocne nnyxnEm

KOHTPO.1 onbir1 onbiT2

Pucynoxk 14. KomnuectBennsiii [11{P ananu3 ypoBHsS TpaHCKpuIniuu reHa rosR c
ucnoibs3oBanneM PHK, nzonuposannoii u3 R. leguminosarum (KOHTpOJIBHBIN IITAMM U
PEKOMOMHAHTHBIN 1mITaMM, cojaepxaniue miazmuay PJB658GFP RosR). B kauectse
reHa JOMAIIHETO XO341iCTBa, M0 AKCIPECCUU KOTOPOTO HOPMHUPYETCS SKCIPECCHUS TeHa
rosR, ucrnonb3oBanu red recA, koaupyromui 6e10K, HeoOOXOAUMBIN ISl TOMOJIOTUYHOMN
pekoMmOuHanuu. I[lo ocu Y — yclnoBHBIE €AWHMIIBI, O0O3HAYAIONIME YpPOBEHb
TPAHCKPUIIIMK TeHa FOSR B pEKOMOMHAHTHBIX INTaMMaxX OTHOCHTEIHHO JHKOTO
ITaMMa.

Kontpons — mramm R. leguminosarum VSy3 GFP, tpanchopmupoBanHubIiii
ucxonusiM BekTopoMm pJB658GFP. Omeir 1 u 2 — mrammer R. leguminosarum VSy3
RosR u R leguminosarum VSyl2 ROSR, cooTBeTCTBEHHO, TpaHC(HOPMHUPOBAHHBIC
miasmugor pPJB658GFP RosR.

3.3. U3yuenne npoueccoB ¢GopMupoBaHus OMONJIEHOK PU30C(hepHBIMU

0aKTepusMHU HA MHEPTHBIX MOBEPXHOCTAX M HA MOBEPXHOCTH KOPHeH pacTeHuil

Puzo0uu, kak U MHOTHE Apyrve MOYBEHHbIE OAKTEPUM CIOCOOHBI 00pPA30BHIBATH
OHMOIIJIEHKY Ha WHEPTHBIX MOBEpXHOCTIX (cTekio, [IBX u T.1.) u HA KOpHSIX pacTeHUI

(Bogino et al., 2013). Pu3oOuaibHbie MITaMMBI O0Pa3yIOT OHMOIUICHKH CO CIIOXKHOMN
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TPEXMEPHON apXUTEKTYpOll Ha aOMOTHYECKHX MOBEPXHOCTAX, U OKpAIIMBaHUE JAHHOMN
OMOIUIEHKH O0eCTeurnBaeT BU3yadU3allMI0 €€ K30MOoIucaxapuaHon MaTpuibl. OgHaKo
KapTHHA, KOTOPYIO Mbl MOKEM HaOJII0JaThb Ha MOJEINW O0pa30BaHMs OMOIUIEHOK Ha
WHEPTHBIX IIOBEPXHOCTAX, HE BCErJa MOXET ObIThb [EpEHEeCeHa Ha MOJIEb
(GopMupOBaHUsA OHMOIUIEHOK Ha MOBEPXHOCTH KOPHEH, KOTOpas MpeACTaBIIsET COOOU
cpeny OoraTyro NHUTaTeNbHBIMU BellecTBaMU. HekoTopele aBTOpbI OOYCIOBIIMBAIOT
JTAaHHOE SIBJICHUE TE€M, YTO CYIIECTBYIOT €II€ HEBBIABICHHBIC CUTHAIIBI WM (DAaKTOPHI
pacTeHMii, cnocoOCTBylOIIME  O0pa30BaHUI0  OMOIUIEHOK M OKa3blBaIOIUE
OrpaHUYEHUYMBAOIMUN 3G (GEKT Ha BBIACISIEMbIE KOPHEM MHTATEIbHbIC BEIIECTBA
(Rinaudi, Giordano, 2010). Beumy »Toro, uis TOrO YTOOBI HM3YyYUTh MEXAaHHU3MBI
UHUIMAIMU U (QOPMHUPOBAHUSA OMOIUIEHOK Ha WHEPTHBIX IOBEPXHOCTAX U KOPHSX
pacTeHui, HaMH OBUIM TPOBENEHBI JETAJbHbIE MHKPOCKOIMYECKHE HCCIECIOBAHUS
CTPYKTYp, OOpa3yeMbIX IUKUMU PHU3OCPEPHBIMU OaKTepUsIMU U C HU3MEHEHHOU

JKCIIpeccuelt TeHoB, ydacTByomux B Ouocuntese DIIC.

3.3.1.Ilposedenue demanbHbIX MUKPOCKORUYUECKUX UCCTIE008AHUTL CHIDYKHLYD,

oopazyemvix puszocgheprvimu 6aKmepuaMu Ha UHEPMHBIX NOBEPXHOCMAX

R. leguminosarum u R. galegae o6pa3yroT OHOIUIEHKH Ha CTEPUIILHBIX HHEPTHBIX
MOBEPXHOCTSX, B TOM uuciie u Ha nosuctupose (Fujishige et al., 2006a). Beuay storo
ObUIM TPOBEICHBl MHMKPOCKOIHMYECKHE HCCIEJOBaHMUS CTPYKTYp, OOpa30BaHHbBIX
MITAMMaMH{, COJAEPXKAIUMHU TE€Hbl MOIU(UKATOPOB MEXaHU3MOB (HOPMUPOBAHHUS
OMOIUICHOK Ha IMOBEPXHOCTH KOPHEW M aHalu3 BO3MOXKHOCTU (POPMHUPOBAHUS HMU
OMOIJIEHOK Ha 96 JyHOUHBIX IJIaHmeTax. s 3Toro ucxogHble U PEKOMOWHAHTHBIE
mrammbl R. leguminosarum BeipamnmBanu 48 4acoB B KHJIKOHM cpejie Ha IICHKepe MpH
28°C u 140 06./Mun o xoumentpamuu 10°-10° KOE/Mi. [lanee KyabTypy pasBOIMIH
CBEXXEH MUTATEIBHOU Cpemou 10 10° KOE/mu. u nepeHocuwIn o 1 mi B JyHkH 96-
JYHOYHOTO IUIACTUKOBOTO IUIaHIIETa, a 3areM repMmerusupoBanu Parafilm wu
uHKyOupoBasu mipu Temneparype 28°C u 50 00./MuH B TeueHue 7 CyTOK.

MuKpOCKOTIMYECKHE MCCIEAOBAHUSA, TPOBOAUIIN C TIOMOIIBIO METOJOB CBETOBOM

MHUKPOCKOIINH, UCIIOJIb3Y:1 YHI/IBepCEU'IBHHﬁ CIoco0 CII0KHOM OKpaCKu — OKpallrMBaHHUC
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o I'pamy. Mukpockonuyeckass KapTuHa: Ipy NPAaBUIIBHOM OKpacKe Mas3KoB 1o I'pamy B
ciydae pu300Wd, KOTOPBIE SBISIOTCS TPAMOTPUIATEILHBIMU  OaKTEpHsIMU  —
okpammBanue B 1BeT pykcuna [Ideriddepa (po30oBsiii 1IBET).

Jist  Toro  9TOOBI  OICHUTH CKIOHHOCTH PHU300MANTBHBIX INTAMMOB K
dbopMUPOBaHHIO OHOIJICHOK, MbI CpPaBHIWIIM HX coO InTamMmamu Pseudomonas wu
Azotobacter, mpenctaBUTEINM KOTOPBIX SIBJIIOTCSA TPaAMOTPUIIATCIBLHBIMU a3pOOHBIMH
HECIOpooOpas3yomuMu  OaKTePUsIMUA, KOTOPHIE YacTO HCIOJB3YIOT B  COCTaBE
Pa3IMYHBIX OMOJIOTMYECKHUX IMpenapaToB HJisl 3alllUThl PACTEHHM OT 3abojeBaHUN U
cTumysaiuu ux pocra (Bepmmuuaa u gap., 2019b). Bce mukpockonmmpoBaHHBIC
IITAMMBI OKa3aJINCh CITOCOOHBI OOPa30BBIBATh OWOIJICHKH, HO TOKA3aJId Pa3THMYHBIC

cTernenu ux GpopmupoBanus (puc. 15).

A3oneH

B Ps. sp. 103

Pucynox 15. Pe3ynbTaThl MHKpPOCKONMMPOBAHUS IITaMMOB Pseudomonas u
Azotobacter:
1. Pseudomonas sp. EP4,
Pseudomonas sp. 2137,
Azotobacter vinelandii Ib 4 «A3oien»,
Pseudomonas aureofaciens Ub51 «Enenay,

Pseudomonas sp. 102,

o U A W N

Pseudomonas sp. 103.
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B kauecTtBe = TOJOXHUTENBHOTO  KOHTPOJsE  HamMu  Obul  BBIOpaH
onomieHkooOpasyomui mramm Pseudomonas sp. EP4, u3 kosmnexkiiun BHUMCXM,
KOTOPBIII 00pa3yeT BBICOKOOPTAaHW30BAaHHBIE KOMIUIEKCHI OHOIJICHOK, MOXO0XHE Ha
COTBI, B KQUECTBE OTPHUIIATEIILHOTO KOHTPOJIS MOCTy)mi mtamm R. leguminosarum Pvu
6 TpU MUKPOKOIHMPOBAHWU, KOTOPOTO MbI HAOMIONANM OJWHOYHBIC, IJIAHKTOHHBIE

kietku (puc. 16).

'.-‘ X
29

A
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Pucynok 16. M300paskeHusi, MOJy4YeHHbIE NMPU MHUKPOCKOIMPOBAHUU IIITAMMOB
Pseudomonas sp. EP4 u R. leguminosarum Pvu 6

Jlnis Toro 4TOOBI PEKOMEHIOBATh HUCCIEAyeMble HAMH IITAMMbI, OKa3bIBAIOIINE
POCTOCTUMYJIMpPYIOIIEE JEUCTBUE B KayecTBE OHoIpenapara, Mbl MpOaHAIW3UPOBAIIN
3¢ dekTUBHOCTH 00pa30BaHMs OMOIJICHOK NAaHHBIMH PH300MANTBHBIMU IITaMMaMu. B
pamMKax JaHHOTO MCCIEAOBAaHUSA OBLIM BBIOpAHBI pU300HAIBHBIE ITAMMBI, ¥ KOTOPBIX
ObUTH MACHTU(DUIIUPOBAHBI HCCIeAyeMble HaMu TeHbl (PSSA, pssB, rosR, prsD, prsE),
OTBETCTBEHHBIE 3a OMOCHHTE3 dK30moircaxapuoB. Kpome 3T0ro Mpl U3y4nin U OJUH
mramm R. galegae, y koroporo uccienyeMbie 'eHbl HE HICHTU(QHIMPOBAIU, BBUIY
BBICOKOH CIEU(GUIHOCTH MO00paHHBIX HaMH IMpaiiMepoB K Buay R. leguminosarum,
BBH]Iy TOTO, pacTeHUsI 00paboTaHHBIC TAaHHBIM IITAMMOM IOKa3aJli BHICOKHE 3HAUCHUS
pPOCTOBBIX MapaMeTpoB. B pe3ynpTaTre HaMu OBUIO TOKa3aHO, 4YTO BCE IITaMMBbI
00J1alaloT  COCOOHOCTBIO K (OPMUPOBAHHIO  OWOIUIEHOK, TaK Kak TIpH

MHUKPOCKOIIMPOBAHNHU TIJIACTUKOBBIX MI/IKpO6I/IOJ'IOFI/I‘-IeCKI/IX IIJTaHIMIICTOB MBI Ha6J'IIOI[aJ'II/I
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CIIOXKHBIE  BBICOKOOPTaHM30BaHHBIC  TPEXMEPHBIE  CTPYKTYpPhI,  OTBEYAIOIIHE
omnpeneieHno OHoIuIeHoK (puc. 17), 4To, B CBOIO OYepeilb, UMEET OOJIBIIOE 3HAUYCHHUE
JIUISl BBDKUBAHUS M KOHKYPEHTOCTIOCOOHOCTH pu300mii B pu3ocdepe B 1ieaoM. [Ipu atom
ucciaenyembii mramMm R. galegae Ttakke QopMupyer OHOIUICHKM Ha HHEPTHBIX

MTOBEPXHOCTSIX.

R. galegae 0702 | ! R. leguminosarum TPr4

N

0
AT <

Pucynok 17. MuKpOCKONMpPOBAaHUE PHU30OMATBHBIX IITAMMOB TUKOTO THIIA:
R. leguminosarum Pvu5, R. leguminosarum VSy12 (2008), R. leguminosarum THy2,
R. leguminosarum TPr4 (2004), R. galegae 0702

OnbITEl IO MUKPOKOIMPOBAHUIO 5 HCCIEAYEMBIX IITAMMOB JHUKOTO THUIA W,
NOJyYEHHBIX B pe3yinpTaTe  TpaHchopMauuu  1uasmuaod  pJB658+pssB,
PEKOMOMHAHTHBIX PU300HANIBHBIX IITAMMOB, IMOKa3aJld YTO, PEKOMOWHAHTHBIE TI0 TEHY
pSSB miramMMbl 00pa3zyeT MeHee CIOXKHbIE ApXUTEKTYPHBIE CTPYKTYpPbl OUOIUIEHOK (pHC.
18). D10 00BICHSETCS HAIMYMEM Y HUX JONOJHHUTEIBHON Komuu reHa PSSB, kotopas
OTpHULIATENIHO BIIMSAET Ha OuorieHKkooOpa3oBanue. CoriacHo, TUTEpaTypHbIM JaHHBIM
HAJIMYKUE JTOTIOJHUTEIBHBIX KOMUW ATOTO T€HA B IITAMMaxX JIUKOTO THUIA MPUBOJUT K
cHwKkeHuio ypoBHs npousBojactBa DIIC (Janczarek et al., 2001). I'er pssB komupyet

0enoK, TOMOJIOTHYHBIN 4jieHaM ceMelicTBa nHO3uToa MoHodocdarasz (IMPase). IMPasb
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OTBETCTBEHHBI 3a MpPEBpalleHHEe HHO3UTON MOHO(pochaTa3 B CBOOOJHBIM HHO3MWT,
KOTOPBIA HEOOXOAUM JUIsl pereHepalnu HHO3UT-coaepxkamux Gochomunuao. OgHaKo
poibs IMPase B MeTabou3Me pu3o0uii Bce elle HeBbIsiIcHeHa. Janczarek u coast. (2001)
BBIIBUHYJIM TUIIOTE3Yy O TOM, YTO KaTabOJIM3M HWHO3UTA BaXKEH MJS1 BBDKUBAHUS H

KOHKYPCTHOCTHU pI/I306HaJII)HI)IX mMTaMMOB.

Pucynox 18. MukpockonupoBanue mramma R. leguminosarum PVuS (mukuii
tun) u mramMma R. leguminosarum Pvu5+pssB, TpanchopMupoBaHHOTO KOHCTPYKITUEH
pJB658+pssB.

Jlist Toro 4ToOBI OIEHWUTH KaK HalW4yue JOMOJTHUTENBHOW KOMMHM TeHa IOSR,
perynupytoiiero ouocuntes OIIC, BnuseT Ha OMOIIEHKOOOpa3oBaHWE HaMU ObLIU
MHUKPOCKOIIMPOBaHbI OHOIJICHKH, 00pa3oBaHHbIe MUKUM IntamMmmoMm R. leguminosarum
VSy3, a Takxke OuoreHku, TpaHchopMupoBaHHOTO KoHCTpyKIued pJB658GFP RosR,
mramma R. leguminosarum VSy3 RosR. Tak B ciy4yae TpaHCHOPMHUPOBAHHOTO
mramMma, Mbl HabOmomamu OoJiee 3pelible OMOIJICHKH CO CIOKHOW apXHMTEKTYypoul u
OoJIBIICH IO OTHOIICHUIO K AMKOMY mTammy TtonmuHod (puc. 19). IlpoBeneHHBI
AKCIIEPUMEHT TOATBEP)K/IaeT JTaHHBIE TMpeACTaBICHHbIE B paboTe Janczarek m coasbT.
(2009), B KoTOpoO#i yKa3bIBACTCS, JOMOJHHMTEIbHBIC KOMHMHM TeHa FOSR MPUBOIAT K
yBenmuueHuto cuaTe3a JIIC, 94To B CBOIO OYepeab MOJIOKUTEIHHO BIHMSIET Ha MPOIIECCHI

OHMOIIIIEHKOOOpa30BaHMS.
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R. leguminosarum VSy3 R. leguminosarum VSy3 RosR

Pucynox 19. MukpockomupoBanue mtamma R. leguminosarum VSy3 (mukuit
tun) 1 mramma R. leguminosarum VSy3 RoSR, TpaHchopMHPOBaHHOTO KOHCTPYKITUEH
pJB658GFP RosSR (6e3 nobasienus HHAYKTOPA).

Hccnemyemple mTaMMbl pu300HMii, M30JUPOBAHHBIE W3 KIYOCHHKOB OOOOBBIX
PacTeHM CO3/1al0T CIIOKHYIO, TPEXMEPHYIO OMOIUIEHKY Ha MHEPTHBIX MTOBEPXHOCTAX, U
OKpAaIIMBaHUE TOW OUOTUIEHKH 00ECIEYNBAET BU3YAIM3AIMNIO €€ SK30TMOIHCaXxapyuTHON
MmaTpulibl. OOpa3oBaHHe OMOIUIEHOK MOMOIAaeT PU300HUSAM MOAAEPKHUBATh IJIOTHOCTD
KJIETOK B TEUEHHUE JOCTATOYHO UIUTEIBHOIO BPEMEHH /10 MOMEHTA B3aUMOJAECHUCTBUS C
pacTeHreM-X03siMHOM. [Ipu 3TOM, B OTCYTCTBUH MaKpOCUMOHMOHTA, PU300UHU CITIOCOOHBI
NPUKPEIUISATECS K KOPHSAM U JPYTHX HEOOOOBBIX pacTEHUH M KOJIOHU3HWPOBATH HX,
MO3BOJISAS JTAHHBIM KJIIYOCHBKOBBIM OaKTEpHsIM TOTJIONIATh MHUTATEIbHBIC BEUIECTBA U
BbDKMBATh B JTOM 3allUIICHHONW HUIIE. B €CTECTBEHHBIX YCIOBUSIX CIIOXKHO
KOHTPOJIUPOBATh TaKHE aCCOIMATUBHbBIE MPOIECCHI, TAK KaK pu3ochepHble OaKTEpUH C
MOJIC3HBIMH TIPU3HAKAMHU YacTO BBITECHSIOTCS 0oJiee arpecCUBHBIMU OaKTEePHIMH,
3ayacTyr0  oOjajalomuMu  (UTONATOreHHBIMU  cBOMcCTBaMH. OJHaKo  CHHTE3
puzobaktepusimu JIIC, cnocobcTByeT (OpMHpPOBaHHIO OHOIICHOK, YTO B CBOIO
odepe/lb BIUSAET HA KOJIOHW3AIMI0O KOpHEeW HeOOOOBBIX pacTteHuil. Tak, Hampumep, B
paborax Santaella u coast. (2008) mist uzyuenus ¢pynkuuu DIIC npu KOIOHHU3AUK U
00pa3oBaHUM OMOTUICHOK Ha KOPHSAX HEOOOOBBIX pacTeHui (pe3yxoBuaka Tams u parc)
ObLT ucnosb30BaH mraMM Rhizobium sp. YAS34, DI1C koToporo, BHECIU CBOM BKJIaI B

KOJIOHU3allU0 OIPCACIICHHBIX 30H, B 3aBUCHUMOCTH OT JOCTYIIHOCTHU HIHUTATCIIbHBIX



116

BemecTB. [IpoBeneHHbIE HAMH paHEee OMBITHI M0 WHOKYJSIUA PACTECHUH IIITaMMaMH
pu300uii, CHHTE3UPYIOUIUMH MOIU(UKATOPBI MEXaHU3MOB (POPMUPOBAHUS OUOTLIIECHOK
Ha ITOBEPXHOCTH KOpHEH, ITOKa3aJM, 4YTO HCIIOJIb30BaHUE IITaMMOB, OOpa3yHOIINX
OWOIIJIEHKHA B Ka4eCTBE OMOIPEnapaToB, MOBBIIIAET BCXOXKECTh CEMSH M TIOJIOKHUTEIIEHO
BJIUSCT Ha POCTOBBIC MapaMeTphl Kak 0000BBIX, TAK U HEOOOOBBIX pacTeHUU. J[aHHBIN
dakT yka3pIBaeT Ha IIEJICCOOO0PA3HOCTh HMCIOJIB30BaHUSA 00pa3yIOMUX OHOILICHKH
pPU300MANTBHBIX MITAMMOB B Ka4eCTBE OMOIpENnapaToB CTUMYJIUPYIOIIUX POCT paCTEHUN
U UX 3alIUTy OT (PUTOIIATOICHOB.

Takum oOpazoM, wucclemTyeMble PHU300MANBHBIC INTAMMBI CIOCOOHBI K
00pa3oBaHHI0 OMOIJICHOK B aCCOLMUATHBHBIX CUMOMOTHYECKHUX CHUCTEMaxX, OOJajaroT
BBICOKOM KOHKYPEHTOCTIOCOOHOCTBIO U POCTOCTHUMYJIUPYIOMIUM 3P dekToM Ha 6000BBIC
1 He00OOBBIC paCTEHUsS, KOTOPBIA 3aKII0YaeTCS B CHHTE3€ (DUTOTOPMOHOB, (hUKCAITUU
aTMOC(EpHOro a30Ta, YIYUYIIEHUH MUHEPATbHOTO MUTAHUS PACTCHHH, a TaKXKe 3aIlUTe

paCTeHHﬁ OT IIaTOI'CHOB.

3.3.2. Ouyenka 3asucumocmu OUONIEHKOOOPA308AHUA OUKUX U PEKOMOUHAHMHBIX
PU300UATLHBIX WIMAMMOB OM 102APUPMA YUCIA HCUBHIX KIIEMOK NPU POCHIE

KyJ1bmyp Ha HecCMeHAeMOll cpede

Puzobakrepun crnocoOHBI 00pa30BBIBATH MHOTOKJIETOYHBIE KOHTJIOMEPATHI,
3aKJIIOYEHHBIE B MAaTPUIly M3 TMOJMMEPHBIX BEHIECTB, IPOU3BOJUMBIX CaMHUMHU
OakTepusiMU. 3a4acTyl0 TPYIHO TMPOBECTH YETKYI0 TpaHb MEXIy HPOCThHIMHU
KOHIJIOMepaTaMH, OOpa30BaHHBIMH MHOYKECTBOM IUIAHKTOHHBIX KJIETOK OakTepuil u
MPOYHO MPUKPEIJIEHHBIMH HA MOBEPXHOCTH OMOIUIEHKamMu. BBuIy 3TOro, Hamu ObLia
MOCTPOEHA KPUBAsl pOCTa U PA3MHOXKEHUS UCCIEAyeMbIX TaMMOB. Kpome Toro, 4ToOb!
yOenuThcsi B TOM, UYTO PEKOMOMHAHTHBIC IITAMMbI CIHOCOOHBI K 0Opa30BaHMIO
OMOIJIEHOK, HaMU ObUIM MPOBEACHBI OMNBITHl MO MHUKPOCKONUPOBAHUIO PU300UH C
U3MEHEHHOM SKCIpeccHeil IeHOB, yYacTBYIOIIMX B OMOCHHTE3€ 3K30MO0JMCaXapha0B
(rerbl PSSA u rosR). Beutd MHUKpPOCKOIUPOBAHBI M IITAMMBI, TPAaHC(HOPMHPOBAHHBIC
koHcTpykiuedn pJN105TurboRapAl, T.e. pexkoMOuHaHTHBIE T1I0 TreHy rapAl.

Okcnpeccust  Oenka  RapAl, cmocoOGcTByer — arrfioTHUHANMKM — OakTepuid U
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HETIOCPEJICTBEHHO BIUSET HA MPOIECCHl OMOIuieHKooOpa3oBanus (Bepmmuuna u ap.,
2019a). B kauecTBe KOHTpOJSI OBUTM BBIOPAHBI COOTBETCTBYIOIIHME PHU300HAITBHBIC
HITaMMBI JTMKOTO TUIA. BUOIMIEHKH, KOTOpble 0O0pPa30BBIBAIOT IITAMMBI Ha MHEPTHBIX
MOBEPXHOCTSX, UCCIECIOBAIM C PUMEHEHUEM 96-IIyHOUHBIX IUIACTUKOBBIX IUIAHIIETOB
Y OKpallliBaJId, OMTMCAaHHBIM paHee crocodom no merony I 'pama.

JUiss  mocTpoeHHsi KPUBOM pOCTa MHMKPOOPTaHU3MOB MPOBOJUIM  OILICHKY
3aBHCHMOCTH Jiorapr(ma YuClIa KHUBBIX KIETOK OT BPEMEHH, NPHU POCTE KYJIbTYp Ha
HECMEHseMO cpezie. BhIMoMHAIN n3MepeHusi HeoOXO0IUMbIE IS ONMUCAaHUs Jiar-(asbl,
HKCMIOHEHIIMAIbHOU (ha3pl M cTauuMoHapHOW (a3el pocta. M3mepeHus mpekpaianu
nocie 48 4YacoB MHKYOMpOBaHHSA, BBUIY TOrO 4YTO IMOCJIE 2-X CYTOK Yy pHU300ui
MPOJI0JDKAETCs cTallMoHapHas ¢asa, 3a KOTOpoil ciueayeT ¢aza oTMHpaHUs KIETOK. Tak
ucclieyeMble pu300aKTEPUU BhIpALIMBAIIA B KUAKOM cpefie YM B CTEKJISTHHBIX KOJ0ax
Ha kavanke npu 28°C u 140 06./muH. B Teuenue 1, 4, 16, 24 u 48 4dacoB u, 3arewm,
U3MEPSUIM  KOJIMYECTBO KJIETOK C TIOMOIIBIO crekTpodoromerpa. ONTHYECKYIO
IJIOTHOCTh M3MEpsuH Tipu JyiHE BOJHBI 590 HM. [lo3xke cTpomnm KpuBYyHO pocta U
Pa3MHOXKEHHUS pU300aKTepuil, MPeICTAaBICHHYIO B BU/JIE Jlorapudma.

B cimydgae koHTposbHOro  (IMKOro) ©  pEKOMOMHAHTHBIX  IIITAMMOB
R. leguminosarum PVu5 ™Mbl BBISICHUJIH, YTO POCT KJICTOK PEKOMOMHAHTHBIX IITAMMOB
NPOMCXOUT MHTCHCHBHEE MO CPaBHEHHUIO ¢ AUKUM ImtaMmoM (puc. 20). HanbGospiiee
KOJIMYECTBO KIJIETOK MBI HaOJIOAIM B Cilydae u3MepeHus mrammoB R. leguminosarum
PVu5 RapA1l u R. leguminosarum PVu5 RosR. ITpumMedareabHbIM OKa3aics TOT (akT,
YTO T€ )K€ IITaMMbl 00Opa30BBIBATIM 00JIee CIOKHBIE CTPYKTYPbl OMOIUICHOK, TIPU 3TOM
BCE PA3HOBHIHOCTH IITAMMa CKJIOHHBI (hopMupoBaTh OuoruieHku (puc. 21). Hecmorpst
Ha TO, 4TO OWOIJIeHKa, oOpasyemas mTammoMm R. leguminosarum PVu5 pssA, mo
OTHOIIICHHIO K OumoruieHke mramMMa R. leguminosarum PVu5 umena Oosiee ClOXHYIO
CTPYKTYpY (MMeNoCh OOJbIlIee KOJIMYECTBO BBICTPOCHHBIX TSDKEH), Ha Tpemapare ¢
ATUM MITAMMOM TPHUCYTCTBOBAJIO HEOOJBINIOE KOJIWYECTBO CAMHUYHBIX TUIAHKTOHHBIX
KJIETOK. DTO MOKET YKa3bIBaTh Ha HE3PEJIOCTh OMOIIEHKH U BO3MOXKHOE MPOJOJIKEHUE

CC Pa3BUTHA, TAK KaK IIPpOHU30HIIA aAre3usd CAMHHYHBIX KIICTOK Ha ITOBCPXHOCTHU
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HOHHCTepOHOBOﬁ JIYHKH, 9YTO B CBOIO OUCPCAb, ABJSICTCS OAHUM M3 HAYAJIbHBIX 3TAIlOB

dbopMupoBaHUs OMOTUICHOK.
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1lyac 4 yaca 16 yacos 24 yaca 48 yacos
=¢=R. leguminosarum PVu5 1,94 2,4 2,91 31,8 104
== R. leguminosarum PVu5 Rap 4,09 8,18 9,73 150 192
R. leguminosarum PVu5 PssA 3,47 4,92 8,67 121 139
== R. leguminosarum PVu5 RosR 1,48 4,46 18,7 151 187

Pucynox 20. KpuBas pocta u pasmHoxenus mramMmmoB R. leguminosarum PVu5
(muxmit tam), R. leguminosarum PVu5 RapAl, R. leguminosarum PVu5 PssA,

R. leguminosarum PVu5 RoOSR, nipencraBieHHas B Bu/ie Jiorapugma.

PwWus | | PVu5 Rap PVu5 PssA | | PVu5 RosR

Pucynox 21. buomnnenka, oOpa3oBaHHasi, KOHTPOJbHBIM U PEKOMOMHAHTHBIMU
mramMMmamu, 3a 7 cyrok: R. leguminosarum PVu5, R. leguminosarum PVu5 RapAl,
R. leguminosarum PVu5 PssA, R. leguminosarum PVu5 RosR.

[Ipy MUKPOKOIIMPOBAHWM KOHTPOJHHOTO W TPAHCPOPMHUPOBAHHBIX IITAMMOB
R. leguminosarum THy2 OworuieHkn HaOdOAaMKCh BO Bcex ciydasx (puc. 22).
HauGonpmiero  pa3BuTuss ~ jgocTuria  OWOIUIeHKa,  oOpa3dyemass — IITaMMOM
R. leguminosarum THy2 RapA1l, HecMOTps Ha TO, YTO MOCIE 2-X CYyTOYHBIX U3MEPECHUH
NOKa3aTelb KOJIMYECTBA KIETOK JTAHHOW KYJIBTYphl ObLI HE3HAUMTEIILHO HIDKE IITaMMa
JMKOTO THIA U CHJIBHO OTCTaBal OT IMOKasaTenei mrammoB R. leguminosarum THy?2
PssA u R. leguminosarum THy2 RosR (puc. 23). OTu mraMMbl MOKa3adl CXOXKHE

PE3yNbTAThl IPUPOCTA KIETOK M CTETICHH 00pa30BaHUsI OMOILICHOK.
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1lyac 4 yaca 16 yacos 24 yaca 48 yacos
== R. leguminosarum THy?2 1,23 2,55 82,4 135 169,2
== R. leguminosarum THy2 Rap 1,07 1,8 69,5 168 160,4
R. leguminosarum THy2 PssA 2,23 3,74 35,2 78,5 180
=>=R. leguminosarum THy2 RosR 1,98 4,16 59,4 98 170

Pucynoxk 22. KpuBas pocra u pa3mHoxeHus mrtammoB R. leguminosarum THy?2
(muxmit Tam), R. leguminosarum THy2 RapAl, R. leguminosarum THy2 PssA,

R. leguminosarum THy2 RosR, npencrasiienHas B Buje Jorapudma.

THy2 || THy2Rapl|  THy2 PssA THy2 RosR

Pucynok 23. buomuenka, oOpa3oBaHHas, KOHTPOJBHBIM H PEKOMOWHAHTHBIMU
mramMMmamu, 3a 7 cytok: R. leguminosarum THy2, R. leguminosarum THy2 RapAl,
R. leguminosarum THy2 PssA, R. leguminosarum THy2 RosR

3HaueHus KOJIMYECTBA KIIETOK TpaHCcHOPMHUPOBAHHOTO ITaMMa
R. leguminosarum TPr4 RoSR oka3aiuch 3HAYMTEIBHO BBIIIE KOHTPOJIBHOTO IITAMMa
(puc. 24). [TokazaTenu KOJIMYECTBA KJIETOK IITAMMOB, PEKOMOWHAHTHBIX IO TeHaM PSSA
¥ FOSR nuIIb HE3HAUYWUTEIHHO OTJIMYAIMCH OT TOKa3aTejel ImTaMMa TUKOTO THIA.
Onnako OuoruieHka, popmupyemast mrammom R. leguminosarum TPr4, naxonuiach Ha
Oonee TMO3IHEW CTaguM Pa3BUTHs MO OTHOIICHWIO K OWOIUIEHKaM, O0Opa30BaHHBIM
mrammamu R. leguminosarum TPr4 PssA u R. leguminosarum TPr4 RosR (puc. 25).
[TpoxeMoHcTpHpOBaBIINiT HanOoJee OBICTPBIM pocT KiIeTok mraMM R. leguminosarum

TPr4 RapA1l o6pa3oBan OMOIUJIEHKY ¢ HAUOOJIBIIEH CTaaueld pa3BUTHS.
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=¢=R. leguminosarum TPr4 1,01 3,65 18,5 111 145
== R. leguminosarum TPr4 Rap 4,93 25,2 135 147 200
R. leguminosarum TPr4 PssA 1,52 2,04 16,9 89,6 174
=>e=R. leguminosarum TPr4 RosR 1,55 2,21 13,7 148 181

Pucynok 24. Kpuas pocrta u pasmHokenus mrammoB R. leguminosarum TPr4
(muxkmit Tam), R. leguminosarum TPr4 RapAl, R. leguminosarum TPr4 PssA,

R. leguminosarum TPr4 RosR, npezcraBicHHas B BUjIE JTorapudma.

TPr4  TPr4 PssA TPr4 RosR

-

Pucynok 25. buomuenka, oOpa3oBaHHasi, KOHTPOJIbHBIM U PEKOMOMHAHTHBIMH
mramMMmami, 3a 7/ cyrok: R. leguminosarum TPr4, R. leguminosarum TPr4 RapAl,
R. leguminosarum TPr4 PssA, R. leguminosarum TPr4 RosR

Jlanee ObLIM TpoaHAIM3MPOBaHBI IMOKa3aTeau mramMma R. leguminosarum VSy12.
HecMmoTpss Ha TO, 4TO 3HA4YeHMs KOJIMYECTBA KJIETOK JAHHOTO IITaMMa B Jar-gase,
HKCIIOHEHLIMAIbHOW (paze M (aze CTAlMOHAPHOIO pOCTa B HEKOTOPBIX Clydasx
OKa3aJIUCh  BBIIIC 3HAYCHUH pPEKOMOMHAHTHBIX ITamMMmoB (puc. 26), mpwu
MUKPOKOIIUPOBAHUM, JAHHOIO IITaMMa, BCTPEYAIOCh caMmoe OOJbIIOe KOJIUYECTBO
CIMHUYHBIX KJIETOK, BO3MOXKHO, 9TO CBS3aHO C TE€M, 4TO JJsi OOpa3oBaHMs 3pejion
ounortenku mrammy R. leguminosarum VSyl2 HeoOxomumo 0osibliie BpeMeHHU (pucC.
27). B cranuonapHoil (a3e HaMMEHbBIIEC KOJMYECTBO KIETOK TIOKA3al IITaMM

R. leguminosarum VSyl2 RapAl, omHako mpu €ro MHKPOCKONMPOBAHUM, KaK U B
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cirydae mramma R. leguminosarum VSyl12 RosR, Mer Habmonamm Onorutenky. Camast

3penas OuorieHka Obuta y mramma R. leguminosarum VSy12 PssA.
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=¢=R. leguminosarum VSy12 1,81 11,8 13,6 44,7 165
== R. leguminosarum VSy12 Rap 1,14 1,37 12 31,3 172,8
R. leguminosarum VSy12 PssA 2,21 3,76 16,4 144 178
=>=R. leguminosarum VSy12 RosR 2,99 1,92 25,3 63,8 181

Pucynok 26. KpuBas pocta u pasmMHoxeHus mrammoB R. leguminosarum VSy12
(muxmii Tam), R. leguminosarum VSyl2 RapAl, R. leguminosarum VSyl2 PssA,

R. leguminosarum VSy12 RosR, npeacraBinenHas B Buje jJorapudma.

VSy12 VSy12Rap ||  VSy12PssA VSy12 RosR

Pucynok 27. buomnnenka, obpa3oBaHHasi, KOHTPOJbHBIM U PEKOMOMHAHTHBIMH
mramMMmami, 3a 7 cytok: R. leguminosarum VSy12, R. leguminosarum VSyl12 RapAl,
R. leguminosarum VSy12 PssA, R. leguminosarum VSy12 RosR.

HauOosnpiine moka3zarenu 4yucia XKUBBIX KIETOK OT BPEMEHHM MBI OTMETHIIM B
cimyyae mTamma R. galegae 0702, mpudyeM, kak y IITamMMa JUKOTO THIMA, TaK U Y
TpaHC(HOPMUPOBAHHBIX MTaMMOB (puc. 28). Takol OBICTPBIA POCT KICTOK CKA3ajCs M
Ha oOpa3oBaHMM OHWOIUICHOK, TaK Kak HauOosiee 3peiibie OWMOIUICHKHM MBI TaKke
HaOmromanu B jgaHHOM ombite. [Ipu 3ToM B ciydae mrtamma R. galegae 0702,
TpanchopmupoBanHoro koHctpykiuend pJN105TurboRapAl, mber HaGmIOgATH 3pEITyIO
OMOIUIeHKY, OoJiee CIOXKHOW apXHUTEKTYphl MO CPABHEHHUIO C OHMOIJICHKOW ITaMMa

nukoro Tuma (puc. 29). Hecmorps Ha To, uro reHbl PSSA M FOSR yd4acTBYIOT B
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OMOCHHTE3e DJK30IoJIMCaxapuaoB y ImraMMoB Buaa R. leguminosarum, npwu
MHUKPOCKOTIHpOBaHUU OnoruieHok mrammoB R. galegae 0702 B reHoMe, KOTOPOTO OBLI
reH PSSA wim rosR, Mbl HaboMaIM 3penyro0 OMOIUICHKY, 00Jiee CI0KHOU apXUTEKTYPhI
[0 CPaBHEHHIO C OMOIICHKOM IITaMMa JUKOro TUna. Bo3MoXXHO, JaHHBIE T€HbI MOTYT
paboTaTh 'y pOJACTBEHHBIX INTAMMOB M  TIOJIOKUTEIBHO BIHUATH Ha HX

6I/IOHHCHKOO6p330BaHI/IC H BBIZKMBAaCMOCTDB B LICJIOM.
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1 yac 4 yaca 16 yacos 24 yaca 48 yacos
—9—R.galegae 2,65 4,92 66,5 186 178
=li—R.galegae Rap 5,47 7,32 38,3 151 168
R.galegae PssA 3,33 6 16,8 153 185
=>=R.galegae RosR 1,88 6,11 108 162 200

Pucynok 28. KpuBas pocta u pasmHoxeHus mramMMmoB R. galegae 0702 (aukuit
tun), R. galegae 0702 RapAl, R. galegae 0702 PssA, R. galegae 0702 RosR

Ipe/ICTaBICHHAs B BUE Jiorapudma.

. Rrea RgalRap ||  RgalPssA||  RgalRosR

Pucynok 29. buomnnenka, oOpa3oBaHHasi, KOHTPOJbHBIM U PEKOMOMHAHTHBIMU
mramMMmamu, 3a 7 cytok: R. galegae 0702, R. galegae 0702 RapAl, R. galegae 0702
PssA, R. galegae 0702 RosR

Takum 06pazoM, ObLJIO MOKAa3aHO, YTO MOJYyYEHHBIE PEKOMOMHAHTHBIC ILITAMMBI
pu3o6uit GopMHpYIOT 0o0Jiee CIOXKHBIE APXUTEKTYPHbIE CTPYKTYphl OHOIUIEHOK I10
CPaBHEHUIO C JUKUMHU IITaAMMaMHU, a BBICOKHE TMMOKA3aTeIN YHCIA JKUBBIX KIETOK OT

BPEMEHHU HE BCEr/a YKa3bIBalOT Ha CMOCOOHOCTH IITaMMa K OBICTpOMY OOpa30BaHUIO
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3penoit 6morenku. [Ipu stom skcmpeccust 6enka RapAl, xoTopblii Kpome CBOICTB
aJre3vHa, UMEEeT TaKXKE U arrIIOTUHUPYIOUIYI0 CIIOCOOHOCTh, OKa3bIBAaCT 3HAUUTEIHHOE
BJIUSIHUE Ha MPOIIECChl OMOTUIEHKOOOPa30BaHUs Ha MHEPTHBIX MOBEepXHOCTsX (JlaBuHa u
ap., 2019). B padorax Mongiardini u xp. (2008) moka3aHo, 94TO MPOU3BOJICTBO JAHHOTO
Oenka BJIMSET HA NPUKpEIUICHHE OaKTepuil K MHEPTHBIM MOBEPXHOCTAM (JYHKH W3
MOJIUCTUPOJIA, TOJUNPONUICHOBBIC MIAPUKU, TECOK M BEPMHUKYJIHUT), U CIOCOOCTBYET
ajicopOIuu pu300Mii Ha TOBEPXHOCTH KopHe#. B ciywae mramma R. galegae 0702
3HAUYMMBIX pa3U4Yuil B OWOIUICHKOOOPA30BaHWU MEXAY PEKOMOMHAHTHBIMU U

KOHTPOJIbHBIMHA HITaMMaMH MbI HEC BbISIBUJIN.

3.3.3. Dayopecyenmuan MUKpockonus OUOn1eHoK, 00pa308aHHbIX MEYEeHbIMU

uwimammamu pu3zodaxmepui

bnaronaps ToMy, uro Hamu Obl1 monydeH BekTop pJB658GFP, meuenHsiid
¢nyopecuentHsiM Oenkom GFP, y Hac mnosBuiack BO3MOXHOCTb HCCIEAOBAHUSA
pU300MaNBHBIX ~ LITAMMOB,  TPAaHC(OPMUPOBAHHBIX  JAHHOW  IJIA3MHUJION  C
JOTIOTHUTEIPHON  Komuei TeHa PSSA/rOSR ¢ mpuMeHeHWeM  KOH(OKaIBHOTO
MHUKpPOCKOIIa W MHUKpOcKona ¢ (iayopecueHTHbIM (uiabTpoM. IlpoBeneHue naHHON
paboThl OBUTIO HEOOXOAMMO JI JAJIbHEUIIEro aHanu3a OMOIUIEHOK (POPMUPYEMBIX Ha
MOBEPXHOCTU KOPHEN pacTeHui (IyopecleHTHO MEUYEHBIMH IITaMMaMHu pU30C(hEepHbIX
Oaktepuii. Tak ObUIM TPOAHAIM3UPOBAHBI CTPYKTYPhl OHOIUIEHOK, OOpa3zyemble
PEKOMOMHAHTHBIMU TI0 TeHy (fp mramMmmamu, KOTOpble B TEYEHHE 2-X CYTOK
KyJIbTUBUPOBAJIUCh, HEMOCPEACTBEHHO, Ha INOKPOBHBIX CTEKJaX B JKMIKOW cpele B
CTEKJISIHHBIX Kos0ax Ha 1eiikepe nmpu 28°C u 50 06./MuH. BBUay Hanuuus B reHoMe
Oaktepuii peroprepHoro reHa gfp, skcmpeccusi KOTOPOro TPOSIBISCTCS B TOSBICHHH
3e7EHOr0 CBEUEHUS, IPU OCBEUICHHMM CHHHUM CBETOM, KJIETKH pHU300uil mpuoOperanu
XapakTepHblid 3eneHblid 1BeT. Kontpoms — mrammbel R. leguminosarum VCr7 u
R. leguminosarum VSy3, tpaHchopMupoBaHHBIH HCXOAHBIM BekTOopoM pJB658GFP.
OmneiTHbie mTammbl — R. leguminosarum VCr7, tpanchopMHUpOBaHHBIH BEKTOPOM
pJB658GFP_pssA, a Taxke R. leguminosarum VSy3, TpanchopMUpOBaHHBIN BEKTOPOM
pJB658GFP_rosR.



124

N300paxenuss OWUOIUIEHOK OBLIM MOJy4YeHBbI Oylarojgaps HCIOJIb30BAHUIO
mukpockora AXio Imager M1 (CarlZeiss, I'epmanus) ¢ GiayopeceHTHBIM (QUITBTPOM:
JUIS IeTEKIMM MedeHbIX O0enkoM GFP pu3obuii ncmosib3oBain HaOOp CBETO(PUILTPOB
Ne10 (mmomoca Bo30yxaenus BP 450—490, ucnyckanust BP 515-565).

Bce wuccmenyemple mTamMmbl  o0namaiM  CIOCOOHOCTHIO  (hOPMHUPOBATH
BBICOKOOPTaHM30BaHHBIE CTPYKTYPHl (MHUKPOKOJOHWH) B TOW WM WHOW CTEICHH,
aHAJIOTUYHO pe3yibTaTaM, TMOJYYCHHHIM HaMHU TpPU HCCICAOBAHUU CTPYKTYpPHI

OuoIuIeHOK Ha 96-myHOYHBIX MIaHimerax (puc. 30).

R. leguminosarum VCr7 GFP R. leguminosarum VCr7 PssA

R. leguminosarum VSy3 GFP R. leguminosarum VSy3 RosR.

Pucynok 30. @myopecreHTHass MHKPOCKOIMUS OHOIUJICHOK, OOpa30BaHHBIX
pu3obuaMu, MedeHbIMHu OenkoM GFP, mocie 2-x cyTok KynbTuBupoBanus npu 28°C.

1. R. leguminosarum VCr7 + pJB658GFP;

2. R. leguminosarum VCr7 + pJB658GFP_pssA,

3. R. leguminosarum VSy3 + pJB658GFP;

4. R. leguminosarum VSy3 + pJB658GFP_rosR.

Jlanee HamMu  ObBLIM  MOPOAHAIM3UPOBAHBI  OWOIUICEHKH,  OOpa3OBaHHBIC

PEKOMOMHAHTHBIMU MO TeHaM PSSA wmim rosSR mrammamu R. leguminosarum PVu5,
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R. leguminosarum THy2, R. leguminosarum TPr4, R. leguminosarum VSyl2 wu
R. galegae 0702, xoTopbie MbI KyJIbTHBHPOBAIN HA IMOKPOBHBIX CTEKIAX B TEYCHUE /-
Mu  cytok. C menplo TOMydeHUS  OOBEMHBIX  HM300paKEHUH  OWOIUICHOK,
MHUKPOCKOIIMPOBAHUE TPOBOJIWIA C TIPUMEHEHHEM KOH(POKAIBFHOTO MHKPOCKOTA.
JlaHHBIA  OMBIT TOATBEPAWI TMPEABIAYIINE OJKCIEPUMEHTBI, B KOTOPBIX IpH
MUKPOCKOIIUPOBAHUH TPAHC(HOPMHUPOBAHHBIX INTAMMOB C JOMOJHUTEIHHONW KOIHUEH
reHOB PSSA uiu rOSR, Mbl HaOMOAAIM 00JIee 3peTy0 OMOTUICHKY C OOJIBIIEH TOMIMHON
OTHOCHUTEIILHO HCXOJHBIX INTaMMOB. PaHee, MpW MOCTPOCHMH KPUBOW pOCTa U
Pa3sMHOKEHHUSI KJIETOK HCCIEAYeMbIX IITaMMOB, HaMH YK€ OBUIO IOKa3aHO, YTO
HauOoJbIlIee KOJIMYECTBO KieTok y R. leguminosarum wmbl HaOmromamud B ciaydae
mramma R. leguminosarum PVu5 RosR, a y R. galegae 0702 npu wusmepeHuu
konmyecTBa KieTok mramma R. galegae 0702 RosR. Bwuio BBISABIEHO, YTO TE XKe
IITaMMBI 00Pa30BBIBAIM U CaMble CIIOKHBIE CTPYKTYPhl OMOIUICHOK, TIpUYeM HanboJiee
CIIO)KHBIE CTPYKTYpBI OBUIM OTMEUEHBI HAMHU IPU MHKPOCKOIHUPOBAHUU OHMOIUICHKH,
copmupoBannas mrammom R. galegae 0702 RosR (puc. 31), a cpeau mramMmmoB

R. leguminosarum 6uorienku, oopazoBanHas R. leguminosarum PVu5 RosR (puc. 32)

Pucynok 31. buorutenka, oopasosanHas mrammoM R. leguminosarum Pvu5 RosR

nocyie 7 CyTok KynbTueupoBanus npu 28°C (koH(OKaIbHAs MEKPOCKOIIHS).
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Pucynox 32. buoruienka, oopazoBannas mrammoM R. galegae 0702 RosR mocie

7 cyrok KynsruBupoBanus npu 28°C (KoH(POKaIbHAS MUKPOCKOIHS).

3.3.4. Hccneoosanue 603M0HcHOCIU OUONTEHKOOOPA308AHUA PEKOMOUHAHMHBIMU

pu306ua.71bubmu uimamumamnu Ha noeéepxHocmu Kopueﬁ

[Ipu wuCMONB30BaHUM TEXHOJIOTUU WHOKYJISIIMA PACTEHUNU pU300aKTEPUSIMHU,
BO3HMKAET TMpoOiema, OOyCIOBIEHHass TeM, UYTO MOHOKYIbTYpbl  pH300uit
JEMOHCTPUPYIOT HU3KYIO BBDKUBAEMOCTh. OJJTHUM U3 BO3MOXKHBIX PELICHHM, B JAHHOM
ciy4ae, SIBJSIETCS NMpUMEHEHHE OMOIUIeHOYHBIX OnoyaoOpenuil (bb), koTtopbie MoryT
CIOCOOCTBOBATh PA3BUTHIO CUMOMOTHYECKHX B3aMMOOTHOIICHUN MEXKIY PU30OHSIMH U
MOJIE3HBIMH CEJIbCKOXO3SIMCTBEHHBIMHU KYJIbTYpPaMH, TMOJIOKUTEIBHO BIIMSS, TIPU 3TOM
Ha POCT M pa3BUTHE Kak 00OOBBIX, TaK U HEOOOOBBIX pacTeHUid. BBuay 3TOrO0 Hamu
ObUIM MPOBENIEHBI OMBITHI MO OLEHKE CTUMYJISLIUN BCXOXKECTH CEMSH U JJIMHE KOpHEH
npopocTkoB KieBepa syrosoro (Trifolium pratense), Tomara (Solanum lycopersicum) u
panca (Brassica napus), HHOKYJTHPOBaHHBIX KOHTPOJILHBIMH U TPaHC(HOPMHUPOBAHHBIMHU
koHcTpykimedr pJBGFP658 RosR mrammamu. KoHTpoibHBIMU IITAMMaMH SIBJISTTUCH
R. leguminosarum VSy3, R. leguminosarum VSyl2, omnbITHBIE [ITAMMBI —
R. leguminosarum VSy3 RosR, R. leguminosarum VSyl12 RosR. Kpome Toro, nHamu
Obula HccienoBaHa KiIyOeHbKOOOpa3yrollas aKTHMBHOCTh pPHU300MH B OTHOIICHUU
KJIeBepa JiyroBoro. Hamu ObL1u BEIOpaHbI peKOMOMHAHTHBIE TIO TeHY FOSR 1ITaMMBbl, Tak
KaK ObUIO BBISBJIEHO, YTO HAJIWYHE JOMOJHUTEIHHOW KONMUHM JTAHHOTO IeHa B I€HOME
pU300Mi MOJIOKUTEIBLHO BIUSET Ha MPOLECChl OUOIJIEHKOOOpPa30BaHUS U, MPHU ITOM,
TPAHCKPUIILMS HECKOJIbKUX PSS-T€HOB, B TOM umciie PSSA u psSsB, omocpenoBana ero

paboToii.
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Tak ObUIO MOKa3aHO, YTO HAIWYKE JOTIOJHUTEIHLHOM KOMWUU TreHa FOSR He
OKa3bIBaeT CYIIECTBEHHOTO BIMSHUS Ha oOOpa3oBaHME KIyOCHBKOB Ha KOPHSIX
cumbuorpopHoro pacrenus kiesepa (puc. 33). OnHaKo, WCIOJIB30BAaHUE MIPH
WHOKYJISIIIMM ~ PACTCHWH  KOHTPOJBHOTO M TpaHC(HOPMUPOBAHHOTO  IITaMMa
R. leguminosarum VSyl12 npuBOIUT K HOSBICHHIO OOJIBIIET0 KOJIHMYECTBA KIyOCHBKOB
Ha KOpHSX KJIeBepa IO CPaBHEHUIO C PACTCHUSAMH, OOpaOOTaHHBIMU INTAMMOM
R. leguminosarum VSy3. Ilpu stom B padote Janczarek u coast. (2007), ykazaHo o0
ynyumienun  dddekra  KIyOeHbKOOOpa3oBaHUS  PU300MSIMH  TNPU  HAJTUYUH
JOTIOTHUTENBHBIX KOMHMH TeHa [FOSR, B HameM ke ciaydae Mbl HaOIIomaIu

HE3HAYUTEIILHBIN 3(1)(1)6KT 10 CPAaBHCHHIO C KOHTPOJIbHBIMHU IITAMMAaMM.
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Pucynok 33. O6pa3zoBanue KiyO€HBKOB Ha PACTEHUSX KJI€Bepa JYTrOBOTO IMOCIIE

Konunuecteo I'U'I\[ﬁe HbKOB, LUT.

WHOKYJISIIIUM MCXOJHBIMU W TpaHC(HOPMUPOBAHHBIMH IITaMMaMU. 1 - KOHTpoOJb 0Oe3
Oaktepuii; 2 - R.leguminosarum VSy3; 3 - R. leguminosarum VSy3 RosR; 4 -
R. leguminosarum VSy12; 5 - R. leguminosarum VSy12 RosR

[IpumeuatenbHbIM OKazalicsl TOT (PakT, YTO B OMBITAX MO OIEHKE BCXOXKECTU
cemsiH (puc. 34) U UI3MEPEHUIO JUTMHBI KOPHEH MPOPOCTKOB PACTEHUM KiIeBepa, ToMaTa 1
parnca (puc. 35), MBI TaKke HE OOHAPYXKHIIM CYIICCTBEHHBIX pa3IMYUil MEXIy
pacTeHus MU 00pabOTaHHBIMU KOHTPOJIBHBIMU W TPaHCHOPMUPOBAHHBIMU IIITAMMaMHU
puzo6mii. OHAKO TOJIOKUTEIHHOE BIUSHUE PHU300aKTEPUl HA POCT KOpHEH U
BCXOXECTh CEMSIH OIBITHBIX PAacTEHUM, Mbl OTMETHJIM BO BCEX cClydasx. DTOT (akT,
OOBSICHSIETCSI TEM, YTO JIaHHBIE IITAMMBI, BO3MOXKHO, BBIJICSAIOT THOOEpEIINH W/Uin

UH/10J1-3-YKCYCHYIO KUCIOTY, a Taxxe DIIC.
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Panc Tomar Kiesep
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Pucynok 34. BnusHue HMCXOIHBIX U TPaHCHOPMHUPOBAHHBIX IITAMMOB pU300Uii
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Ha BCXO0XKECTh CEMSIH PACTCHHM (10 OCH OpAMHAT YUCJIO Mpopocmux cemsH u3 100 mr.).
1 - xouTpOoNH O€3 Oaktepuii; 2 - R. leguminosarum VSy3; 3 - R. leguminosarum VSy3
RosR; 4 - R. leguminosarum VSy12; 5 - R. leguminosarum VSy12 RosR

Panc Tomar Kuaesep
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Pucynox 35. BrnusHue MCXOIHBIX U TpaHCHOPMHUPOBAHHBIX IITAMMOB pU300Uii
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Ha POCT KOpHEW pacTeHuid (M0 OCH OpJAWHAT M3MEHEHHWE UIMHbI KOopHed B % ). 1 -
KOHTpOJb 0e3 Oakrepuii; 2 - R. leguminosarum VSy3; 3 - R. leguminosarum VSy3
RosR; 4 - R. leguminosarum VSy12; 5 - R. leguminosarum VSy12 RosR

Hanee HaMu OBUIO MPOBEAEHO MUKPOCKOMMPOBAHKWE KOPHEH TOMAaTa Ha MpeIMET
HAJIUM4Msl HA  KOpHAX  CHOPMHUPOBAHHBIX  OuorsieHok. Tak  HamMu  ObLIM
MUKpPOCKOIIMPOBAaHbI Cpe3bl KOPHEH pacTeHus mocie 4 U mnocie 7 CyTOK COBMECTOTO
KyJIbTUBUpOBaHUs. Tak, yxe Ha 4ble CyTKH Mbl HaOmoganu QopMUpPOBAHUE
MUKPOKOJIOHHUM, TPUYEM B CiTydae TpaHC(HOPMUPOBAHHBIX IIITAMMOB, KOJIMYECTBO TAKUX

OaKTepuaIbHBIX KOHIIIOMEPATOB OBLIO B pa3bl 0oJibIe (puc. 36).



R. R. R. R.
leguminosarum leguminosarum leguminosarum leguminosarum
VSy3 VSy3 RosR VSyl12 VSy12 RosR

Pucynok 36. ATriroTHHAIUS IITAMMOB KOHTPOJIBHBIX U TPAHC(POPMUPOBAHHBIX
R. leguminosarum Ha moBepXHOCTH KOPHEH pacTeHHI TOMaTa uepe3 4 THS COBMECTHOTO
KYJIbTUBUPOBAHMSL.

Ha 7vie cyTku BO BCeX OMNBITaX MbI OTMETWJIH OOpa3oBaHHE OWOIUIEHOK Ha
KopHsX TomaTta (puc. 37). bosee Toro, Ha KOpHSX pACTEHHIA, KOTOPBIC MBI
COKYJBTUBUPOBAIM C  TPaHC(HPOPMHUPOBAHHBIMU  PU300MAIBHBIMU  IITaMMaMH,
chopmupoBaHHas OWOIJICHKA HAXOAWJIACh Ha 0oJyiee 3pesioil CTaauu pPa3BUTHSA 10
OTHOIICHHIO K OWOIUIEHKaM, OOpa30BaHHbIM JUKMMHU ImTammamu. I[lpuuem, mpu
MUKPOCKOIIMPOBAHUM  OHMOIJICHOK, O0Opa30BaHHBIX JUKUM M PEKOMOMHAHTHBIM
mrammamu R. leguminosarum VSy3 u R. leguminosarum VSy3 RosR, Mber Habmromamm
OMOIUIEHKH, KOTOpbIE HaXOAWJIUCh, TJABHBIM O0pa3oM, Ha MOBEPXHOCTU KOpHEU
pactenwmii. B ciydae ke MUKPOCKOMTUPOBAaHUS KOPHEH PACTEHHUI COKYJIBTUBUPYEMBIX CO
mrammamu R. leguminosarum VSy12 u R. leguminosarum VSyl2 RosR, Gaktepuu
KOJIOHU3UPOBAJIM, MPEUMYILECTBEHHO, KOPHEBBIE BOJIOCKM M OMOTIEHKU HAOJII01aIiCh

WUMEHHO B ATOM 00JIaCTH.

R. R. R. R.
leguminosarum leguminosarum leguminosarum leguminosarum
VSy3 VSy3 RosR VSyl2 VSy12 RosR

Pucynokx 37. OO6pa3oBanue OMOIUICHOK HKCIIEPUMEHTAJIBHBIMH IITaAMMaMU Ha

MMOBEPXHOCTH KOPHEHN pacTeHUI ToMara 4epe3 7 JHEW COBMECTHOIO KyJIbTUBUPOBAHUA.
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3areM Hamu Oblla TPOBENEHA OLIEHKA YpPOBHS KOJIOHM3AIlMM KOpHEH parca,
TOMAaTa M KJeBepa Mmocyie 7 CyTOK COBMECTHOTO C pU300USIMH KyJIbTUBHUpOBaHMs. Tak, B
ciiydae TpaHCHOPMHUPOBAHHBIX INTAMMOB, MBI HAaONIOJaNM YBETUYCHHUE KOJIUYECTBA

aIre3UPOBAHHBIX KJIETOK PHU300aKTEpHUil MO CPABHCHHIO C KOHTPOJBHBIMH IIITAMMaMHU
(puc. 38).

Panc Tomar Kuesep
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Pucynox 38. AnHanmu3 ypoBHS KOJIOHH3AIMM KOpPHEH TMOCIe WHOKYJISIUU

&
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UCXOAHBIMU U TPAaHC(HOPMHUPOBAHHBIMHU IITAMMaMH (10 OCH OPAMHAT U3MEHEHHE YUCIIa
Oaktepuii B %).1 - R. leguminosarum VSy3; 2 - R. leguminosarum VSy3 RosR; 3 -
R. leguminosarum VSy12; 4 - R. leguminosarum VSy12 RosR.

Tak Hamu OBIIO BBIABICHO, YTO NPHUMEHEHHE TpPaHC(HOPMUPOBAHHBIX
koHcTpykimern PJBGFP658 ROSR mTammoB mpu MHOKYJISIIMKM PAcTeHHWM OKa3bIBaeT
HEe3HAuuTeNbHbIN 3 dexT Ha 6000Bbie 1 HEO0OOBBIE pacTeHus. JaHHBIA QakT MOXKET
OBITH CBSI3aH C TEM, YTO BHIOpAHHBIE HAMU HCXOJIHBIE IITAMMBI CIIOCOOHBI K CHUHTE3Y,
PEryIUpYIOIIUX POCT W pa3BUTHE pacTeHuid mertabonutoB, B yactHoctu OIIC,
ru00epeIMHOB, NMTOKUHUHOB M WHAON-3-YKCYCHOM KHCJIOTBI, a MX 3HAUYMUTEIHHOE
NEPETPOU3BOJICTBO B KIIETKE HHEPreTUUYECKU HEBBITOJHO. Taxke, Mbl HE OTMETHIIU U
CYIIECTBEHHOT'O BIMSHUS IITAMMOB, COAEPKAIINX B T€HOME JOMOIHUTEIBHYIO KOIHUIO
reHa rosSR, Ha KiIyOeHbKOOOpa3oBaHHME Ha KOPHAX KieBepa JyroBoro. OJHaKO
HKCIIEPUMEHTHI TI0 COBMECTHOMY KYJIHTHBHUPOBAHUIO TPAHC(HOPMUPOBAHHBIX HMITAMMOB
U pacTeHMH parica, ToMara U KJieBepa, MPOoIEMOHCTPUPOBAJIH, YTO B cllydyae 00pabOTKu
pacTeHUN  OMBITHBIMH  IITaMMaMHd, HaONIOAAeTCs  yBEJIMYCHHE  KOJIMYECTBA
aJre3MpPOBAHHBIX KIIETOK PHU300aKTEpHil HA MOBEPXHOCTH KOpPHEH MO CpPaBHEHHUIO C

KOHTPOJIbHBIMU IITaMMaMHU. boiiee Toro, Ha mpuMepe KOpHE ToMarta, ObLIO BBISBIECHO,
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4TO, TpaHC(HOPMHUPOBAHHBIE MITAMMBI CIIOCOOHBI OOPA30BHIBAThH 3pejibie OMOTUICHKH Ha
OMOTUYECKUX TOBEPXHOCTSX, MPUYEM, HMX JIOKAIM3AIUs 3aBUCENAa OT TOTO, KaKUM
ITaMMOM MHQUITMPOBaHA KOpPHEBAsk CUCTEMaA

[Tomy4yeHHBIE HAMHM pPE3YIbTAThI COOTHOCATCSI C JIAHHBIMU TIPEICTABICHHBIMU B
autepatype. Tak, HampuMep, TPy aHaIu3e KOJOHU3AIUNA U 00pa30BaHus OMOTUICHOK Ha
KOpHSX He000OBBIX pacTeHuil (apadbumornicuc u parc) mrammoM Rhizobium sp. YAS34
B paborax Santaella m coasr. (2008), wucciemoBaTeny yKas3bpIBalOT Ha TO, YTO
puzobuansabie DIIC cmocoOCcTBOBAMM KOJIOHHU3AIUIO OMPEISICHHBIX 30H KOPHEBOM
CUCTEMBI.

CrnenoBaTeNnbHO, HANMWYWE JOTMOJHHUTEIILHOW KOMWUU TeHa FOSR He OKasbIBaeT
CYIIIECTBEHHOT'O BJIUSIHUS Ha 6000BBIe 1 HEOOOOBBIE PACTEHHUS, a TAKKE HA 00pa30BaHUE
KIIyOEHBKOB Ha KOPHAX CHUMOMOTpO(PHOro pacTteHusi Kieepa ayroBoro. OJIHAKO
pPEeKOMOMHAHTHBIE 10 TeHY FOSR mTaMMbl ciocoOHBI 00pa30BHIBATH OMOTIEHKH KaK Ha
a0MOTUYECKUX, TaK U HA OUOTUYECKUX MOBEPXHOCTSIX.

Takum oOpazom, mramMmbl TpaHchopMUpOBaHHBIE KOHCTpykiuedr PIJBGFP658
ROSR He 00yaal0T pocTOCTUMYIHPYIOMUM d(PPEKTOM, 0JTHAKO 00pa3yroT OUOIIIICHKU
u 3(hdexkTrBHEE TO CPaBHEHUIO C JUKUMHU IMTaMMaMH KOJOHHU3UPYIOT KOPHEBYIO
CUCTEMY PacTeHHi, YTO B CBOIO OUYEPE/ib, MOKET CIIOCOOCTBOBATh MX BHIKMBAEMOCTH B

puzocdepe.

3.4. Anaau3 BiausHUs GaKTOPOB OKpY Kaloleil cpebl Ha (opMHUPOBaHHE

OMOIIEHOK PU300MATbLHBIMH ITAMMAMU

dopmupoBaHue OHOIUICHOK MPEACTABIsET COOOW CTpaTeruio BBIKUBAHUS
pu3o0uii B cpemax ¢ OrpaHMYEHHBIM KOJMYECTBOM MUTATENBHBIX BEIIECTB, TaK Kak
KOJIOHM3allMsl TMOBEPXHOCTEH oOecneuynBaeT ONpe/eNIeHHble NMpeuMyliecTBa. Tak, B
pabotax Fujishige u coapt. (2005) ObLTO 1MOKa3aHO, YTO KYJbTHBUPOBAHKUE PU300HI Ha
Ooratoii MUTaTeIbHBIMHU BEIISCTBAMH CpeJie TIPUBOAMT K TOMY, YTO 00pa3oBaHHAs UMHU
OuoryieHka OyneT TOHBINE OUOIJICHKHM C(HOPMHUPOBABIICHCS B MUHUMAJILHOU cpeje.
Benencreue panee momyuennsix O'Toole and Kolter (1998b) nmannbix o TOM, uTO

COJACPIKAHHUC IUTATCIIbHBIX BCHICCTB B CPCAC PCIYJIUPYCT PA3BUTUC OMOIUIEHOK M y
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BU0B Pseudomonas, npuyeM HX H300MIHEe HA00OPOT CIOCOOCTBOBAJIO O0OPa30BAHUIO
ounoruieHok, B paborax Rinaudi m coart. (2006) OBUIO TPOTECTUPOBAHO BIUSHUE
Pa3TUYHBIX MUTATEIBHBIX BEIISCTB M YCIOBUI OKPYXKAIOIICH Cpellbl Ha CIIOCOOHOCTD |
S. meliloti o6pa3oBeiBaTh OuorieHKH. Tak, aBTOpaMu JaHHOW pabOTHI OBLIO BBISBIICHO,
4TO KOHIIEHTpaIlMsl caxapo3bl, docdara W KamblUs TOJIOKUTEIBHO KOPPEIHPYET C
oOpa3oBaHHEeM OHMOIICHOK, TOTJa KaK AKCTPEMaJbHBbIC TEMIEpaTyphl W 3HaueHus pH
Jalo0T OTpUIATeNbHBIN 3¢ dekt. bomee toro, Fujishige u coapt. (2006) mokasamm, 4to
OMOoTIIEHKOOOpa30BaHKEe PA3IMYHBIX ITaMMOB R. leguminosarum mMoxeTt ObITh YCHIICHO
OTpaHUYCHHEM MUTATEIBHBIX BEIIECTB. BBUIY 3TOr0, HaMu ObLTa U3y4YeHa 3aBUCUMOCTh
OromMacchl OMOIIEHOK, 00pa30BaHHBIX PU300MAIBHBIMUA IITAMMAaMU, OT KOHLEHTPAIlUU
Ca™ B Ky/nbTypalbHOH Cpele, OT TeMIEPATyphl, a TAKKE OT HAIMYHS IHTATCIHHBIX
BEIIECTB B Cpejie.

B skcnepuMeHTax Mo oneHke OMoMacchl OMOILIEHOK PU300Mii, 00pa3yeMbIX IpH
pasIMYHBIX KOHIEHTpaumsix Ca’’ B Ky/IbTypalbHON cpele, B KauecTBE KOHTPOIBHBIX
mTaMMOB ObLIH BBIOpaHbl: R. leguminosarum Pvu5, R. leguminosarum VSyl12 (2008),
R. leguminosarum THy2, R. leguminosarum TPr4 (2004), R. galegae 0702. OnbITHBIMU
MTaMMaMH, SBISUTUCh HWCXOAHBIC ITaMMBI, TPaHCHOPMHPOBAHHBIE KOHCTPYKIIHSMHU
pJB658GFP PssA, pJB658+pssB, pJB658GFP RosSR. Xmopunm kaiabiiuss BHOCHIU C
marom 1,5MM. OnTudeckyo MIOTHOCTh, U3MEPSIIN IIPU IJIUHE BOJIHBI 590 HM.

B cnyuae mnposeaenHoro omsiTa npu 0 MM Ca” Mbl HAOIIONATH TOHKHE
OHOIJIEHKH, U, HECMOTPS Ha TO, YTO TOJIIMHA OUOIIICHOK Oblila HE3HAYMTENbHA KaK Y
KOHTPOJIbHBIX, TaK M TPaHC(HOPMHUPOBAHHBIX INTAMMOB, JIUIIb B HECKOJBKUX CITydasx
OuorieHka, oOpa3oBaHHAas JUKUM IITaMMOM Oblla  TOJIE, OOpa3oBaHHOMN
tpanchopmupoBaHHbiM  (puc. 39). Jlamee, Mbl HaOMIOJATA KOPPESAIMIO MEXIy
KoHIeHTparueil Ca®* B KyIbTypalbHON cpefe M TONMIMHOM GHOIUICHOK — YeM BBIIIC
6buta KoHHeHTparms Ca’’ B cpeme, TeM TOJMIE CTAHOBININCH OHMOILUICHKH. Tak,
HampuMep, nobGasieHne B cpexy 1,5 MM Ca® mpHBOAMIO K YBEITHYCHHIO TOJIUHEL
GUOILTCHOK B 2 pa3a, 3 MM Ca’’ - B 4 pasa, 4,5 MM Ca® - B 5 pas. [Ipuuem, naHHas
3aKOHOMEPHOCTh HAOJII0a/Iach M B OTHOIICHWH IITAMMOB, PEKOMOWHAHTHBIX MO TE€HY

pssA, a taxke u PSSB, u rosR. Tpancdopmarus mrammor R. leguminosarum Pvu 5,
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R. leguminosarum VSy12, R. leguminosarum THy2, R. leguminosarum TPr4 renom
PSSA i rosR moBsimaeT 3¢ ¢GeKTHBHOCTh 0Opa3oBaHus OUOIUIEHOK. B akciepumenTax
CO IITaMMaMH, peKOMOMHAHTHBIMU T10 TeHY PSSA, TOJIIMHA OMOIIEHOK YBETUYMBAIACh
B cpeiHeM B 1,3 pasa 110 CpaBHEHUIO C KOHTPONIbHbIMK mTammami (ipu 28°C u 4,5 MM
Ca” B cpeje); B DKCIIEpHMEHTaX ¢ TeHoM FOSR — B 1,4 pasa. TpanchopMauus reHoM
pSSB, HanpoTUB, yMeHbIIIaNa TONIUHY OMOIICHOK, TPaKTUYECKH, B 2 pa3a. B ciayuae R.
galegae 0702 3HaUMMBIX  pa3nU4YMid B OMOIUICHKOOOPAa30BaHUM  MEXIY
PEKOMOMHAHTHBIMU M KOHTPOJIBHBIMH IITaMMaMH HaijeHo He Obuto (puc. 39). Takxke
OBLJIO TIOKA3aHO, YTO TpaHcopManus pu300uid KOHCTPYKIUSAMU, COACPIKAITUMHU TEHBI
PSSA wiu rosR, MoO3BOJIIET HEKOTOPHIM IITaMMaM IIPEOJI0JIEBaTh HMHTUOUpYIOIIEe
JIEUCTBUE HU3KUX KOHIIGHTpAllMiA Kaibllig B cpene U (OpMHUpPOBATH OHOILICHKH.
Hampuwmep, B ciaydae R. leguminosarum TPr4 (tpancdopmartust pssA mpu 1,5 MM Ca® B
cpene) wm R. leguminosarum Pvub, R. leguminosarum VSyl2 (tpancdopmarust rosR
npu 1,5 MM Ca” B cpexe) (prc. 39).

Hanuuue B reHoMe pu300akTepuil JOMOJHUTEIBHOW KONMUU reHoB PSSA u rosR,
perymupyromux  6uocunre3  OIIC, DNOJOXKUTENbHO  BIMSAET Ha  IPOLECCHI
OHMOIJIEHKOOOpa30BaHMsI, TaK Kak B Cly4yae TPaHC()OPMHUPOBAHHBIX IITAMMOB, MBI
HaOmomanyu Oojiee 3penble OMOIUICHKH CO CJIOXKHOM apXHTEKTypOM W OOJIbIICH II0
OTHOIIEHUIO K COOTBETCTBYIOIIUM JUKUM (KOHTPOJBHBIM) IITAMMAM TOJIIUHON. DTOT
(bakT cornacoBBIBACTCS C JaHHBIMH, TPEICTABICHHBIMH B JUTeparype. Tak, COrjiacHO
Russo u coaBt. (2006) Mmyrtaiuu B reHe PSSA, OsokupyrorT Ouocuuted JIIC y
R. leguminosarum, BbI3bIBas, TEM CaMbIM, CHIDKCHHE OHOIJICHKOOOpPa30BaHUSI.
Mytanuu B reHe PSSA, mpuBeau K OOpa30OBaHUIO IUIOCKOW HECTPYKTYpUPOBAHHOM
ouoruieHkH U B pabdorax Williams u coasrt. (2008), moaTBepkaas, Kak U Pe3ysbTaThl
Russo u coaBt. (2006), 4TrO 3TOT  KIIOYEBOW TI€H, WIPaeT BAXHYI pOJib B
dopmupoBanun OuoruieHOk. B pabGorax Janczarek um coast. (2007) yka3aHo, YTO
MmyTanuu B reHe FOSR y R.leguminosarum mpsiMbiM 00pa3oM BIHSIFOT HA CHHUXKCHUEC
cuntesa JIIC, a pabotsl 2009 . MOKa3bIBAIOT, YTO JIOMOJTHUTEIBHBIE KOIMMHU ATOTO IeHa
OPUBOASIT K TMOYTH JABYKpatHOMy yBenmuueHuto cunHte3a OIIC. JlaHHbie ¢akThl

YKa3bIBalOT Ha TO, YTO U Te€H FOSR (pyHKIIMOHMpYET Kak MOJOXKUTEIbHBIA PETYISITOP
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ouorienkooopazoBanus. [IpoTuBononokHOE K€ eicTBUE HAa OMOIIIEHKOOOpa3oBaHUe,
COIIACHO JaHHBIM TMoJiydeHHbIM JanczareK m coaBt. (2001), oka3piBacT HaIWYHe
JOTIOJTHUTENBHBIX KOMUii TeHa PSSB B mrammax aukoro tuma. IlomydeHHble HaMu
pe3yNbTaThl TakK)KE COTJACOBBIBAIOTCA W C O3TUM yTBepkaeHueMm. llltamwmsbr,
peKOMOMHAHTHBIE 110 reHy PSSB, o0pa3oBbiBasiU 60JIee TOHKHE OUOIIJICHKH 1, HECMOTPSI
HA TO, YTO IOBBIMICHHASI KOHIEHTparmsi Ca’’ B Ky/lbTypalbHOI CpEfe MONOKHTEIBHO
BJIMsUIa Ha OMOIUJIEHKOOOpa30BaHUE, KOHTPOJIbHBIE MITAMMBI B JAHHOM CIy4yae BCET/a

00pa30oBbIBaIM 00JI€e CIOXKHYIO IO CTPYKTYpE OUOIIIICHKY OOJIbIICH TOIIIUHBI.
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Pucynok 39. OtHocurenpHas Onomacca OUOIUIEHOK MCXOJIHBIX U TpaHC(HOPMUPOBAHHBIX KOHCTpYyKuusiMu PJB658GFP
PssA, pJB658 PssB u pJB658GFP RoSR mramMoB pu3o6mii mocie 7 cyTok KyabTuBHpoBanus npu 28 °C B 3aBUCUMOCTH OT
conepxanns Ca”* (MM) B cpeze. ITo ocn Y — ONTHYECKAS MIOTHOCTD KPHCTAIMYECKOTO (DHONETOBOTO, 1eCOPOUPOBAHHOIO

IMOCJIC OKpalIuBaAHUSA @EOH:HOEOHﬁ O@@Nwowmﬁmmvcw Ha IIJTaCTHUKOBBIX IINIAHIIICTAaX.
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Jlanee Hamu OBLTM TPOBEACHBI SKCIEPUMEHTHl MO OIICHKE BO3AEUCTBHUSA
TEMIIEpaTyPHOTO pekuMa Ha OuoruieHkooOpasoBanue (puc. 40). B xadecTBe MCXOMHOM
6bLTa BEIOpaHa KoHeHTpauus Ca”" 4,5 MM, Tak Kak HaGOJIbIIAs TOJIIMHA GHOMIEHOK
HAbmoONanach HAMH HMEHHO B CIydae nobasienms 4,5 MM Ca®* B KyIbTypalbHYIO
cpeny. OnTUManbHOW TeMIIEpaTypol i KyJbTHBHPOBaHHUA PHU300MHA, SBISETCS
temnepatypa 28°C. BBuay 3Toro, s TOro, 4ro0bl OLEHUTH OHOMAaccy OHOIUIEHOK
pU300Mii IPU PA3IMYHBIX TEMIIEpATypax, Mbl BEIpAIIUBAIN OaKTEPHU MIPH TEMIIEPaType

Ha 10°C guxe u Ha 10°C BbIlIE ONITUMATIBLHOM.
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Pucynok 40. OtHocuTenbHas 6uoMacca OMOIJIEHOK UCXOTHBIX U TPAHC(HOPMHUPOBAHHBIX LITAMMOB OakTepuid mocie 7

2+ .
CYTOK KyJIbTUBUPOBaHUS IpH conepxkanuu 4,5 MM Ca” B KyJbTypajbHOU Cpelie B 3aBUCUMOCTH OT Temrepatypsl. [1o ocu Y
— ONTHYECKasl IUIOTHOCTh KPHUCTAJUIMUECKOTO (PHOJETOBOIO, JIeCOPOMPOBAHHOIO TIOCHE OKpallMBaHHUS OHOIUICHOK,

O@ﬁmwow.mﬁ.:ﬁhx Ha IJIaCTUKOBBIX IINIAHIICTAaXx.
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[IpoBeneHHble OMBITHI MMOKA3ald 3aBUCUMOCTb OHOIJIEHKOOOPAa30BaHUS OT
TEeMITepaTypHbIX yciaoBui. Kak KOHTpOJIbHBIE, TaK U TpaHC(HOPMHUPOBAHHBIE OAKTEPUU
>ppexTuBHO  00pa3oBbIBamM  OwmomneHkn 1npu  Temmeparype  28°C.  Ilpu
KYJIbTHBUPOBAHMM pPU300Mi mpu Gonee nuskoi temmeparype (18°C), cmocoGHOCTS
mTaMmMOB (OpPMHUPOBATH OMOIIEHKH BO BCEX CIIy4asix CHIKaJach Ooliee 4em B 2 pasa.
[Ipu mnosbimeHnr TemmnepaTypbl 10 38°C CTATUCTHYECKH 3HAYMMBIX pasiHudii B
abdexTuBHOCTH  (PopMupoBaHUS OWOIUICHOK 110 CPaBHEHHWIO CO IIITAMMAaMH,
BeIpamieHHbME npu 28°C, HaiineHo He Obw10. CXOKHE PE3yJIbTaThl MONYYEHBI U B
pabote Rinaudi u coasT. (2006), B KOTOpOI1 OMUCAHO BIUSHUE TEMIIEPATyp B AUAINIa30HE
ot 22°C 10 45°C Ha pocrt u cnocoonocts S. meliloti 06pasoBeiBaTh GromIEHKH. ABTOPEI
MOKa3aJId, YTO PAa3INUUi MEXKIy OMOTUICHKAMU CHHOPU300MN KyJIbTUBUPOBAHHBIX MPH
28°C u npu 37°C mer. OHaKo Bo3EiCTBUE SKCTpeMabHBIX Temneparyp (22°C u 45°C)
OTPUIIATEIBHO BJIMSIIO KaK Ha POCT OakTepui, Tak W Ha 0Opa3oBaHHE OUOIJICHOK.
[Tpuuem npu 45°C ob6pazoBanre GHOMIEHOK HAOIIOAAIOCH Ha YPOBHE, paBHoM 22°C.

Jlanee HamMu ObLIIO M3y4€HA 3aBUCUMOCTH OMOMAcChl OMOIUIEHOK, 00pa30BaHHBIX
pU300uaNbHBIMU IIITAMMAMHU OT HAJIMYWS MHUTATEIbHBIX BEIIECTB B cpefe. B kauecTse
ucxoaHoro, ObT BbIOpaH mTamMm R. leguminosarum VSy3. DkcrnepuMeHTaIbHBIMU
mramMmmamu SBIsMCh mtamm R. leguminosarum VSy3 GFP, tpanchopMupoBaHHBI#
wiasmuaon pJB658GFP, u R. leguminosarum VSy3 ROSR, TpanchopMupoBaHHBII
koHCTpyKimerr PJB658GFP RosR. lns dopmupoBanus OHOIUIEHOK HCHOIB30BAIHCH
yriieBoiHbIe, Oe30enkoBbie cpenbl YM u RDM.

Tak Ha mpumepe mTamma R. leguminosarum VSy3 Obuto 0OHApy»EHO, YTO
UCCJEeNyeMbIE IITaMMbl  CIIOCOOHBI  OOpa3oBbIBaTh OWOIUVIEHKM HAa HHEPTHBIX
MOBEPXHOCTAX Kak B cpene YM, tak u B cpene RDM. OnHako pocT U pa3MHOKEHHE
KJIETOK, a TaKkKe TOJIIWHA OWOMJIEHKM B  Cllydae  KOHTPOJBHBIX U
TpanchopmupoBaHHoro TutazmMugon  PJB658GFProsR  mrammoB  puzoOuii  mpu
BbIpamuBaHuu ux Ha cpene RDM Obuta Oonee yem B TpW pas3a BbIIE 3HAYCHUM,
KOTOpbI€ MbI HaOJIOAQIM B Cilydae KyJbTUBUpPOBaHMS OakTepuil Ha cpeae YM (puc.
41). CnemoBaTenbHO, MOJIYYCHHBIC JaHHBIC MMOATBEPIKAAIOT rumoTe3y Fujishige u coasT.

(2005), cBHIETEILCTBYIONIYIO O TOM, YTO B MUHUMAJIBHOM cpejie pu3ooun GopMupyroT
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OWOIIJIEHKH TOJIIE TEX, 4TO 00pa3oBaHbl B OOTaThIX MHUTATEIHLHBIMU BEIECTBAMHU
cpemax, T.e. 4eM Ooraue TMHUTaTeNlbHAs cpefa, TeM TOHbIIEe OyneT chopMUpOBaHHAS

puzobaKkTepusMu OUOIIIIEHKa, 1 HA000POT.

1,8 M Coom i
1,6 Il Cpexa RDM
1,4
1,2
1
0,8
0,6
0,4
- il HE =
0

KOHTPO./b1 KOHTPO.Ib2 ONBIT

Pucynok 41. OrtHocuTenpHas Ouomacca  OHOIUIEHOK  HUCXOIHBIX U
TpaHC()OPMHUPOBAHHBIX INTAMMOB OaKTEpHii IIocie 7 CyTOK KyIbTHBMpOoBaHus mpu 28°C
B 3aBUCUMOCTH OT cpenbl. [lo ocu Y — onTuueckas IUIOTHOCTh KPUCTAILTMYECKOTO
($buoIeTOBOTO, AeCOPOUPOBAHHOTO TIOCJIEC OKpAIIUBAHUS OUOIJIEHOK, 00Opa30BaHHBIX Ha
MJIACTUKOBBIX IJIAHIIIETaX.

Kontpons1 — mramm R. leguminosarum VSy3,

Kontpons2 — mramm R. leguminosarum VSy3 GFP,

OmnsiT — mtamm R. leguminosarum VSy3 RosR.

Takum 00pa3oM, MPOBENECHHBIE 3KCHEPUMEHTHI BBIIBWIU, 4TO 3(PPEKTUBHOCTH
00pa3oBaHKs OHMOIUICHOK HAMpSMYIO 3aBHCHT OT KOHIEHTpauu# Kambius Ca’ B
KyJbTYpaldbHOM cpeie MU TeMiepaTypHOro pexuma. HemanoBakHoe 3HaueHUE Ha
IPOLECChl aAre3ud KIETOK Ha OWOTHMYECKHX U aOMOTMYECKHUX IMOBEPXHOCTAX U
bopMUpOBAaHHA MUKPOKOJOHMH, HMEET U HaJW4Yhe MUTATeIbHBIX BEIIECTB B

OKPYKAIOIIEN CpELE.

3.5. Onpenesienue pocrocTumyaupymomero 3¢ dexra puzocepHbiX MTAMMOB,
CHUHTE3UPYIIIUX MOAM(PUKATOPHI MEXaHM3MOB ()OPMHUPOBAHMS OHOIJICHOK HA

NOBEPXHOCTH KOPHeM
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[Ipumenenue puzobuii B kauectBe PGPR B 3HaunTenbHON CTENEeHM CBSI3aHO C
WCITOJIb30BAaHUEM CYCTICHAMPOBAHHBIX KynbTyp. [Iporiecc dopMupoBanus OMOMIICHOK,
KOTOpBIN HampsiMylo CBsi3aH ¢ cuHTe30M puzoousimu OIIC, B 3TOM ciydyae HMeEET
OOJBITIOE 3HAYCHHE, TaK KaK IMMO3BOJIICT PU300MSIM MOAICPKUBATH TIIOTHOCTh KIIETOK 0
MOMEHTa B3aUMOJICUCTBUS C PACTEHUEM-XO3SMHOM. Pu300aKkTepuu  BBIIACISIOT
pazimunoe konmaecTBO DIIC (Ribeiro and Burkert, 2016; Moretto et al.,2015; Jlo6anoB
u Ilomonosa, 2020), U, COOTBETCTBEHHO, YE€M BBIIIE ATOT MOKa3aTelib, TEM BBHIIIE HUX
KOHKYPEHTOCIOCOOHOCTh TI0 CpPaBHEHUIO C JAPYIMMH IITaMMaMd puzoc@epsl.
WHokynsust pacTeHU#l MITaMMaMU PU300MiA, CHHTE3UPYIOIIUMHU 3K30TMOINCAXAPHIbI
3HAYUTEJILHO YBEJIMUYMBAET BCXOKECTh CEMSH M POCT MPOPOCTKOB HEOOOOBBIX pacTEHUMN
(JIaBuna u ap., 2016a; Xakumona u ap., 2017c; Castellane et al., 2015).

B Buay TOro, 4ro mpoBeIECHHbICE HAMH PAHEE OMbBITHI MO AHAIU3Y CTUMYJISIIUU
BCXOXKECTU CEMSH M H3MEPEHHUIO [IJIMHbI KOPHEW NPOPOCTKOB pPACTEHUU KIIEBEPA,
TOMaTa W parca MpOJAEMOHCTPUPOBAIIMA, YTO WHOKYJIALMS PACTCHUN PU300MATbHBIMU
ITaMMaMH, B T€HOME KOTOPBIX MPUCYTCTBYIOT T€HBI, YYacCTBYIOIIHE B OHOCHHTE3E
OIIC, BeneT K yBEIMYEHHUIO ATUX POCTOBBIX MMAPAMETPOB. A HalMYuE AOMOJHUTEIBHON
KOMUU T€HOB-PEryaTopoB cuHTe3a JIIC He OKa3bIBa€T CYyHIECTBEHHOTO BJIMSIHHS Ha
nmpolecchl  KIyOeHbKOOOpa30BaHWS Ha KOPHSAX KJeBepa JIYTOBOTO U POCTOBBIC
napamMeTpbl 0000BbIX M HEOO0OOBBIX pacTeHHil. Hamu Oblma co3jmaHa KOJUICKIUS
IFCHETUYECKN OXapaKTEPU30BAHHBIX JAUKUX PHU300UAJIBHBIX INTAMMOB, O0O0JIaJarOIINX
POCTOCTUMYJIMPYIOIIEH aKTUBHOCTBIO.

Tak, 1151 TOro 4TOOBI TPOBECTU UCCIIECIOBAHUS POCTOCTUMYIHpYIOIIEro 3¢ dexra
pu3ochepHbIX IITAMMOB, CHUHTE3UPYIOIIUX MOAN(GUKATOPBI MEXaHU3MOB
dbopmupoBaHUs OHOIJIEHOK HAa TOBEPXHOCTH KOpPHEH, HMCIOJIB30BAIUCH CIEIYIONINE
IITAMMBI;

R. leguminosarum Pvu5

R. leguminosarum Pvu5+RapAl

R. leguminosarum VSy12 (2008)

R. leguminosarum LSy10 (D17)

R. leguminosarum THy1
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R. galegae 0702

R. leguminosarum TPr3 (2004)

P. aureofaciens 1b51 «Enena

P. aureofaciens Ub51 «Enena»+RapAl

Msl ucnonbs3oBanu S u3 10 oOHapykeHHBIX Hamu mTaMMOB R. leguminosarum, y
KOTOPBIX OBUTM HICHTHU(PHUIIMPOBAHBI HCCIIETyeMble HaMU TEHbl OTBETCTBEHHBIC 32
cuate3 OIIC wu, nHabmromamoch Ooibliiee MO CPAaBHEHUIO C JAPYTMMHU IITaMMaMU
KOJUICKIIMKA OCJIM3HEHHME KIIETOYHBIX CTeHOK. A Takxke 1 mramm R. galegae 0702,
KJIETKH, KOTOPOTO TMPOJEMOHCTPUPOBAIN HambOoJjbliee 3a(UKCUPOBAHHOE HAMHU
OCITM3HCHHUE KIETOYHBIX CTEHOK. B OmBITaX MO MHKPOCKOIMPOBAHUIO CTPYKTYD,
oOpa3yeMbIX JIaHHBIMU IITaMMaMH, HaMH OBUIO TPOJEMOHCTPUPOBAHO, YTO OHU
CIOCOOHBI K (POPMHPOBAHUIO OMOIUIEHOK, YTO, B CBOIO OdYepelb, MMEET OONbIIOe
3HAUEHHUE JUIsl UX BBKMBAHUSA U KOHKYPEHTOCTIOCOOHOCTH pu3ochepe.

B kadecTBe MONOXKUTEIHHOTO KOHTPOJIA HaMU ObUIM BBIOpaHbl: MmTamMM P.
aureofaciens Mb51 «Enena» - 3¢ dexkTuBHBIN OUOIpenapar, CTUMYJIUPYIOUINA POCT U
pa3BUTHE pacTeHUM, a Takke 2 mTamMMma, TpaHCHOpPMHUPOBAHHBIX reHOM FapAl — P.
aureofaciens Ub51+RapAl u R. leguminosarum Pvu5+RapAl. benok, koaupyemsiii
TUM T€HOM, CHOCOOCTBYET aJCOpPOIIMM MUKPOOPTaHM3MOB Ha MOBEPXHOCTU KOPHEH.
[TokazaHo, 4TO KOHCTUTYTUBHAsI dKcrpeccust TeHa rapAl B kieTkax MHUKPOCUMOUOHTA
OKa3bIBaeT TIOJIOKHUTEIBbHBIH  3(P¢GEeKT Ha  POCTOBBIC IMapaMeTphl  PACTCHHM
(Hurmarymnuna u np., 2015; Xakumosa u ap., 2017a; Bepuuauna u ap., 2019a).

Jlns uzydenus 3(pPeKkToB OKa3bIBAEMBIX UCCIEAYEMbIMU IITaMMaMu Ha 000OBbIE
U HeOOOOBBIE KYJIbTYPHI WCIIONB30BAIM pacTeHus. caiata jatyka (Lactuca sativa),
penbl  (Brassica rapa), ko3msatHuka BoctouHoro (Galega orientalis), orypia
obosikHOBeHHOTO (Cucumis sativus) u kieBepa kpacuoro (Trifolium pratense). Hx
ceMeHa WHOKYJIMPOBAIM CYCIICH3UEH mTaMMOB. Uepe3 Heeo MoICYUTHIBAIMA MPOIICHT
BCXOYKECTU CEMSIH U JUIMHY KOPHEW U TUIIOKOTHIIEH.

CymiecTByOT padOTHI, JOKa3bIBAIOIINE, YTO WHOKYJISAIHS PACTCHHH BBICOKUMH
KOHIIGHTpAIMsIMA PU300MHA MOXET OKa3blBaTh M TMaryOHOE BIUSHUE HAa POCT U

yposkaiiHOCTh He0000BBIX KyabTyp (Perrine et al., 2001; Antoun and Prevost, 2006).
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Jnis toro 4toObl M30eXkaTh HETaTUBHOTO BO3ICHCTBHS Ha HCCIEAyeMble pacTEHHUS,
HaMH OBUIM  TPOBEJACHBl ONBITHI IO  HMHOKYJSIIMM  PACTEHUH  pa3iMuHBIMU
KOHIIeHTparusiMu pu3oouit (JlaBuna u coast., 2014, 2016a, BepmmHuHa U COaBT.,
2019). Tak ObUIM BBISIBIICHBI ONTUMAIBHBIC KOHIICHTPAIIMH, NMPU KOTOPHIX IITAMMBbI
R. leguminosarum, R. galegae u P. aureofaciens o0061ai0T pOCTOCTUMYIUPYIOLUIUM
3 peKToM, HE OKa3bIBas MPU ITOM HETaTUBHOTO BIMSHUS Ha UCCIEAYyeMbIE PACTEHUS —
10* KOE/mx. 1 10° KOE/Mi1. Tak KaKk HanOOIbIIHE CPEIHNC 3HAUCHHS MBI HAOMIOIATH B
cllyyae MHOKYJSIIUM PACTeHUH CyCHeH3Hel OakTepuil KOHIEHTpalus, KOTOpoi Oblia

5 .
10° KOE/ma., B manpHeiem, OyaeM ONmuchIBaTh UMEHHO ATH OIIBITHI.

3.5.1. Cmumynayus ecxoxncecmu ceman

[Ipy mpoBeJCHUH OMBITOB IO H3YYCHHUIO POCTOCTUMYIHUpyromero sddekra 7
pu300MaIbHBIX W 2 ITAaMMOB IICEBJOMOHAJ Ha CEMEHA cajara JiaTyKa, pPerbl,
KO3JISITHUKA BOCTOYHOTO, OTypIla OOBIKHOBEHHOTO U KJIEBEpa KPacHOTO, ObLI MOICYMTAH
MOKa3aTeh BCXOKECTH CEMSH.

BBUTO BBISBICHO, YTO MHOKYJIAILUS PACTCHHH KJICBEpa KPAaCHOTO HCCIICTyEeMBIMHU
IITaMMaMH, B OCHOBHOM TIOJIOXKHMTEIBHO BIMSACT Ha BCXOXKECTh CeMsiH (puc. 42), 0THAKO
B ciaydae mramma R. leguminosarum VSyl2 (2008) mbl HaOmromaaud ¥ OOpaTHBIHM
ahdexr. Tak, OBLIO IOKA3aHO, YTO HCIOJIB30BAaHUE PH300MAIBHBIX INTAMMOB
R. leguminosarum Pvu5, R. leguminosarum Pvu5+RapAl, R. leguminosarum THyl, R.
galegae 0702 u R. leguminosarum TPr3 (2004) mpu o0paboTke KieBepa KpacHOIro
(Trifolium pratense) nHa 10% yBenmMYMBAEeT BCXOXKECTh CEMSIH IO CPaBHCHUIO C
KOHTPOJBHBIMU pAcTeHUsIMHU, mpu dSToM ImramMm R. leguminosarum TPr3 (2004)
SIBIIICTCSL MPUPOJHBIM CHMOMOHTOM KiieBepa KpacHoro. IlItamm R. leguminosarum
LSy10 (D17) He oka3an BIMSHHS Ha TOKa3aTelb BCXOXKECTH CEMSIH, B OTJIHYHE OT

[ITAMMOB IICEBIOMOHA/I.
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legumino legumino aureofaci

6e3 sarum sarum sarum sarum sarum galegae | sarum ens MEBS1 ens NB51
6akTepuit PVUS Pvu5+Rap| VSyl2 LSy10 THVL 0702 TPr3 <Enenay «EneHa»+

Al (2008) (D17) v (2004) RapAl

| 90% 100% 100% 80% 90% 100% 100% 100% 93% 97%

Pucynok 42. [IporieHT BCX0KECTH CeMsIH KIIeBepa KPacHOTO.

B ombITax 1Mo MHOKYJISIMKM PAaCTEHUH KO3JSATHUKA BOCTOYHOTO HCCIICAYEMBIMH
IITAMMaMH, MBI HCTIOJIB30BAIH IITAMM, KOTOPBIH SBJSETCS MPUPOJIHBIM CUMOHMOHTOM
KO3JISITHUKA BOCTOYHOTO | TIPY 3TOM ObLT TpaHChopMupoBaH reHoM rapAl, uTo B cBOIO
ouepenb JOJHKHO OBUIO yIydInuTh ajgcopOruio mramma R. galegae 0702+RapAl na
MOBEPXHOCTH KOpHEH. JlaHHOE TperoioKEeHHEe OKa3ajJoCh BEPHBIM — TPHUMCHEHUE
mTaMMa Tpu 00pabOTKe CEMSH PACTCHHH KO3JIATHUKA TPHUBOIUT K 3HAYUTCIHHOMY
yBEIIMYCHUIO BCXoxkecTn (Ha 27% Oonbllie MO CpPaBHEHHIO C KOHTPOJIbHBIMU
pacrenusimu) (puc. 43). Ha Bropom mecte Obut mramm R. galegae 0702 (ma 17%
OOJIbIlIe TI0O CPABHEHHUIO C KOHTPOJBHBIMH PACTCHHSIMHM). TakyKe MbI HCIOJb30BAIH H
mramm  R. leguminosarum TPr3 (2004)+RapAl, koTopslii, Kak IUKHANA IITAMM
R. leguminosarum TPr3 (2004) oka3aicst Ha TPEThEM MECTE T10 MTOKA3aTeIsIM BCX0XKECTH
pactenmii (Ha 10% OoJbIlie MO CpaBHEHUIO ¢ KOHTPOJIbHBIMU pacTeHusIMH). [lITammbl
R. leguminosarum VSy12 (2008) u R. leguminosarum THyl, B oTiuume OoT apyrux
IITAMMOB, TIOKa3aBIIMX IOJOKUTEIBHBIN 3()(PEKT Ha BCXOKECTh CEMSH KO3JIATHHKA

BOCTOYHOI'O, HC OKa3aJIu BIIMAHUSA HA PACTCHUA.
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R. R. R. R. P. P. R. .
KOHTpON R. . . . R. . aureofa R. legumin
. |legumin|legumin|legumin ) R. legumin [aureofa .
b 6e3 |[legumin legumin . ciens |galegae|osarum
Gakrepn| osarum osarum | osarum | osarum | = galegae | osarum | ciens MBSl 0702+Ral TPr3
o PVUS Pvu5+Ral VSyl12 | LSy10 THy1 0702 TPr3 | UB51 «Enera»| pAl | (2004)+
pAl | (2008) | (D17) (2004) |«EneHa» +RapAl RapAL
| 40% 43% 47% 40% 43% 40% 57% 50% 43% 47% 67% 50%

Pucynox 43. [IpomieHT BCXOKECTH CEMSH KO3JIATHUKA BOCTOYHOTO.

Hamu 6p110 mokaszano uto, mramM R. galegae 0702 3HauuTeIbHO yBEIUYMBACT
BCX0XECTh CEMSH Or'ypiia OOBIKHOBEHHOTO (ITOKa3aTeNlb BCXOKECTH ceMsiH ObuT Ha 27%
OoJibllle TIO CPAaBHEHHIO C KOHTPOJBHBIMU 3HadeHusiMu) (puc. 44). bomee Toro, Bce
HITaMMBl OKa3aju TOJIOXKHUTENbHbIN 3(hdekT Ha pactenus. Ha BTOopom mecte ObLIH
nokazarenu mrtammoB R. leguminosarum Pvu5 u R. leguminosarum THyl (wa 17%

OOJIbIIIE 110 CPABHEHUIO C KOHTPOJIBbHBIMU PACTEHUSIMHU ).

120%

100%

80%

60% -

40% -

20% -

0% -
R. R. R. R. P.
R. . . . R. . P. .
KOHTPO/Ib . |legumino|legumino | legumino . R. legumino . | aureofaci
legumino legumino aureofaci
6e3 sarum sarum sarum galegae | sarum ens NB51
.| sarum sarum ens Mb51
bakTepuit PVUS Pvu5+Rap| VSyl2 LSy10 THvL 0702 TPr3 <Enenar «EneHa»+
Al (2008) | (D17) ¥ (2004) RapAl
| 73% 90% 87% 77% 77% 90% 100% 80% 87% 80%

Pucynok 44. [IporeHT BCX0KeCTH CeMSIH Oryplia OOBIKHOBEHHOTO.
Haubonpiuit 2dekT Ha BCXOKECTh CEMSH PaCTCHUN Mbl HAOJIIOJIalId B ClIy4yae
00pabOTKHU CeMsIH perbl, Yy KOTOPBIX ObljIa OYeHbh HU3Kask BCXoxkecTh 7% (puc. 45). Tax

IpY MCIIOJIb30BaHKK mtamMma R. leguminosarum Pvu5 npu WHOKYISIMK PACTCHUIN PETIbI
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B 10 pa3 yBeauumBaeTCs BCXOXKECTh CEMsH, a B ciydae Imrtamma R. leguminosarum

VSy12 (2008) Ha 53% Oouibliie IO CPABHEHHUIO C KOHTPOJIbHBIMH PACTCHUSMH.
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m LSy10 (D17)

R.
leguminosaru
m THy1

R.
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36%
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Pucynok 45. [Ipo1eHT BCX0XKECTH CEMSIH PETIbI.

I/IHOKYJIHI_II/I}I CCMAH CajiaTa JIaTyKa HCCICAYCMbIMU IITaMMaMH TAKXKC IMPUBOAUT

K YBCIIMYCHHUIO BCXOKCCTHU CCMAH paCTeHHﬁ. HauOombpmme noka3aTeian 1no CPaBHCHHIO C

KOHTPOJIbHBIMH  PACTCHUAMU

cajaTta

MBI

Ha0Ir01aIN

B

ciyvae

mTaMMOB

R. leguminosarum TPr3 (2004) u R. leguminosarum LSy10 (D17), kotopsie ObLIM Ha

19% u 18% BbIllIe 3HAYCHHUI KOHTPOJBHBIX Ipymi (puc. 46).

100%
90%
80%
70%
60%
50%
40%
30%
20%
10%

0% -
R. R. R. R R.
KOHTPOJIb R. leguminos | leguminos | leguminos R. Ny leguminos
. . R. galegae | leguminos
6e3 leguminos| arum arum arum leguminos 0702 arum TPr3 arum TPr3
6akTepuit [arum Pvu5| Pvu5+Rap | VSyl12 LSy10 |arum THyl (2004) (2004)+Ra
Al (2008) (D17) pAl
| 70% 72% 72% 78% 88% 82% 76% 89% 74%
Pucynox 46. [IpomeHT BCX0KECTH CEMSH caiara JaTyKa
CJIeI[OBaTeJ'IBHO, pu IMPOBCACHUHA OIIBITOB o H3Yy4YCHHUIO

poctocTumynupytomero 3¢dekra puU300HaNBHBIX IMTAMMOB, a TaK)Ke IIITaMMOB
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NICEBAOMOHA/l Ha CEMEHa cajara JlaTyKa, pembl, KO3JIATHUKAa BOCTOYHOTO, OrypIia
OOBIKHOBEHHOTO W KJI€Bepa KPAacHOTO, OBLIO BBISBIEHO, YTO OO0pabOTKa CEMSH JTHUX
pacTeHMIA TaHHBIMH IITAMMaMU 3HAYMTEIHFHO YBEITMYMBACT UX BCXOXKeCTh. [Ipu s3TOM B
OOJNBIIMHCTBE CIIy4aeB 3HAUEHHUs TMOKa3aTele BCXOXKECTH CEMSH pacTeHHil,
WHOKYJTUPOBAaHHBIX PH300MSAMH OBLJIO BBHINIE 3HAYCHUH, KOTOpPbIE MbI HAOIIOJAN B
oTHoIIeHNWU Ouompenapara «EneHa». DTo sBICHHE MOXKET OBITh CBS3aHO C CHHTE30M
pr300aKTepUANbHBIMHU ITAMMAaMU SK30TOJIMCAXapUI0B U UHI0J-3-YKCYCHOU KHCIIOTHI
aHAJIOTUYHO pe3ysIbTaTaM, MOJYyYEeHHBIM 3apyOS)KHBIMU aBTOPAMH TIPH UCCIICTOBAHUH
BJIIMSIHUS IITAMMOB PH300MH Ha BCXOXKECTh CEMSIH Pa3IMYHBIX HEOOOOBBIX pacTEHHIl.
Tak, Hanpumep, B pabote Alami u coaBTOpOB, ObUTa OTMEUEHA CTUMYJISILUS BCXOXKECTH
CeMsH TOJCOJIHEYHHKa Tpu ux oOpabotrke mrammoM Rhizobium YAS34,
CUHTE3UPOBABIIMM 3K30monucaxapuabsl. OOpaboranHble mrTaMmMoM YAS34 cemena
MOJICOJTHEYHUKA OOJaJalid JYy4Iledl BCXOXECThIO IO CPABHEHUIO C KOHTPOJIbHBIMU
pactenusimu (Alami et al., 2000). Cxoxue pe3yabTaThl MOJYyYEHBI U TIPU 00padOTKe
ceMsH camara jatyka Rhizobium sp. mrammer 33 u 45. MHOKyIsSIUs ceMsH canara
JAHHBIM IITAMMOM TIOKa3ajia YBEJIMYEHHE KOJIMYECTBA MPOPOCHIUX CEMSH IO
cpaBHeHuto ¢ koHTpojeM (Pena and Reves, 2007). BiusiHue Ha BCXOXECTh CEMSH
cajiaTa JlaTyKa aBTOpbI 00BsACHSIOT ciHTe30M Rhizobium sp. mrrammer 33 u 45 unam0:1-3-

YKCYCHOM KHUCJIOTHI.

3.5.2. Bausinue puzoouaibHulX wimammos Ha OJIUHY KOPHEll NPOPOCMKO6 calama
JlamyKa, penvl, KO3IAMHUKA 60CHLOYHO20, 02YPUA 00bIKHOBEHHOZ0 U Kleeepa

KpacHozo

[Ipu omeHke BIUSHUS HCCIEAYEMBIX IITAMMOB Ha KOPHEBYIO CHUCTEMY cajiaTa
JaTyka, penbl, KO3JIATHUKAa BOCTOUYHOTO, Orypla OOBIKHOBEHHOI'O M KJE€Bepa KpacHOTO
U3MEPSUTH JJIMHY KOPHS OMNBITHBIX TPOPOCTKOB WM CPAaBHUBAIM C JJIMHOW KOPHS
KOHTPOJIBHBIX TPOPOCTKOB. B ciydae kiieBepa KpacHOro MbI OTMETWJIM, YTO BCE
UCCJIeTyeMbIe IITAMMbI MTOKA3aJy 3HAYEHUS BbIIIE KOHTPOJBHBIX pacTeHui (oT 38 1o
119% Oonbiie koHTpoJibHBIX) (puc. 47). Hanbonbias qivHa KopHed Obula B ciiyyae

HWHOKYJIIIHN CCMsH paCTeHI/Iﬁ mTaMMaMnu IICCBAOMOHAN, IIpUu4cM mTaMM,
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TpanchOpMHUpPOBaHHBI TeHoM FapAl, moka3anm 3HaYeHWs] BBINIE 3HAYCHUU
HeTpachopmupoBaHHOTO MmTamma. Cpeau pu300MATBHBIX IITAMMOB HAWOOJBIITHE
NoKaszaTelid Mbl HaOMIOJaNM TpUH HM3MEPEHUU KOpPHEW pacTeHuil, 00pabOoTaHHBIX
mrammoM R. leguminosarum Pvu5+RapAl, kortopele oOKa3aquch Ha YPOBHE
ouonpenapara «Enena» - cpemHss ainvHa KopHeW cocraBmsuia 5,19 cm. u 4,83 cwm.
COOTBETCTBEHHO, B TO BpeMsi KaK 3HAYCHUE CpelHEW UIMHBI KOPHEH KOHTPOIBbHBIX

pactenuii coctaisiio 2,37 cum.
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6,00
5,00 T [
g 400 - T T
¢=°§ 7’
s 3,00
%
2,00
1,00
0,00
R. R. R. R. P.
R. ) . . R. . P. .
KOHTPO/b . |legumino|legumino|legumino . R. legumino . |aureofaci
legumino legumino aureofaci
6es carum sarum | sarum sarum carum galegae | sarum ens MB51 ens U651
6akTepuit PVUS Pvu5+Ra| VSyl2 LSy10 THv1 0702 TPr3 «EneHa» «Enena»
pAl (2008) (D17) ¥ (2004) +RapAl
| 2,37 3,73 4,80 3,91 3,31 3,26 4,07 3,83 4,83 5,19

Pucynox 47. Cpennsis qiauHa KOpPHEH OMBITHBIX M KOHTPOJBHBIX paCTEHUMN
KJIEBEpa KPaCHOTO.

WNHokynsuus ceMsH KO3JSTHHKA BOCTOYHOIO INCEBJOMAHAJaMU U PU300UAMHU, Y
KOTOPBbIX ObUIM HACHTU(PHUIMPOBAHBI BCE HMCCIEAYyEMble HAMH T'€HbI, YYaCTBYIOLIUE B
OMOCHHTE3¢e DK30IoJIMcaxapuaoB, a Takke mrtammoMm R. galegae 0702, npuBena k
YBEJIMYEHUIO JJIMHBI KOPHEW MPOPOCTKOB (MOKA3aTENN OIMBITHBIX MPOPOCTKOB OBLIM OT
10 nmo 37% Oombllie KOHTPOJBHBIX 3HaueHWi) (puc. 48). OmHaKO MITAMMBI
R. leguminosarum VSy12 (2008) u R. leguminosarum LSy10 (D17) He oka3aiu sIBHOrO
abpdexkra Ha pacTeHus. MakcumanbHble 3HA4YEHUST Mbl HaOIIOJaIM B Clydae
UCIIOJIb30BaHUsI TICEBJOMOHA/l, MpUYeM TpaHCHOpMUPOBAHHBIA TeHoM rapAl mramm
OKa3all HauOoJIbIlIee POCTOCTUMYJUPYIOIee Bo3ieicTBre (TOKa3aTesb JUIMHBI KOPHEH B
sToM ciaydae cocraBun 0,54 cM., B TO BpeMs KakK IIOKa3aTeldb JJIUHBI KOpPHEU
KOHTpOJIbHBIX pacteruit 0611 0,39 cm. [IpupoaHbiii CHMOMOHT KO3JISITHUKA BOCTOYHOTO

mramMm R. galegae 0702 Takke IMOJOKHTEIHHO BIMSUI Ha JaHHOE PAacTEHHE, KaK M B
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cinydae TpaHchopmupoBaHHoro mo reny rapAl mramma R. galegae 0702+RapAl.
[TokazaTenn AJIMHBI KOPHEW NPOPOCTKOB KO3ISITHUKA BOCTOYHOTO, OOpabOTaHHBIX
R. leguminosarum THyl1, R. leguminosarum TPr3 (2004) u R. leguminosarum TPr3

(2004)+RapAl, obutn GoJbIie KOHTPOIBHBIX Ha 21%, 20% 1 24% COOTBETCTBEHHO.
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: 0,50 T T T T | T T
<. 0,40
(5]
£ 0,30
2 0,20
0,10
0,00 b
R. R. R. R. P- aureofa R. )
KOHTpo| R. . . . R. . |aureofa| . R. |legumin
._|legumin|legumin|legumin . R.  |legumin|™ . ciens
b 6e3 |legumin legumin ciens galegae|osarum
6akten |osarum osarum|osarum|osarum osarum galegae|osarum MBS1 MB51 0702+4R| TPr3
it P PVUS Pvu5+R| VSy12 | LSy10 THvL 0702 | TPr3 «EneHa «EneHa apAl |(2004)+
apAl | (2008) | (D17) | Y (2004) »+RapA| 2P
» 1 RapAl
| 0,39 0,43 | 0,45 0,41 | 041 0,48 | 0,49 | 0,47 0,52 | 0,54 | 0,50 | 0,48

Pucynok 48. CpenHsis IJIMHA KOpPHEH OMBITHBIX M KOHTPOJIBHBIX pacTeHUM
KO3JISITHUKA BOCTOYHOTO.

B onmbitax 1o uU3MepeHHMIO JJIUHBI  KOpPHEW oOrypua OOBIKHOBEHHOTO
pocrocTumyupyoomuid 3pdekt Mbpl HaOmomanu B ciaydae 5 mramMMoB (puc. 49).
MaxkcuMmanbpHOE cpenHee 3HaYeHHe IJIMHBI KOPHEW MBI BHOBb OTMETWUJIM Y PacCTCHHIA
00pa0oTaHHBIX IITAMMAMM IICEBAOMOHAJ, OCOOEHHO B Cilydyae TpaHC(HOPMHUPOBAHHBIX
reHoM rapAl mramMMoB, moKa3aTeau KOTOporo OpuTH Oosiee YeM B 2 pas3a BBIIIE TEX, UTO
y KOHTPOJBHBIX pacTeHnd. KOpHM ONBITHBIX pacTeHHH, WHOKYIHMPOBAHHBIX
pusobuanbHeiMu  mTaMMamMu R, leguminosarum  Pvu5, R.  leguminosarum
Pvu5+RapAlu R. galegae 0702 Oputm myimHHEE KOHTPOJBHBIX Ha 67%, 79% u 86%

COOTBCTCTBCHHO.
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R. R. R. R. P.
KOHTpOA R. . . . R. . P. .
. |legumino|legumino|legumino . R. legumino _|aureofaci
b6e3 |legumino legumino aureofaci
6axteon | sarum sarum sarum sarum sarum galegae | sarum ens VES1 ens Ub51
i P PVUS Pvu5+Ra| VSyl2 LSy10 THv1 0702 TPr3 «Enena» «EneHa»
pAl (2008) (D17) y (2004) +RapAl
| 4,08 6,80 7,29 4,20 4,70 4,49 7,58 4,65 7,68 8,60

Pucynok 49. Cpennsis IuHA KOpPHEH OMBITHBIX M KOHTPOJBHBIX PACTCHUU
orypua oObIKHOBEHHOTO.

Kak u npu n3y4eHHHn BCXOXKECTH CEMSH, OTBITHI IO U3MEPEHHUIO JITMHBI KOPHEH
IPOPOCTKOB pEmNbl TMOKA3alId, YTO HWHOKYJIHUS JaHHBIX PACTEHUH pPU300HaTbHBIMU
TaMMaMU CYIIIECTBEHHO BIUSET Ha UX pocT u pazsutue (puc. 50). Bece uccnenyemoie
IITAaMMBI TTOKa3aJi BBICOKHE 3HAYCHHUS B CPaBHEHUHM C HEOOpaOOTaHHBIM OaKTEPHSIMU
pacreHusM. MakcuManbHbld 3¢ ¢GekT MbI OTMeTWIM y mramma R. leguminosarum

Pvu5+RapAl — 4,12 cM., moka3arenab KOHTPOJIbHBIX pacTeHuil pernbl coctaBmi 0,13 cm.
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5,00 T
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0,00 I eombess
R. R. R.

R. R. .
R. galegae |[leguminosaru

KOHTpOJIb 6e3 . leguminosaru|leguminosaru .
leguminosaru leguminosaru

6akTepuit m m LSy10 0702 m VSy12
MPVUS | b us+RapAl | (D17) m THyl (2008)
| 0,13 1,90 4,12 2,21 3,38 1,27 1,83

Pucynok 50. Cpeassist 1i1MHa KOPHEH ONBITHBIX U KOHTPOJIBHBIX PACTEHUH PETIbI.
Iloka3aTenn MJIMHBI KOPHEH IIPOPOCTKOB cajlaTa JlaTyKa, WHOKYJIMPOBAaHHBIX

pI/IBO6I/IHMI/I, CUHTC3UPYIOIIUMHA 3JK30IIOJIMCaxXapuihbl, ObUIM 3HAYWUTCIBLHO BBIIIE IO
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CpaBHEHHIO ¢ KOHTPOJEM, B TOM umcie u obpaborannbie R. galegae 0702 (na 52%)
(puc. 51). OnbITHBIE TPOPOCTKU OBUIM JUITMHHEE KOHTPOJIBHBIX Ha 52—67 mpolieHTa, B
3aBUCUMOCTH OT TOTO KaKMM IITaMMOM OblI0 00padoTaHo pactenue. OgHAKO IITaMMbI
R. leguminosarum Pvu5 u R. leguminosarum Pvu5+RapAl pocTocTuMymupyromero

s dexTa Ha pacTeHUs callaTa JIaTyKa HEe OKa3aJiH.
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KOHTPO/b R. leguminos |leguminos | leguminos ¥ N leguminos
. leguminos | R. galegae [ leguminos
6e3 leguminos| arum arum arum Arum 0702 |arum TPr3 arum TPr3
6akTepuit [arum Pvu5|Pvu5+Rap | VSyl2 LSy10 THY1 (2004) (2004)+Ra
Al (2008) | (D17) y pAl
| 1,87 1,64 2,02 2,84 2,88 3,12 2,84 2,98 3,00

Pucynoxk 51. CpenHsist 1jiiHa KOPHEH OMBITHBIX M KOHTPOJIBHBIX PACTEHUI cajaTa
JaTyka.

Hccnemyembie HaMU pHu300aKTEepUATbHBIC [ITAMMBI oKa3zaJin
POCTOCTUMYIHMPYIONIH PPEKT Ha MOKa3aTeau JIUHBI KOPHEH MPOPOCTKOB cajara
JaTyKa, perbl, KO3JSITHUKA BOCTOYHOTO, Oryplia OOBIKHOBEHHOTO U KJIEBEpa KPacHOTo,
YTO, COTJIACHO JIUTEPATYPHBIM HCTOYHHKAM, MOXET OBbITh CBSI3aHO C TEM, YTO OHH
CUHTE3UPYIOT THOOEpe/UTMH W/uin HHI0J-3-yKeycHyto kucioty (Pathania et al., 2020;
Zahir et al., 2004; Khalid et al., 2006). Bosee Toro, Beiaensiembie puzodusmu DI1C
CMOCOOCTBYIOT IJIABHOMY POCTY KOPHEBOW CHCTEMbI pacTEHHiA, Oyiarogaps TOMYy, 4TO
BBIMIOJHSFOT ~ (PYHKIMIO CMa304YHBIX BEHIECTB. bDBUIM TONyYeHBl aHAJTOTHYHBIC
pe3ynbraThl U s mtamMoB R. leguminosarum. Tak, Hampumep, ObUIO MOKa3aHO, YTO
WHOKYJISIIUS MPOPOCTKOB puca mrammoM R. leguminosarum bv. trifolii Bemer
3HAYUTEIILHOMY POCTOCTUMYJIUPYIOIIEMY JICHCTBUIO JAHHBIX PHU300Mi Ha KOPECHb
IIPOPOCTKOB pHca 3a cueT CHHTe3a uMH ruooepesumHa (Yanni et al., 2001). O6pabotka
IPOPOCTKOB canaTta-iaryka R. leguminosarum mpuBesna K yBeTHUESHHIO KOPHS OMBITHBIX

pacteHuii. ABTopamMu OBUIO TIOKa3aHO, YTO POCTOCTUMYJIHpPYIOIIEE JeWCTBUE
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pU300aKTEepUN OKa3bIBAIH, OJIaro1apsi CHHTE3y UMHU HHI0I-3-yKCycHOU KucioThl (Noel
et al.,1996). Ona xe oka3bIBaia cX0xuil 3(HEeKT U Ha KOPHU XJIONKA MPU UHOKYJISALUN
npopoctkoB mramMmmoM R. leguminosarum bv. trifolii E11 (Hafeez et al., 2005). Takum
oOpa3om, ObLI IMOKA3aHO, YTO MHOKYJISIMS pacTteHuil mramvamu: R. leguminosarum
Pvu5, R. leguminosarum Pvu5+RapAl, R. leguminosarum VSyl2 (2008),
R. leguminosarum LSy10 (D17), R. leguminosarum THyl, R. galegae 0702,
R. leguminosarum TPr3 (2004), P. aureofaciens Ib51 «Enena», P. aureofaciens 1B51
«Enenan+RapAl BemeT K YBETWYCHHIO JJIMHBI KOPHEH MPOPOCTKOB cajlaTa JaTyKa,

PeCIIbl, KO3JIITHUKA BOCTOYHOI'O, Orypra OOBIKHOBEHHOT'O B KJICBCpPa KpaCHOT'O

3.5.3. Bausanue puzoouaibHblX wimammos Ha OJIUHY ZUROKOmMUTell RPOPOCHKO8

CeMAHR KO3JIAMHUKA 60CHMIOYHO020, 02ypUa 00bIKHOBEHHO20 U Kjteeepa KpacHoz2o

Hanee Hamu ObUI MPOAHATU3UPOBAH POCTOCTUMYIUPYIOMHUA 3PPEKT, KOTOPHIN
OKa3bpIBalOT MCCIEAyEeMble HaMU UITAMMbl pPU300MI M TIICEBIOMOHAJ] Ha JUIMHY
TUIOKOTWIIEH pacTeHuid. Tak, OBUIO MOKa3aHO, YTO IUTAaMMbl  OKa3bIBAIOT
MOJIOKUTEIbHOE BIMSHUE HA POCT W Pa3BUTUE PACTEHUH, OJHAKO B CiIydae IITamma
R. leguminosarum um VSy12 (2008) Takoro Bo3aeicTBHs Mbl He HaOmoaau (puc. 52).
MakcuMainbhbiil 3QGeKT Ha JIMHY TUIOKOTHIIEH KJIeBepa KPaCHOTO OKa3aJld IITaMMBI
R. leguminosarum Pvu5 (0,88 cm.) u R. leguminosarum Pvu5+RapAl (0,9 cm.), B TO
BpeMs Kak, MoKazaTeslb HeoOpaOoTaHHBIX pu3oousmu pacteruit — 0,59 cm. ['mnoxotunu
OMBITHBIX PAaCTEHUU B JAHHBIX clydasx ObUIM JJIMHHEE KOHTPOJIbHBIX Ha 50% u 54%
cootBeTcTBeHHO. [IpMmenenue mrammoB R. galegae 0702 u R. leguminosarum LSy10
(D17) mpu 00OpaboTKe CeMSH TakXKe YBEIWYHBAJIO JJIMHY THUIOKOTWICH pacTCHUMH

KpacHoro kiesepa (Ha 36 1 28 MPOLEHTOB COOTBETCTBEHHO).



152

1,20
. 1,00
g 0,80 B -
@ 0,60
E: 0,40
0,20
0,00
R R. R. R. R R. p P.
KOHTPO/b . |legumino|legumino|legumino " R. legumino .. |aureofaci
legumino legumino aureofaci
6e3 sarum sarum sarum galegae | sarum ens MB51
.| sarum sarum ens NB51
6akTepuit PVUS Pvu5+Ra| VSyl2 LSy10 THv1 0702 TPr3 «Enena» «EneHa»
pAl (2008) (D17) v (2004) +RapAl
| 0,59 0,88 0,90 0,60 0,75 0,62 0,80 0,65 0,67 0,72

Pucynoxk 52. Cpenusis JuiMHA TUIIOKOTHIJIEH OMBITHBIX M KOHTPOJIBHBIX PAaCTEHUMN
KJIEBEpa KPacHOTO.

OnBITHL, B KOTOPBIX MBI U3MEPSUIH JJIMHY TUIOKOTHIICH KO3JIATHUKA BOCTOYHOTO,
MOKa3aJid, YTO BCE IITaMMbl B OOJBIICH WM MEHbBIIEH CTEEHH OKa3bIBAIOT
POCTOCTHUMYJHpPYIOIIEEe JEHCTBUE HAa pacTeHHsl (IJIMHA THUHIOKOTHUJIEH OMIBITHBIX
IPOPOCTKOB OblIa Ha 7-58% OO0JbIlle JJIUHBI TUIIOKOTHIICH KOHTPOJBHBIX PACTCHUI)
(puc. 53). MakcuManbpHOE BO3eicTBrE oKasai mrtamum R. leguminosarum LSy10 (D17)
(ITMHA TUITOKOTHJICH OMBITHBIX MPOPOCTKOB Obuia Ha 58% O0bIIE KOHTPOJBHBIX
3Ha4yeHuii). Ha BropoM u TpetheM MecTe Obutn mtammbl R. galegae 0702+RapAl u R.
leguminosarum TPr3 (2004)+RapAl, pa3Huma TmokasaTeleid I10 CpPaBHEHUIO C

HeoOpaboTaHHBIMU OakTepusIMU pacTeHusiMu coctaBuia 49% u 47%.
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KOHTpo| R. . . . R. . |aureofa| " . R. |legumin
. |legumin{legumin|legumin . R. [legumin| ciens
nb 6e3 |legumin legumin ciens galegae|osarum
6akten |osarum osarum|osarum|osarum osarum galegae|osarum UES1 NB51 0702+R| TPr3
mp puus | PYUSHR| Vsy12 | Lsy1o (TR 0702 | TPr3 | o «knena © o o0
apAl | (2008) | (p17) | 'Y (2004) »+RapA| P
» 1 RapAl
| 1,78 2,11 2,45 1,92 2,82 2,47 2,38 2,13 2,00 2,16 2,66 2,62

Pucynox 53. Cpenusis qivHA TUTTOKOTHIICH OMBITHBIX M KOHTPOJIBHBIX PaCTCHUN

KO3JILITHHMKA BOCTOYHOTI'O.
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[lokazarenu [UIMHBI TUNOKOTWJIEH MPOPOCTKOB Orypla OOBIKHOBEHHOTO,
WHOKYJIUPOBAHHBIX PU300USIMHU, CHHTE3UPYIOIIUMHU K30I0JINCAaXapUabl, ObUIN BBIIIE TIO
CpaBHEHHUIO ¢ KOHTPOJIEM, B TOM 4YHcie U oOpabotanHbie R. galegae 0702 (na 19%)
(puc. 54). OnbITHBIE MPOPOCTKU OBLIN JUIMHHEE KOHTPOJIBHBIX Ha 18—75 mporiieHTa, B
3aBUCHUMOCTH OT TOIO KakMM LITaMMOM ObUIO 00paboTaHO pacTeHue. MakcuMmaibHbIe
3Ha4YeHHUs MbI OTMeTWiIH y mTammoB P. aureofaciens b51 «Enena»+RapAl (75%) u
R. leguminosarum Pvu5+RapAl (70%), a Taxxe y R. leguminosarum Pvu5 (68%).
Onnako mTamMm R. leguminosarum THyl poctoctumynupytomiero s¢¢ekra Ha

PaCcTCHUA HC OKasall.
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R. R. R. R. P.
R. . . . R. . P. .
KOHTPO/b . |legumino|legumino|legumino . R. legumino . |aureofaci
legumino legumino aureofaci
6e3 sarum sarum sarum sarum sarum galegae | sarum ens MEBS1 ens NB51
6akTepuit PVLS Pvu5+Ra| VSyl2 LSy10 THVL 0702 TPr3 «EneHay «EneHa»
pAl (2008) (D17) 4 (2004) +RapAl
| 0,77 1,30 1,32 1,06 1,09 0,77 0,92 0,91 1,14 1,35

Pucynox 54. Cpenusis JyiiHa TUTIOKOTHIJIEH OMBITHBIX M KOHTPOJIBHBIX PAaCTEHUMN
orypiia 0OBIKHOBEHHOTO.

brocuHTe3 HCCIemyeMbIMH IITAMMaMHU PAa3IUYHBIX AKTUBHPYIONIUX CHMOMO3
XUMUYECKUX COCTUHEHUN, B TOM YHUCJE U IK30MOJUCAXAPHUIOB, MOT OBITh MPUYHMHON
TOTO, YTO PU300MabHBIE IITAMMbI Oojiee 3(PPEKTUBHO B3aMMOJEHUCTBOBAIA KaK C
0000BBIMH, TaK 1 C HEOOOOBBIMU PACTECHUSIMHU, CIIOCOOCTBYS X POCTY U BCXOKECTH.

CymiecTByeT  MHOXKECTBO  pabOT, TOCBSIIEHHBIX  HU3YUYCHHUIO  BIIMSHUSA
pu3o0aKTepuil Ha JUIMHY THUIOKOTWJIEH MPOPOCTKOB PACTCHMM, MOKA3bIBAIOIIUX, YTO
pr300uu CIOCOOHBI BBIACISITH TOPMOHBI CTUMYJIUPYIOIIUE POCT PACTCHHM: WHIOJ-3-

YKCYCHYIO KHCIIOTY, IMTOKMHUHBI U THOOepeuHbl (Pathania et al., 2020, Zahir et al.,
2004; Khalid et al., 2006).
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3.5.4. Pocmocmumynupyrowiuii 3¢hghekm pu3zoouanbHuix uimammos Ha eblCoOny
cmeons, a makKice WUpuHy u OJIUHy 60abuieco 1ucma Ha nooeze, Ha npumepe

pacmenuil 02ypua 00blKHO8EHHO20

B nanHOM oOmbBITE MBI MPOBOJIWIIN aHAU3 BBICOTHI CTEOJISI, NJIWHBI U ITUPUHBI
caMoro OOJBIIOro JUCTa HAa MOoOere Mo CPaBHEHUIO C KOHTPOJBbHBIMU PACTCHHUSIMHU.
CrycTst HeZleNo Mocie WHOKYJAIMKM PAacTeHUW IITaMMaMU TCEBIOMOHAA U PU300MH,
OILICHUBAJIM pOocTOoCTUMYNUpYyromuit 3¢ dext. Hauppicuime mapaMeTpsl pocTa MoKa3aiu
pacTenus, oOpaboranubpie mTamMmoM R. leguminosarum VSyl2, oHu ObLIX BBIIIE
KOHTpoibHOU rpynnel HAa 70% (145,3 cm. mpotuB 85,7 cM.), a Ha 48% BbIlIe
KOHTPOJIBHBIX OBUTM pacTeHUs, HHOKYJIUpoBaHHbIE mTaMmmMoM R. leguminosarum TPr3
(2004) (127 cm.) (puc. 55). B oTHomeHHMH pacTeHHU OOPaOOTAaHHBIX IMITAMMAaMHU
NICEBAOMOHA/, MBI TaKXe OTMETWJIM BBICOKMHA pOCT pacTeHWid, Mokazarenun P.
aureofaciens Mb51 «Enena» Obutn Oosibllie KOHTPOJIBLHBIX Ha 11%, a P. aureofaciens
NB51 «Enenan+RapAl na 19%. OcranbHble MITaAMMbI 3HAUUTEILHOTO BO3JICHCTBUS HE

OKa3aJld, HO U OTPHILIATENILHOTO 3(h(PeKTa B UX Cllydae TaKKe HET.
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legumino legumino aureofaci b 6e3
sarum |0 7| sarum | sarum RO T e ens UB51| sarum | galegae 6aKTeou
vsy12 | S0 [ PvuseRa| Lsyto | SR P TN cEnewan | TPr3 | 0702 ﬁp
(2008) pAl | (D17) y +RapAl | (2004)
| 145,3 86,9 89,3 92,0 90,0 95,3 101,8 127,0 88,0 85,7

Pucynok 55. BbicoTa cTe0isi 3KCIEpUMEHTANbHBIX M KOHTPOJBHBIX PACTEHHI
orypiia 0ObIKHOBEHHOTO.

[TommyueHHble pe3yabTaTbl MOTYT OBITh CBSI3aHBI C TEM, UYTO PH300aKTEpUU
R. leguminosarum VSyl2 »s¢ddekTrBHEE NPHUKPEIUISIOTCS K KOPHSAM — Orypla

OOBIKHOBEHHOTO M 00pa3yloT Ha WX MOBEPXHOCTH, KaK yXkKe ObUIO MOKa3aHO paHee Ha
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npUMepe pacTeHUi ToMara, OMOIUIEHKH. A POCTOCTUMYIUPYIOUINI 3P PEeKT, BOZMOKHO,
o0ecrieunBaeTCs 3a CYET CHHTE3a MHJO0J-3-YKCYCHON /Wi THOOEpeuIoBON KHUCIIOT, a
TaK)Ke IK30II0JINCAXaPUIOB, aHAJIOTHYHO pPe3yabTaTaM, MOJTYICHHBIM B UCCIEAOBAHUSAX,
TIOCBSAIICHHBIX U3YYEHUIO BIUSHHAS pU300Uid Ha POCT cTediist B BeicoTy. Hampumep, npu
WU3MEPEHUHU BBICOTBHI CTEOJIsSI pHca, MHOKYJIMpOBaHHOTO mTamMMoMm R. leguminosarum
E1l (Dazzo et al., 2000), a taxxke B padore (Yanni et al., 2001), rae pacreHus puca,
obpabareBasin R. leguminosarum bv. trifolii u waGmogamu yBenwmueHue moderos
pacTeHHs, BBUIY JACUCTBHS HWHAON-3-YKCYCHOW KHCIOTHI. Takke TMOJOKUTETHHBIN
pocTocTUMyHpyIoui 3G (HEKT MOT OBITH CBsI3aH U ¢ cuHTEe30M THOOepeunHOB (Chi et
al., 2005). CymecTtByroT paboThl JOKa3pIBatomme, 4ro R. leguminosarum crmocoOHBI
CHHTE3UPOBAaTh OJHOBPEMEHHO HHJON-3-YKCYCHYIO KHCIOTY W TuO0epesioByIo
kuciory. Tak, oopadorka mrenuisl R. leguminosarum Thal 8 3nauntensHO yBeaMUMIa
pocT cTeOis MIICHHWIBI M0 CPaBHEHWIO C KOHTPOJBHBIMH PACTEHUSMH, aBTOPHI
JI0Ka3alii, 4YTO MPUYUHON 3TOMY ObuUTO Bhimenenue R. leguminosarum Thal 8, unmon-3-
yKCYCHOU u rub0epeioBoi kucioT (Afzal et al., 2008). Taxxe Ha U3BMEHEHUE BBICOTHI
cTe0as 00pabOTaHHBIX PACTCHHWH MOTYT OKAa3bIBaTh BIUSHUE WM 3K30MOJIHCAXAPU/IBL.
[Tokazano, uro mocne wHOKyJsiuu Rhizobium YAS34 pacrenust moaconHedHHKA
3HAYUTEIILHO BBIPOCIIM 110 CPAaBHEHUIO C KOHTPOJIbHBIMU. JaHHBIN 3(pekT OB BHI3BAaH
TEM, YTO PU300MH CUHTE3UPOBAIIM dK30monucaxapuasl (Alami et al., 2000).

OrneHKa NIMPUHBI HAaWOOJBIIETO JIUCTa Ha CTedJie MoKa3ana, 4YTo JIMIIh B
otHomeHun mTamma R. leguminosarum TPr3 (2004), ne HabmogaeTcs BO3ACHCTBHS Ha
3TOT pOCTOBOM mapamerp (puc. 56). 3HaunTeNIbHbIN 3(()EKT Ha ITOT MOKa3aTe)Ib BHOBb
okazan mramM R. leguminosarum VSyl12 (mmpuHa JUCTa ONBITHBIX pacTeHwid Obuia 18
cM., yto Ha 38% Oombine TMOKa3aTesdss KOHTPOJbHOW rpymmbl — 13 cMm.), a
MaKCUMAaJIbHBIN TIOKa3aTejlb, Mbl OTMETWJIM y PACTCHUH, HHOKYJIMPOBAHHBIX IITAMMOM
u R. leguminosarum Pvu5+RapAl (18,5 cMm. — Goiibllie KOHTPOJBHOTO ITOKA3aTesss Ha

42%). Takxe BBICOKHME 3HAYCHHS IIUPUHBI JIMCTA HAOIIONAINCh B Clydae mramMma R.

leguminosarum LSy10 (D17) (21%), a Taxxe y R. galegae 0702 (16%).
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legumino legumino [aureofaci
sarum carum sarum | sarum sarum . lens MB51 ens UB51| sarum | galegae 6e3
VSy12 PVUS Pvu5+Ra| LSy10 THvL | <Enema» «Enena»| TPr3 0702 |6akTepuit
(2008) pAl | (D17) y +RapAl | (2004)
| 18,0 13,3 18,5 15,8 14,8 13,4 14,5 13,0 15,1 13,0

Pucynoxk 56. [llupuna camoro 60bIIOro Ha CTEOJIE JINCTA IKCIIEPUMEHTAIBHBIX U
KOHTPOJILHBIX PACTEHUH OTypIia OOBIKHOBEHHOTO.

B ompiTax mo MHOKYJISIMU KOHTPOJBHBIX M OIBITHBIX TPYNI PAacTEHUU OTypiia
UCCJIENyEMbIMU IITAMMaMHi pU300UN M JaJIbHEUINIEr0 U3MEPEHUs IJIMHBI JIHCTa, HAMU
OBUTIO OTMEYEHO, YTO, KaKk M B Cllydae IMPHHBI, mrammbl R. leguminosarum VSyl2 u
R. leguminosarum Pvu5+RapAl HanGoibmuM 00pa3oM YBEIMYUBAIOT 3TOT POCTOBOM
napametp - 15,2 cm. u 15 cm., B TO BpeMms Kak, B Cilydae KOHTPOJIBHBIX PACTEHUN JIJIMHA
caMoro OoJIBIIOro JucTa cocraBmina 9,5 cM., uto Ha 61% u 59%, COOTBETCTBEHHO,
Menble) (puc. 57). Ilpu stom poctoctumynupyromuii 3¢dext (ot 9 no 26%) okazanu

U JPpYyrye ITaMMBbl.
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legumino legumino [aureofaci
sarum carum sarum | sarum carum lens MB51 ens MB51| sarum | galegae 6e3
VSy12 PVUS Pvu5+Ra| LSyl0 THYL | <Enema» «EneHa» | TPr3 0702 |bakTepui
(2008) pAl (D17) y +RapAl | (2004)
| 152 | 109 150 | 11,3 | 11,9 | 11,2 | 103 103 | 11,5 9,5

Pucynok 57. JInmuna camoro OOJBIIOrO Ha CTE0JIe JIMCTA SKCIEPUMEHTAIBHBIX U
KOHTPOJIbHBIX PACTEHUH Orypiia OOBIKHOBEHHOTO.
[Ipumenenre pu300MATBHBIX IITAMMOB, CHHTE3UPYIONIUX AK30MOJUCAXAPUIBI,

KaK U B ciyyae npuMeHeHus Ouonpenaparta «EneHa», BeeT K yBETUUEHUIO pa3MepoB
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mucta (muymebl ¥ mmpuHbD). [tamm R. galegae 0702 takke oka3bIBaeT MOJOKUATEITHHOE
BO3/ICMCTBHE HA 3TH ITAPAMETPBI.

CnenoBaTenbHO, 00pabOTKAa OMNBITHBIX W KOHTPOJBHBIX PACTEHHM orypia
OOBIKHOBEHHOTO ITaMMaMu R. leguminosarum, y KOTOPBIX OBLIM HJICHTH(MHUITUPOBAHBI
T'€HbI, PEryJIUpYIOIIHe OMOCHHTE3 dK30moanucaxapuaoB (PSsA, pssB, rosR, prsD, prskE)
NPUBOJUT K POCTY CTEOJSI B BBICOTY, & TaKKE YBEIUUYCHHUIO Pa3MEpOB JHCTHEB. ITO
yKa3bIBae€T Ha TO, 4YTO JaHHble ImTaMMbl BXxoasaT B rpymmy PGPR. Kpowme Toro,
uccienyeMble pu300MM OKa3bIBAIOT TMOJOKUTEIbHOE BJIUSHUE W Ha HE0000BbBIE
pacTeHus B accouuMaTuBHOM cumbOuoze. Kpome Toro, Ha mpumepe ImTamma
R. leguminosarum Pvu5+RapAl, Hamu ObUIO TOKAa3aHO, YTO Hajnuuue reHa rapAl B
pU300HaTbHOM TE€HOME CIOCOOCTBYET CO3/IJaHUIO aCCOIMATHUBHBIX B3aMMOJECHCTBUN
MEXIy pu300usIMH W HEOOOOBBIMH PACTCHUSMH, MOJIOKHUTEIBHO BJIMSIS Ha POCT U
pa3BuTHe Takux pacteHudl (JlaBuna m coaBt., 2016; XakumoBa u coat. 2016, 2017,
BepummnanHa u coasrt., 2019).

BrIsBIIeHHBIE pe3yabTaThl aHAJOTUYHBI TEM, YTO OBLTN TIOJYYCHBI MPU U3YICHHUH
BIUSIHUA pu300uil Ha HeOoOOBBIe pacTeHus. B pabore Reitz et al. (2000) Obuio
MOKA3aHO TOJIOXKUTEIIBHOE BIUSHUE PU300MI Ha pocT KapTodess, mpu 00paboTKe €ro
R. etli G12. Humphry et al. (2007) npu u3ydeHUH BIHMSHUS PU300UI BBISBUII, YTO
UHOKYJsiust stamens mramMmomamu R. radiobacter NCIMB 9042 u NCIMB 13307
yCWJIMBAJa POCT TIOOETOB pacTeHUs. PaaoM aBTOpPOB TIpW HW3YYEHUW BIIHSHUS
pa3nnyHbIX mTamMmmMoB R. leguminosarum xa He600OBbIC pacTeHHs TakXe ObLI MOKa3aH
ux poctoctumynupyromuid 3pdext: Chabot et al. (1996a) npu HHOKYIALMKU KYKYpY3bl U
cajlata-JlaTyKa McroJib3oBanu mrtamm R. leguminosarum bv. phaseoli P31; Dazzo et al.
(2000) u Mishra et al. (2006) npu odpadoTke puca mrammamu R. leguminosarum E11,
R. leguminosarum bv. phaseoli RRE6 u R. leguminosarum bv. trifolii ANU843; Afzal
et al. (2008) mpu m3ydeHuu pocrocTumynaupyiomiero s¢dekra R. leguminosarum na
pacTeHus MIIeHUIIbI, 00padoTaHHbIX mTaMMoM R. leguminosarum Thal 8.

O6pazoBaHue OUOTIIICHOK MMOMOTAeT PU300USIM MOACPKUBATh INIOTHOCTh KJIETOK
B TEYECHHE JOCTATOYHO JJIUTEILHOTO BpPEMEHH JI0 MOMEHTa B3aWMOJICHCTBUS C

pacTeHueM-xo3siuHoM. [Ipu 3TOM, B OTCYTCTBUM MAaKpOCUMOHMOHTA, pU300MU CIIOCOOHBI
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MPUKPETUITHCS K KOPHSIM W JIPYrUX HEOOOOBBIX pAcCTEHUH W KOJOHU3WPOBAThH WX,
MO3BOJISISE TAHHBIM KITyOCHBKOBBIM OAaKTEPHUSIM IOTJIONIATh MUTATEIbHBIC BEIIECTBA U
BBDKMBAaTh B OTOM 3alllMIIEHHOW HUIIE. B  ecTEeCTBEHHBIX YCIOBHUSAX CIOXKHO
KOHTPOJIMPOBATh TaKWE aCCOIMATUBHBIC MPOIIECCHI, TaK KaK pu30ocepHbIe OaKTEpUU C
MOJIE3HBIMM TPU3HAKAMU YacTO BBITECHSIOTCS 00Jiee arpecCMBHBIMU OaKTEPHUSIMHU,
3a4acTyr0  OoOJaJaromMMH  (UTONMATOreHHBIMU  CBOMCTBaMHU. OJHAKO  CHHTE3
puzobakrepusimu  OIIC, cmocobcTtByeT GOpMUPOBAHHUIO OWOIUIEHOK, YTO B CBOIO
ouepe/ib BIUSET Ha KOJIOHM3ALUIO KOpHEH HeOOOOBbIX pacreHuid. Tak, Hampumep, B
pabotax Santaella u coaBt. (2008) mist uzyuenus: ¢pynkiuu IIIC mpu KoTOHU3AMH U
oOpa3oBaHUU OHMOIUJIEHOK Ha KOPHSIX HEO0OOBBIX pacTeHuil (pe3yxoBuaka Tais u parc)
ObLT ucrob30BaH mramMm Rhizobium sp. YAS34, OIIC xoToporo, BHECIH CBOM BKJIajl B
KOJIOHHM3AITUIO OMPENEICHHBIX 30H, B 3aBUCHUMOCTH OT JOCTYITHOCTH NHUTATEIHHBIX
BemecTB. [IpoBeieHHbIE HAMU OTBITHI 110 MHOKYJISIIIUA PACTEHUN IITaMMaMu pU300Uid,
CUHTE3UPYIOIIMMHU  MOJIU(MUKATOPH MEXaHU3MOB (OPMHUPOBAHUA OHOIJICHOK Ha
MMOBEPXHOCTH KOpHEH, TOKa3aJd, YTO WCIOJb30BaHUE INTAMMOB, 0Opa3yOmux
OMOIJIEHKH B KaueCTBE OMOIPENapaToB, MOBHIIIAET BCX0KECTh CEMSH U MOJI0KUTEIHHO
BIIMSET HA POCTOBBIE MapaMeTphbl Kak 000OBBIX, TAK U HEOOOOBBIX pacTeHUU. J|aHHBIH
(dakT yKa3plBaeT Ha I€JIeCcO00pa3HOCTh HCIIOJIB30BaHUS OOpa3yIOIMMX OHOIUICHKH
pPU300HANBHBIX ITAMMOB B Kaue€CTBE OMOIPENapaToB CTUMYIUPYIOIINX POCT PACTEHUN
U UX 3aIIUTY OT (PUTOMATOTCHOB.

HccnemyeMbie pu3o0OuaibHbIE IITAMMBI CITIOCOOHBI K 00pa30BaHMIO OMOIUICHOK B
aCCOLIMaTUBHBIX CHMOHMOTHYECKUX CHUCTEMaX, o0magaroT BBICOKOH
KOHKYPEHTOCIIOCOOHOCTBIO U pocTOoCTUMYIupyrouuM 3¢ddektoMm Ha O000BBIE U
HEeOO0OBbIE pacTeHHUs, KOTOPBIN 3aKIII04aeTcss B CHHTE3€ (UTOTOPMOHOB, (hUKCAITUU
aTMOC(EPHOTO a30Ta, YIYUYIICHUH MUHEPAIBHOTO TTUTAHUS PACTCHHM, a TAKXKE 3aIUTe
pacTeHuit ot maroreHoB. Takum oOpaszom, sBisisick PGPR, ucciemyembie mrammbi,
MOTYT HaWTH IMIMPOKOE MPUMEHEHHE B CETLCKOM XO3SIICTBE B Ka4eCTBE OMOIpenapara,
KOTOPBIN IOBBINIIACT BCXOKECTh CEMSH PACTCHHM, a TaK)Ke CIIOCOOCTBYET MX POCTY M

Pa3BUTHIO.
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3AK/IIOYEHUE

HoBbIM mepCreKTUBHBIM HAMpaBiICHUEM B OWOMH)KEHEPHUH CHUMOMOTHYECKUX
CUCTEM, SIBJISIETCS CO3/IaHME HCKYCCTBEHHBIX CUMOMOTHYECKHMX AaCCOLMAIMM Ba)KHBIX
CENIbCKOXO3SIICTBEHHBIX ~ PAacCTEHUN ¢ pHU30OCPEpHBIMH  MHKpoopraHuzMamu. B
YaCTHOCTH, MIPU U3YyUYEHUU ACCOIMATUBHBIX CUMOMO30B OOJBIIIOE BHUMAHUE YIEISETCS
UCCJIEIOBaHNUIO pU300akTepuil kak mnpencraBurento rpynmnsl PGPR. Csizano 3to ¢
pocToCTUMYIHPYIOTUM 3(h(PEKTOM, OKa3bIBAEMbIM PH300MsIMHU Kak Ha 000OBBIC, TaK U
Ha HEO0OOBBIE pACTEHUS, KOTOPBIM 3aKIIOYAETCS B CHUHTE3€ JK30IMOIMCaXapuioB U
¢buTOropMOHOB, (PUKCAUU aTMOC(PEPHOTO a30Ta, YAYUHICHUH MUHEPATbHOTO MUTAHUS
pacTeHu#, a TakXKe 3allMTe HX OT naToreHoB. Kpome TOro, HCHOIb30BaHUE
aCCOLMATUBHBIX CHUMOMOTHMYECKUX CHCTEM HCKJIIOYaeT HAHECEHHE HEraTMBHOIO
BO3JICHCTBUSI HAa OKpYXKawIyo cpeny. OnHaKo MoJo0HbIE acCOIMATUBHBIE CUMOMO3BI
HE YCTOMYMBBI, U HYXJAIOTCS B YJIy4lIeHMU. Tak Kak acCOUMATHUBHBIE IPOLIECCHI
CIIO)KHO KOHTPOJIUPYEMBI, M B €CTECTBEHHBIX YCIOBUSAX pHU300MH, U3-3a UX
HEJOCTAaTOYHOW BBDKMBAEMOCTH M HU3KOM KOHKYPEHTOCIIOCOOHOCTH MO CPaBHEHUIO C
XOpOIIO  aJaNTUPOBAHHBIMM  MECTHBIMM  IITAMMaMHU  MHUKPOOPTaHU3MOB,  HE
BBIJICP’KMBAIOT KOHKYPEHIIMM M BBITECHAIOTCS 0O0J€e arpecCUBHBIMU OaKTEpHUSIMHU,
3a4acTyr0 OOJaJarONIMMU (PUTOMATOTEHHBIMU CBOMCTBaMH. [[isi pereHus: maHHOU
npo0sieMbl, TNPUMEHSIOTCA pa3jMyHble CIocoObl, B TOM YHCJIE€ M CO3JaHUE
3¢ (PeKTUBHBIX OHOIUIEHOYHBIX OMOYJOOpEHUM, MCHOJb30BaHUE KOTOPBIX MOXKET
CIIY)KWTh aJbTEPHATHBOM XMUMHUYECKUM MpenaparamM. boiiee TOro, X MNpUMEHEHUE
CIIOCOOCTBYET pOCTYy U Pa3BUTHIO Kak OO00OBBIX, Tak U HEOOOOBBIX KYJIBTYP
HKOJIOTMYECKHM Oe3omacHbIM 0o0pa3oM, a Takke O00ecleuynBaeT YCTOWYUBOCTh
UCKYCCTBEHHBIX CUMOMOTHUYECKUX cucTeM. [loTomMy Kak OMOIIEHKH, aCCOLMNPOBAHHBIE
C pacTeHusIMH, 00JIaJlaf0T CIIOCOOHOCTBIO 3alUIaTh ce0si OT BHENIHEro cTpecca W
MUKpPOOHOM KOHKYPEHIIMH, XapakTepHOW mis pusochepsl. Bumy 53TOoro, Ienbio
JTAHHOT'O MCCJIEAOBaHUS SIBIISLIOCH U3YYEHUE MOJIEKYJISIPHBIX MEXaHU3MOB UHUIMAIIUU U
dbopmupoBaHus OHOIJIEHOK pU30C(PEepHbIMU OaKTepusMH Ha IOBEPXHOCTU KOpPHEH

paCTCHI/Iﬁ B acCCOLMAaTHUBHBIX CHUMOMO03ax IIyTCM  HUCIIOJIB30BaAHHUA B  Ka4YCCTBC
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MOIU(UKATOPOB  JaHHBIX  MPOLIECCOB  TE€HOB-PETYJISATOPOB  MyTeH  CHHTE3a
9K30MO0JIMCAXAPUAOB PU300AKTEPHIl.

JIist u3ydeHusl BIMSIHUSL DKCIPECCUU UccieayeMbix reHoB Ha cuHTe3 JIIC u
BBDKMBAEMOCTh PU300Mii B 1I€7IOM, HaMH ObLI MpoBeneH CKpuHUHT 114 mTammoB
R. leguminosarum u 3 mrammoB R. galegae u3 kosutekiuu MukpoopranuzMoB MBI
YOUII PAH na npenMer Hanuuusi B UX T€HOME T€HOB peryiaupyromux ounocunre3 JI1C
(pssA, pssB, rosR, prsD, prsE). Tak, Obutn oOHapyxeHbsl 10 1mTaMMOB
R. leguminosarum, y KoTOpbIX ObUIM WACHTHU(MHUIIMPOBAHBI UCCIICTyEMbIC HAMH T'CHBI,
yuactBytomme B OuocuuTede OIIC. V nmaHHBIX mTamMMmoB HaOMIOAaloch OoJbliee
OCJIM3HEHUE KJIETOYHBIX CTEHOK, II0 CPaBHEHHUIO C JPYrUMU pHU300MaTbHBIMH
mTaMMaMH, 4YTO YyKa3blBaeT Ha uUX Oousbinyio BeIpaboTKy OIIC u, kak cieacTsue,
YKa3bIBa€T HA MOBBIIIEHNE KOHKYPEHTOCIIOCOOHOCTH IITAMMOB B pu3ocdepe.

JIist  BBIMIOJIHEHWS]  MOCTaBJIGHHOW 1€, OBUIM  TakXe TOJyYeHbl H
TpaHC(OPMHUPOBAHHBIE IITaMMbl pu300ui. PekoMOWHAaHTHBIE WITaAMMBI, B TE€HOME
KOTOPBIX COJieprKajlach JOMOJHUTENbHAs KOmus reHa PSSA uiau rosR, B OOJBIIMHCTBE
ClIy4aeB, XapaKTepu30BalIuch Oosblieil HapadboTkoil JIIC, 4To BeIpaxanocs B OOJbIIEM
OCJIM3HEHUHM KJIETOYHBIX CTEHOK a30T(UKCUPYIOIIUX OaKTepuil MO CpPABHEHUIO C
JTUKUMH UCXOAHBIMU ITaMMaMu. B ciiydae pekOMOMHAHTHBIX 1O TeHy PSSB mramMMoB
Mbl HaOmonamu oOpatHbii 3¢ dexT. JlaHHble mTamMMbl OBLTH TpaHC(HOPMUPOBAHBI C
MOMOILbI0 BEKTOPHBIX KOHCTPYKIMH Ha OCHOBE IUIa3MHUJ IIMPOKOrO Kpyra XO3sieB.
[Tony4yeHHbIE HAMU TUTa3MUBI COJIEPKAIH TeHBI, perynupytoniue ouocuntes II1C non
yIpaBiIeHUEM HHIYIHOCIBHBIX MPOMOTOPOB, TaK KaK WHTEHCUBHAS TPAHCKPHUIIIUS
I[EJICBBIX TE€HOB B BEKTOPHBIX KOHCTPYKIHSX II07] YMPABICHUEM KOHCTHUTYTHBHBIX
IPOMOTOPOB MOXET CHOCOOCTBOBATh yTpaTe JAHHOTO BEKTOpa U OCTAaHABJIMBATh POCT
OaxTepuil. [{nst Toro 4ToObl U3yYUTH PadOTy r€HOB, yyacTByromuX B onocunrese DIIC
B HCKYCCTBEHHBIX CHUMOMOTHYECKUX CHUCTEMax, I/ KOJOHHU3alMs KOpPHEH pacTeHui
UMEET TMEpPBOCTEIICHHOE 3HAuY€HHWEe, M MPOJEMOHCTPUPOBATh MX JCHCTBUE Ha
oOpa3oBaHHE OHMOIUICHOK pHU300aKTEPUSIMH, HAMHU TaKKe ObLI IMOJYy4eH U BEKTOP
pJB658GFP, conepxammii MmapkepHsiii TeH duryopecternTHoro 6enka GFP. bonee Toro,

Ha TMpuUMepe pPHU300MANbHBIX IITAMMOB, TPaHC(HOPMHUPOBAHHBIX KOHCTPYKUHUEH
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pJB658GFP RosSR, namu Ob10 BBISBIIEHO, UTO MOKA3aTeNd YPOBHS IKCIPECCHUU TeHa
rosR B TpanchopmMupoBaHHBIX IITaMMax OBLIM 3HAYMUTEIBHO BBINIE TOKa3aTenei
YPOBHSI OKCIPECCUU HCCIEyeMOro reHa 3adUKCHUPOBAHHBIX JUISI KOHTPOJIBHOTO
mramma. [Ipy 3TOM 3HaueHus mnoKa3areneil ypoBHA S3KcIpeccuu TeHa FOSR, mpu
WHIYKIIUM WHIYIHOEILHOTO MPOMOTOpa PM, Takke CTaHOBMJIMCH B HECKOJBKO pa3
BBIIIIE KOHTPOJIBHOT'O 3HAUYECHHUSI.

Puzobunanbhpie mTamMMbl  00pa3yloT OHOIUIEHKM CO CJOXHOW TpeXMepHOU
apXUTEKTYpOoil Ha aOMOTHYECKUX MOBEPXHOCTAX, M OKpalIMBaHUE JTaHHOW OMOIICHKU
o0ecrnieunBaeT BU3YaJIU3aLHIO0 ee HK30I0IUCAXAPUTHOM MaTpPHUIIBL.
MuKpockonupoBaHHbIE HaMU PEKOMOMHAHTHBIE INTAMMbl PU300MH HE B KaXIOM
ciydyae ¢GopMupoBaiiu Ooyiee CIIOKHBIE APXUTEKTYPHbIE CTPYKTYpbl OHMOIUIEHOK IIO
CPAaBHEHUIO C JUKUMHU ITamMMaMu. Hamu ObUIO MOKa3aHO, YTO HAJIUYUME B T€HOME
mrammoB R. leguminosarum Pvu5, R. leguminosarum VSy12, R. leguminosarum THy2,
R. leguminosarum TPr4 nomogHUTEIbHONH KONUM TeHa PSSA Wi rOSR MOJI0XKHUTEIBHO
BIUseT Ha 3(PPexkTuBHOCTH 00pazoBaHus OuoruieHOK. HampotuB, TpaHchopmarus
reHoM PssSB, B 2 pa3a yMmeHbIiana TONIIUHY OMOIUIeHOK. B ciyuae mramma R. galegae
0702 3HaYMMBIX pa3IUYMi B OMOMIIEHKOOOPA30BAaHUU MEXAY PEKOMOMHAHTHBIMH U
KOHTPOJIbHBIMU ~IITAMMaMd Mbl HE BbIIBWIM. DIIyopecueHTHass MHUKPOCKOIMHS
OMOIIJIEHOK, O0Opa30BaHHBIX MCCIEAYEeMBbIMH pPHU300usMU, MeueHbIMU Oeinkom GFP,
MOATBEpIMIa MOJYyUYEHHBIE PE3YJIbTaTHI.

IIpu 3TOM IPOBENCHHBIN AHAIN3 YUCIA KUBBIX KJIETOK OT BPEMEHH, IPU POCTE
KyJIbTYp Ha HECMEHSIEMOM cpejie, BBIABWIJ, YTO BBICOKME MOKA3aTeNW YHCIA >KMBBIX
KJIETOK OT BPEMEHHM, HE BCEr/Ja YyKa3blBAJIM HAa CIOCOOHOCTh IUITAMMOB K OBICTPOMY
oOpa3oBaHHIO 3peioi  OuorieHKH. Takke Mbl HCCICIOBAIM HAa  IMPEIMET
OMOTIIEHKOOOpa30BaHUs M IITAMMBI, coJiepxaliue B reHoMe reH rapAl. Dkcmpeccus
6enka RapAl, KoTopbIii KpOMe CBOMCTB aare3nHa, UMEET TaKKE U arrIIOTUHUPYIOIIYIO
CIOCOOHOCTh, OKa3zajla 3HAYMTEIbHOE TMOJIOXKUTEIBHOE BJIMSHHUE Ha MPOLECCH
OMOIJIEHKOOOPA30BAHMS HA HHEPTHBIX MOBEPXHOCTSIX.

Tem He MeHee, KapTUHA, KOTOPYIO MbI MOXKEM HaOJMOJaTh Ha MOJEIH

oOpa3oBaHus OHWOIUICHOK HAa WHEPTHBIX TIOBEPXHOCTSX, HE BCErjJa MOXKET OBbITh
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nepeHeceHa Ha MoJieNnb (POPMUPOBAHUSI OMOIIJICHOK HA MOBEPXHOCTH KOpPHEH, KOTOpast
IpeCTaBiIsieT co0o0i cpey OoraTyro MUTaTeNbHBIMU BellecTBaMu. BBuay s3Toro, Hamu
ObLIH IPOBEICHbI UCCIEI0BaHUS BO3MOYHOCTH OMOIIIEHKOOOpa30BaHUs
pPEeKOMOMHAHTHBIMUA PU300MATBHBIMU IITAMMAaMHU Ha MOBEPXHOCTU KOpPHEH O0OOBBIX U
HEOOOOBBIX PpPACTEHMI, HaA TMpPUMEpPE KOHTPOJBHBIX U  TPaHCHOPMUPOBAHHBIX
koHcTpykimern pJBGFP658 RosR mrammoB. Tak ObUI0 MOKa3aHO, YTO HAJIAYUE
JIOTIOTHUTEIHHON KOITUH reHa F0SR He OKa3bIBaeT CYIIECTBEHHOTO BIMAHUSA HA 6000BbBIE
u He00OOBbIE pacTeHHUs, a Takke Ha oO0pa3oBaHHE KIyO€HBKOB Ha KOPHSX
cuMOuoTpoHOTO pacTeHus KieBepa JyroBoro. OJHAKO JKCHEPUMEHTHI IO
COBMECTHOMY KYJIbTUBHPOBAHUIO TPaHC(OPMHUPOBAHHBIX IITAMMOB U pPAacCTEHUM parica,
TOMara M KIJIEBepa, MPOJEMOHCTPUPOBAIM, YTO B ciaydae OOpabOTKHM pacTeHUit
ONMBITHBIMM IITaAMMaMH, HaOIIOAACTCS YBEIMYECHHE KOJMYECTBA aJre3UPOBAHHBIX
KJIETOK pU300aKTepuil Ha IOBEPXHOCTH KOPHEH IO CPaBHEHUIO C KOHTPOJbHBIMU
mrammaMu. bosee Toro, Ha npuMepe KOpPHEHM TomaTa, Mbl IIOKa3alH, 4YTo,
TpaHC(OPMHUPOBAHHBIE IITAMMbl CIHOCOOHBI OOpPAa30BBIBaTH 3peyible OHOIJIEHKH Ha
OMOTHYECKHX IOBEPXHOCTSAX, MpPHUUYEM, HMX JIOKaJU3alus 3aBHUCETIa OT TOr0, KaKuM
mTaMMOM ObUTa HHPUIIMPOBAHA KOPHEBAsI CHCTEMA.

buonnenkoobpa3oBaHue MpeICcTaBIsIeT COOOM CTPATETHIO BHKUBAHUS PU300UN U
pasznu4Hbie (PAKTOPHI OKPYXKAIOIIEH Cpebl B TOW WM WHOW CTETNICHH BIUSHUIO HA JTY
crocoGHOCTs. Hamu Gbina BBIABICHA KOPPEIALMS MEXITy KOHIeHTpammeii Ca®’ B
KyJIbTYpasIbHO# CpeJie M TONIMHON GHOIICHOK — 4eM Bbile Oblta KonnenTpamus Ca”’
B Cpelle, TEM TOJIIE CTAHOBWIMCH OMOIUIEHKH. B Hameil pabore moka3zaHo, YTO Ha
IpoLecchl OMOMIEHKOOOPa30BaHUsI OKa3bIBAET BO3JCUCTBUE M TEMIIEPATYPHBIN peKUM
— KaKk KOHTPOJIbHBIE, Tak U TpaHchopMupoBaHHble Oakrepun SHPEKTUBHO
oOpaszoBbiBany OuorieHku npu temneparype 28°C. Ilpu KyIbTHBUPOBaHHM PH300Mii
npu Oonee Huskoil Ttemneparype (18°C), cmocoOHOCT IMTaMMOB (OPMHUPOBATH
OMOILIEHKH CHIDKAnach 6osee 4eM B 2 pasa. [lpu moselmenun Temmeparypsl 10 38°C
CTATUCTUYECKU 3HAYMMBIX pa3inuuuid B 3((PEeKTUBHOCTH (POPMUPOBAHUSI OUOIJIEHOK TIO
CPAaBHEHHMIO CO MITAMMAMH, KyJIbTUBHPOBaHHBIMU 11pu 28 °C, 3apuKkcupoBaHO He GBLIO.

Kpome Toro, B MUHUMaNbHOU cpene pu3o0uu (popMUpOBaIu OMOIJIEHKUA TOJIIE TeX,
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910 OBLTM OOpa3oBaHbl B OOraThlX NUTATEIBHBIMHM BEIIECTBaMU cpenax. Takum
oOpa3omM, OBUIO TMOKa3aHO, YTO KOHLIEHTPALUA KajblUs B KYJIbTYpaJbHOHN cpene
MOJIOKUTENBHO KOpPpENUpyeT ¢ 00pa3oBaHMEM OUOIUIEHOK, B TO BpeMs KaK HU3KHE
TEMIEPATYPhI U JOCTYMHOCTh MUTATEIBHBIX BEIIECTB JAIOT OTPHUIATETbHBINA AP (DEKT.

Pu306un ciocoOHBI cuHTE3UpoBaTh paznuuHoe konnyectBo JIIC, u, ueM BblIe
ATOT NOKa3aTellb, TEM BBIIIE UX KOHKYPEHTOCIOCOOHOCTh MO CPABHEHMIO C JPYTMMHU
mTaMMaMd  pU30Cchepsbl. WNHokynsiiust ~ pacTeHuWid — IITaMMaMH  pU300Mid,
CUHTE3UPYIOIIMMHU 3K30TI0JINCaXapuibl 3HAUUTEIBHO YBEINYUBAET BCX0KECTh CEMSH U
pOCT  TPOPOCTKOB  HEOOOOBBIX  pacteHmit. Jlmst  TOro  4ToOBI  OICHUTH
POCTOCTUMYNHUPYIOIIUKA  3PPEKT MTaMMOB CHHTE3HPYIOIIMX  CHHTE3HPYIOIINX
perynsaropsl GopMUpOBaHUsl OUOIUIEHOK, HAMH Obljla CO3/jaHa KOJUIEKLMS T€HETUYECKU
OXapaKTEepPU30BAHHBIX HITaMMOB pu3ochepHbIX OakTepuil, oOnagaronmx
POCTOCTUMYJIMPYIOIIEH aKTUBHOCTHIO. [IpoBeneHHblE HaMU OMNBITHI MO HU3YUYEHUIO
POCTOCTUMYIHMPYIOIIETO PPeKTa MTaMMOB, BXOASIIUX B CO3JaHHYIO KOJUIEKIUIO, Ha
pacTeHus: cajara JIaTyKa, pemnbl, KO3JSTHUKA BOCTOYHOTO, OTypia OOBIKHOBEHHOTO U
KJIE€BEpa KpacHOro, IOKa3zajau, 4YTo oO0paboTKa JTHX pacTEHUH HCCIeayeMbIMU
HITaMMaMH, NPUBOJUT K YJIYUYIIEHHUIO POCTOBBIX MapaMeTpoB O0OOBBIX M HEOOOOBBIX
pacrenuil. Takum o00pa3oM, ObUIO BBISBIEHO, YTO IITaMMBbl, KOTOpbI€ BXOJST B
KOJUIEKLIMIO TEHEeTHYECKH OXapaKTepU30BaHHBIX IITaMMOB pPHU30C(EpHBIX OakTepuid
npeacTaBisitoT coboit PGPR u MoryT HalTé MHpPOKOE NPUMEHEHHE B CEIHCKOM
XO3IMCTBE B KadecTBe A((PEKTUBHBIX OMOIUICHOYHBIX OnoymoOpeHuid. Ilpumenenue
TaKOTo OMoIpenaparta, KOTOPBIH MOBBIIIAET BCXOKECTh CEMSIH paCTEHUH, CIOCOOCTBYET
UX POCTY W Pa3BUTHIO, a TaKKe OO0JaJaeT BBICOKOW KOHKYPEHTOCIOCOOHOCTHIO WU
BBDKMBAEMOCTBIO B pu3ocdepe, 1enecooOpa3HO HCMNOIb30BaTh U B HCKYCCTBEHHBIX
CUMOMOTHYECKHUX CUCTEMAX.

CrnenoBaTenbHO, TMOJIyY€HHbIE pe3yJibTaTbl MMOATBEPKIAIOT, YTO TEHBI-
perynaropsl Ouocunre3a OIIC puzobakTepuil OKa3bIBaIOT BIUSHUE Ha TMPOIECCHI
OMOTIIEHKO0Opa30BaHus Kak Ha MHEPTHBIX TOBEPXHOCTSX, TAK U HA KOPHSIX PACTCHHIA.

Takum oOpa3om, [0Ka3aHO, YTO NPHUMEHEHHUE TIOJX0Ja, OCHOBAaHHOIO Ha

MOU(DUKAIIUM TIPOLIECCOB HHUIMAIMKM U (POpPMHUPOBaHUS OUOIJIEHOK PU300UIMH,
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IyTeM HCHOJIb30BaHUSI TE€HOB-peryisTopoB Omocunteza JIIC puzoluit — sBhseTcs
NEPCIIEKTUBHBIM HAMpPAaBICHUEM CO3/1aHUsl CTAOMJIBHBIX ACCOLMAIUMN SKOHOMHYECKU

OCHHBIX BUA0B paCTGHI/Iﬁ C pI/I306HHMI/I.
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BbIBO/1bI

1. B pesynbrare mpoBeleHHOro CKpWHHMHTra InTamMmoB R. leguminosarum
ObUIO BbIsIBIIEHO 10 1mITaMMOB, B KOTOPBIX HUIEHTU(UIIMPOBAIUCH TeHbI PSSA, PSsB,
rosR, prsD, prsE, ygactBytomue B OMOCHHTE3€ dK30MOaMcaxapuioB U 19 mramMmMoB, B
KOTOpbIX HE ObUIO OOHApY)KEHO HHU OJHOro uccieayemoro reHa. IlItamMmbl
R. leguminosarum, B TeHOME KOTOPBIX OTCYTCTBOBAJIU HCCJICIYEMbIC TI'CHBI
XapaKTepU30BAIUCh CKYIHBIM OCIIM3HEHHEM KJIETOYHBIX CTEHOK IO CPaBHEHUIO CO
mTaMMaMu ¢ UACHTUPUIIUPOBAHHBIMUA F€HAMMU.

2. C wucnosb30BaHMEM BEKTOPHbIX KOHCTpykuuid pJB658GFP  PssA,
pJB658GFP RosR u pJB658+pssB, comepkamux TeHbI, pErylIupyrolne OHOCHHTE3
OIIC (pssA, pssB u rosR) mox ynpasieHueM HHAYIUOEIHHOrO poMoTopa Pm, Obliu
nojy4yeHbl 12 pekOMOMHAHTHBIX MO TeHaM PSSA u FOSR pu3o0uanbHBIX IITAMMOB,
MeuyeHHBIX (iyopecieHTHRIM OenkoM GFP, a Takke 5 mraMMoB peKOMOMHAHTHBIX 1O
reHy pssB.

3. Mukpockonmudeckue MCCIICIOBAHMSI CTPYKTYP, 00pa30BaHHBIX
pU300HaNbHBIMU IITAMMAMH HAa WHEPTHBIX TIOBEPXHOCTAX W KOPHSAX PACTECHUI,
NoKa3ajiy, 4YTo Haju4due B TeHome mraMmMoB R. leguminosarum Pvu5, R. leguminosarum
VSyl12, R. leguminosarum THy2, R. leguminosarum TPr4 nomogHUTEIbHON KOIHUH
reHa PSSA wiu roSR monoxutenbHO BiusgeT Ha A(HOEKTUBHOCTH 00pa3oBaHUS
ouoruieHok. HampoTtus, TpaHchopMalins UCCIEIyeMbIX IMITaAMMOB T€HHO-WHKEHEPHOU
KoHCTpyKIuein pJB658+pssB yMeHbIaeT ToMIMHY OMOTUICHOK.

4, OOHapyXeHO, YTO HHOKYJSLHUS PACTEHUU PU300MANbHBIMH ILITAMMAMHU
TpaHchopmupoBaHHbIMU KOHCTpykiuend pJBGFP658 RosR mpuBoguT k yBenuyeHuUro
KOJIMYECTBA aJre3UpOBAaHHBIX KJIETOK pU300aKTepuil Ha MOBEPXHOCTU KOpHEH Tomara
110 CPAaBHEHHIO C KOHTPOJIbHBIMU IITAMMAMHU.

S. BhIsBICHA KOppEISLHS MeXIy KOHUeHTparmed Ca’’, mHTaTenbHBIX
BCIIIECTB B KYJbTYpPaJbHON Cpele, a TakKe TEeMIIEPATypPHBIM PEKUMOM W TOJIIAHON

OUOIUICHOK.
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6. [Toka3aHo, 4TO MHOKYJSLMSA PACTEHMI cajaTa JaTyKa, penbl, KO3JIATHUKA
BOCTOYHOT0, OI'yplia OOBIKHOBEHHOI'O M KJIEBEpa KPAaCHOIO pU30Cc(hEpHBIMH IITAMMaMH,
TpaHC(OPMHUPOBAHHBIMU  T'€HaMU-MOAU(UKATOPAaMH  MEXaHU3MOB  (OpMHpPOBaAHUS
OMOIJIEHOK Ha TOBEPXHOCTH KOPHEH, MPUBOAUT K YBEIMUYECHUIO MTOKA3ATENS BCXOKECTH
CEMsH, JUIMHbI KOPHEH M TMIIOKOTHIIEH NPOPOCTKOB 3TUX pacTeHuil. Kpome Toro, Ha
OpUMepe pacTeHM orypua OOBIKHOBEHHOTO, OOHapy»K€HO, 4TO IPUMEHEHHE
pu3oOuanbHBIX ITaMMOB, cuHTeupytommx OIIC, mpu o00paboTke pacTeHuil,
HIOJIOKUTENNBHO BIIMSAET HAa MapaMeTpbl BBICOTHI CTEOJS, a TAKXKE JJIUHBI U IIMPUHBI

OOJIBIIIETO JINCTA HA ImoOere.
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