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COnNPAXEHHbIE CUMBUOTUYECKUE nonynaunn.
HYACTb I: AHAJIN3 TEHETUYECKOI'O PASHOOBPA3UA
PU3OBUAJIbBHOIO KOMIMOHEHTA

BBEJIEHVIE

Cum6H03 606OBBIX pacTeHHH ¢ KJyOeHbKOBBIMH OaKTepUsiM — OjlHAa M3
HanboJsee SPPEKTUBHBIX CUCTEM OHOJOTMUECKOH a30T(UKCAlMH, HMellas
OrPOMHOE€ 3IKOJIOTHYECKOEe M IIpaKTHUecKoe 3HaueHWe, W, KpoMe TOro, pacTu-
TeJbHO-MUKPOOHbIE B3aUMOOTHOLIEHHUS CJYXKAT MPEKPACHBIMH MOJEJSIMH /151
BbIICHEHHUS psijla (hyHAAMEHTAJbHBIX U MPUKJIAAHBIX BorpocoB Guojorun (Tu-
xoHoBuu, [IpoBopoB, 2009). Takoi#i cHMOHO3 MOXKHO paccMaTpHBaTh, KaK Koa-
JanTHBHYIO CUCTEMY, COCTOSILLYIO U3 Pa3JIMYHbIX B3aUMOCBSI3aHHbIX H B3aUMO3a-
BHUCHMbIX TAKCOHOB, C(hOPMUPOBABIIUXCS B Mpollecce AJTUTEJbHON COBMECTHOH
sBoJoLUH. OHU 0ObeMHEHbl TECHBIMH 9KOJIOTHUECKHUMH CBS3SMH, HO B HHX
He MPOMCXOANT 0OMeH reHeTHUeCKUM MaTepuaoM. B HuX aeficTByeT B3anmHoe
(peuMnpokHOe) faBaeHne 0T6OPA, MPUBOJISIIEE K TOMY, UTO IBOJIOLHS KAKIAOTO
TaKCOHA XOTs Obl YACTHYHO 3aBUCHUT OT 3BoJolinK Jpyroro (OcrpoBepxoBa, Oc-
TpoBepxosa, 2007).

Hcnosnb3oBanue (hUIOTeHETHUECKHX, TOTMYJSIMOHHO-TEeHETHUECKUX U MO-
JIEKYJISIPHBIX MOJIXO/I0B MO3BOJISIET U3yuyaTh CUMOMO03 KaK MPOIYKT KOIBOJIOLUUN
napTHEPOB, KOTOPast MpeaCTaBJsieT coOO0H COBOKYMHOCTbh MaKpO- U MHKPO3BO-
JIOIIMOHHBIX TPOILECCOB, OCYIIECTBJ/SIEMbIX B IeHETHUECKH HHTErpUpPOBAHHBIX
6uocucremax (ITposopos, 2001 a). OnHako Npu H3YyUEeHHH COBMECTHOTO BJIH-
SIHUS JIPYT HA JIpyra MPUPOIHBIX CUMOHOTHUECKUX CHCTEM, MPECTaBIeHHbIX 00-
GOBLIMU pACTEHUAMH U OAKTEPHAJIbLHBIMU KJIeTKaMH ( pH30CHSIMH ), KaK TPaBUJIO,
NpUCTaNbHOE BHUMAHHKE yJlessieTcst OiHOMYy M3 napTHepoB. Takum o6pasom, Ha-
3peJsia HeoOXOMMOCTh B KOMITJIEKCHOM MOJIXO/I€ MO U3YUeHHI0 MEXaHU3MOB CHM-
O6MOTHUECKOTO B3aUMOJIEHCTBHS, T/Ie OJHOBPEMEHHO B KAYeCTBE aHAIU3UPYEMbIX
Mojiesield OyyT BLICTYyNaTh 00a NapTHEPa paCTUTENBbHO-MUKPOOHOH CHCTEMBI.

B nanHoil paGore Obl1 MPUMEHEH KOMIIEKCHDBIH MOAXOM M0 CO3AAHHUIO CO-
NpsKeHHON KoJlieKIink 6060B0-pu3obuasbHoro cumobuosa. [loa conpsikenHol
KOJIJIEKLIMeH HAaMM MOHMUMAaeTCsl Takasi KOJIJIEKIHsI, TJle OCHOBHOH aHa/u3upye-
MOH equHuIt sIBJSIeTCS KOMIJIEKE, BKJ/IOYAloMi B ce0sl, KaK U pacTeHHe-X0-
3lMHa, Tak U 6000BOro CHMOMOHTA, BBIACJEHHOTO HEMOCPEJACTBEHHO U3 KJIy-
OeHbKa, C(hOPMHPOBAHHOTO HA JaHHOM pacTeHWH. B KauecTBe OCHOBBI Jijif
COMPSKEHHON KOJIIEKLMH Obljla B3siTa TpyNna NepekpecTHON UHOKYJISLHH JIIO-
LlepHbI, B KOTOPYIO BXOAAT pojbl JiolepHa (Medicago), nonnuk (Melilotus) wn
naxkutHuk (Trigonella), Berynatoiye B cum6Ou03 ¢ Sinorhizobium meliloti
u Sinorhizobium medicae (IlpoBopos, Cumapo, 1984 6). bBouin BhiGpaHbl
2 pacrenus (Melilotus albus n Medicago lupulina), oTHocsMecs K CHMOHO-
THUECKHU HecrelMaau3upoBaHHbIM BHIAM, BCTyTatoline B 3(hMeKTHBHbIH CHMOM -
03 ¢ S. meliloti. Panee yxxe 6b1710 MOKa3aHo, UTO HECMOTPSI HA TPUHAIEKHOCTD
K OZIHOM M TOW 7K€ TPpyIIe NepeKpeCcTHON MHOKYJIALINH, HAOJII01aeTCA HEKOTopas
renetuueckast uddepeHurays pu3odbui Mo CMMOHOTHIECKHM palloHaM pH30-
O6UaJbHOTO T€HOMA, BbIJIeJIEHHbBIX U3 KIYyOEHbKOB JIIOLePHbI M JIoHHHKa (AHIpO-
HOB 1 J1p., 1999). M3 ony6GiHKOBaHHBIX JIAHHBIX OUEBHIHA OTPEeNsAoNias pob
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pacTeHMsI-X03s1MHA B (POPMHUPOBAHMHI FeHETHUECKOH CTPYK-
Typbl NOMyJsLMil puaobuit. OnHaKo AeTanbHOe H3yueHHe
5Toll npo6JieMbl NpearnoJaraeT OAHOBPEMEHHbIH aHaJH3
pasHoo0pasust Kak B PACTUTEJbHOMH, TaK B PU30OHAJIbHBIX
nonyasauusx. K coxasnenuto, Takum pabdoram yuedsercs
masio BHUMaHus. [Tostomy B Hactosiuieit pabote u OblIO
NPEMIIPUHATO KOMILIEKCHOE HCCJel0BaHKe, Ipejroara-
lolee OfHOBPEMEHHBII aHaJM3 KaK PaCTHTEJBHOro, Tak
1 pu3o6HaNBHOTO KOMMOHeHTOB. CrenpnanbHas MpoLey-
pa (opMHpOBaHHS KOJJIEKLUHUH Tpeanoarana BbyiegeHne
pu3obuil Kak U3 KJyOeHbKOB pacTeHHil, 00pa30BaHHbLIX «B
noJie» (KayOGeHbKOBbBIE H30JIATHI ), TaK U U3 06pa3IOB MoY-
Bbl [IPH MHOKYJISILIUY CTEPUIIbHBIX TPOPOCTKOB TOYBEHHBIMHU
60NTYIKAMH (TTOUBEHHbIE H30JISITHI ) /151 OLIEHKH Pas/IHIMi
ME2KJly HUMH.

[To npuynHe 6OJILLIOrO KOJIHYeCTBa SKCIIePUMEHTa/ILHO -
ro MaTepuaJla I0JlydeHHble pedyJsbTaThl OyIyT U3J/102KEeHbl B
HECKOJIbKHX MyOJ/nKalusx. B 1aHHON YyacTu npejcTaBJ/ieHbl
pe3yJibTaThl aHa/M3a FeHEeTHYeCKOro pa3HooOpa3usl pHU30-
OHa/IbHOIO KOMIIOHEHTA CONpsiKeHHOM cucteMbl. B cienyto-
X nyGJuKaLusx OyayT NpeAcTaB/leHbl pe3yJibTaThbl aHAJIH -
33 PACTHTEJLHOTO KOMIOHEHTA U 3 eTOB COMPSIKEHHSI.

MATEPUWAJTIbI U METO/bI
Co3aaHue conpsiKeHHOU KoJueKuuu. J1isi cozanusi

COMPSKEHHON KOJIJIEKLHH MPUPOJHOH CHMOMOTHUECKOH
cucTeMbl cO0p 00Pa3LOB NPOBOAMICH HA yUaCTKE HEBO3-

i ' o \

nenbiBaeMblx mous CeBepo-3anagHoro peruona (Teppu-
topuss BHUMCXM) nerom 2008 roaa (puc. 1). das ot-
6opa 006pasioB ObliK BbiOpaHbl 10 caiiToB, Ha KOTOPBIX
OJIHOBPEMEHHO Mnpouspacranu ob6a pactenusi-xozsiuna M.
albus w M. lupulina. C xaxuoro caiita 661710 0To6GpaHoO
no 2 pacrenus (M. albus w M. lupulina), umerouinx KJiy-
6enbkn. OAHOBPEMEHHO HaA KaXJ0M y4acTKe MPOBOIHIIH
c6op nouBeHHbIX 06pasios. Kpome Toro, no Bcemy paiio-
Hy oT6opa Oblin coOpaHbl 2 00beIMHEHHbIE KOJJIEKIIUH
CeMsIH pacTeHUH JOHHHKA 0eJIoro W JIIOLEpHbl XMeJie-
BuaHo#. st Bhigesenuss pu3oOui M3 MOUBBI CeEMeHa M3
KOJIJIEKLIHU BblOHpa/u caydyailHbiM o6pa3om. ITpopocTku
UCMOJIb30BaMN /IS BblAeJeHus pu3oOuil u3 o6pasiion
MOYBBI, MPH 3TOM KPOME BbIJICJI€HHBIX PU30OUH 1J1 1aJb-
Hellllero aHajnM3a TakKxKe COXPaHs/M W PaCTHUTEJbHLIN
MaTepHadl.

Takum o6pasom, B pesyJsbTaTe NPOBeIeHHON pabOThl
Oblyia coOpaHa KoJIJIeKIUS, COCTOALLAs U3 THKOPACTYLLIUX
(mo 10 pacrenuni JOHHHKA W JIOLLEPHBI) U BBIPALIEHHBIX
13 ceMsiH pacTeHu# (rmo 11 pactenuit JoHHHKA U JIOLep-
Hbl), @ TaKXKe PU30OUIL, BblIeJ€HHBIX H3 KJIYOeHbKOB BCEX
oToOpaHHbIX pacTenuit (tad.. 1).

Bbinenenue puszobuii. Brinenenne puzobuit ua Kiy-
OEHbKOB PACTEHHH-X035€B MPOBOAUJM 1O CTAHAAPTHON
metoauke. KnybGenex crepusnuzobanu B 96 %-m crnupre,
[pOMbIBAJ/IM, 3aTeM pacTHpalu B HeOOJbLIOM KOJHYEC-
TBe BOAbl. [loJlydyeHHyl0 CycleH3HI0 BbiceBaJ/M Ha ara-
pusoBaHHyl0 mnUTaTesbHyio cpeny TY. [ns noaydenus

Puc. 1. Cxema mect c60opa pacTuTe IbHbIX U MOUBeHHbIX 06pasioB Ha Tepputopurt BHUMCXM: o — wmecrta c6opa pactenuii, 0 — mecTa

0TOOpa MOYBEHHbIX 06Pa3LOB
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Tabauya 1
CBopHasi Tabsnia Kiy0eHbKOBbIX M TOYBEHHbIX U30JISITOB, BbIAEJIEHHBIX U3 JIOLEPHbI XMeJIeBUAHOW U JOHHUKA 6esioro
REFLP-tunot
Pacrenue- Hitawm | TIponexomene Caitr XpoMocoMa SymA
XO35IMH c6opa ] nodL-
IGS leu JixA nifD nodD noel
Jliouepna I | SMED-1 nouBa 1 G nd L F E A
Jliouepna 2 SMED-2 rnousa 2 G nd L F E G
Jliouepua 3 | SMED-3 nousa 3 G nd L F E A
Jliouepna 4 SMEL-4 noysa 4 A A A A A A
Jliouepua 5 | SMED-5 nousa 5 G nd L F E A
Jliouepna 6 | SMEL-6 nousa 6 A B B B A A
Jlouepna 7 SMEL-7 noysa 7 A B B B A A
Jliouepna 8 | SMEL-8 rnousa 8 A B C B B A
Jliouepna 9 | SMEL-9 rnousa 9 A B B B A A
Jliouepna 10 | SMED-10 104Ba 10 G nd L F E G
Jliouepna 11 | SMEL-11 noysa 11 A A C B C B
Jliouepna 12 | SMEL-12 KJ1yOeHeK 1 C nd D C F C
Jliouepna 13 | SMED-13 KJ1yOeHeK 3 G nd L F E A
Jliouepna 14 | SMED-14 KJ1yOeHeK 4 G nd L F E G
Jliouepna 15 | SMED-15 KJyOeHek 5 G nd L F E A
Jliouepna 16 | SMEL-16 KJ1yOeHeK 6 B C B B B B
Jliouepna 17 | SMEL-17 KJyOeHek 7 A A A A A A
Jliouepna 18 | SMEL-18 KJIyGeHeK 9 A A I B C B
Jliouepna 19 | SMEL-19 KJIyGeHeK 10 D A E D D A
Jliouepna 20 | SMEL-20 KyOeHek 8 B C B B A B
Jliouepna 21 | SMEL-21 KJIyOeHeK 2 A A B B A A
JloHHuk 1 SMELI1 nouBa 1 A B B B A A
JloHHuK 2 SMEL2 nouBa 2 A A F D D D
JloHHuK 3 SMEL3 nouBa 3 A A F E D D
Jlonnuk 4 SMEL4 nouBa 4 E B B B A A
JloHHUK D SMED5 nouBa 5 G nd B B G A
JloHHHK 6 SMEL6 nouBa 6 A B H B A A
JloHHuk 7 SMEL7 rnoyna 7 B C B B B B
Jlonnuk 8 SMELS nouBa 8 A B B B A A
Jlonnuk 9 SMEL9 nouBa 9 A B C B B A
Jonnuk 10 SMELI10 nouBa 10 A B C B B A
Jonnuk 11 SMELI11 nouBa 11 A B B B A E
Jlonnuk 12 SMELI12 KJIyOeHeK 1 B C B B B F
Jlonnuk 13 SMELI13 KJ1yGeHeK 2 A A I B C B
Honnuk 14 | SMED14 KJIyOeHeK 3 G nd L F E H
Hounnuk 15 | SMELILS KJyGeHeK 4 B C B B A B
Honnuk 16 | SMELL6 KJ1yGeHeK 5 B C B B A B
Jonnuk 17 SMELL17 KJyGeHeK 6 A B B B A A
Honnuk 18 | SMELI8 KJIyOeHeK 7 A A [ B C B
Honnuk 19 | SMEDI19 KIyGeHeK 8 G nd L B E A
Jounnuk 20 SMEL20 KJIyOeHeK 9 F B K B A A
Jonnuk 21 SMEL21 KIyGeHeK 10 B C B B B B
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OI[HOpOILHOﬁ KyJIbTYypbl LITAMMOB pn306naﬂbe1x KJIETOK
NPOBOIUIM 2-KpaTHble TMepeceBbl KoJoHUH (PymsiHieBa
v ap., 2011). [Ins BbigeseHus: KIyOeHbKOBBIX GaKTepuil
13 06pa3loB MOUYB HCMOJb30BaJacCh METOAHKA HHOKY-
JINpOBaHUdA paCTeHHﬁ-XOSﬂeB MOYBEHHBIMHU CYCITE€H3U -
MU (GONTYLIKAMU) B CTEPUIbHBIX MHKPOBETeTallHOHHBIX
OMBITAX C MOCJEAYIOUIUM BblIeJCHUEM PU300OHI U3 oOpa-
3oBaBlIMXCs KayOeHbKoB (Young et al., 1987).

Paboma ¢ JIHK. Dxcrpakuuio 6akrepuanbroin JTHK
NMPOBOJIMIN MO cjeayiollell metoauke. Hounyio Ky/bry-
py pu300HMaIbHBIX KJIETOK BbIpAlIUBa/K B XKUIKOH Cpejie
TY (Behringer, 1974) npu 28 °C. Yepes 24 vaca kJet-
KM OCa)KJaJjii, 3aTeM 100aBJ/IU JHU3UPYIOLUIUI pPAacTBOP
(TRIS-HCI, pH 8,0, 25 mM, EDTA 10 mM, PHK-aza
0,2 mr/ma, auzotmm | MI‘/MJI), MHKYOHPOBAJH O MUH NPH
KOMHATHO# Temnepatype, a 3atem no6asasaun 10 %-ii
(w/v) pactBop SDS 1o xoneunoii kouuentpauuu 1 %
(w/v). Jluzatbl MHKyGHpOBaan npu Temnepatype 65 °C
30 muH, 3atem 3amopakuBasu. [locsme pasmopakuBanus
K iu3atam 06asasiiu 1/10 o6bema 3 M atletata HaTpHs.
Hanee nposoanau ounctky JIHK ot 6eskoBbIX npumeceii
MeToJIOM (DeHOJI-XT0POGOPMHON IKCTPAKILUH, MOCIE KO-
topor JIHK ocaxknanu sTHIOBBIM CIIMPTOM.

Jisi onpesesieHUss TAKCOHOMMUECKOH MNpPHUHAJIEXK-
HOCTH BbIICJ€HHBIX MPUPOAHBLIX HU30JIsAITOB HCIOJb30Ba-
JIW METOJL PECTPUKIIMOHHOI'O aHaJii3da KOHCEPBATUBHOIO
yuactka reHa 16S pPHK. bakrepuanbuyio JIHK uccie-
JAYyEeMbIX ITaMMOB aMI"[J'lI/IC]I)I/ILLI/IpOBaJ'II/I C HUCIOJIb30BAHH -
em mnpafimepoB FDI-AGAGTTTGATCCTGGCTCAG wu
RD1-AAGGAGGTGATCCAGCCGCA, nanee mnoJsyueH-
uole JIHK-¢parmenter o6pabaTeiBasyu 3HAOHYKIEA30H
Rsal. [Tosryuennele pecTpukiMoHHbIe THMB (pHc. 1)
cpaBHMBaJM ¢ npoduasmu gpparmeHToB reHa 16S PHK
tunoBbix wrammos CCL69 (S. medicae) u Rm1021
(S. meliloti) (Pymsnuea u ip., 2011).

C 1e/bl0 H3ydYeHHs TeHeTHYecKoro pasHoobpasus
KJyOeHbKOBbIX GakTepuil Obl1 nposeae RFLP-ananus
no 6 sokycam puzobuanbHoro renoma (IGS, leu — xpo-
mocoma, fixA, nifD, nodD w nodlL-noeA — nnasmuna
SymA) (tabs. 1). YKazaHHble hparMeHTbl TeHOMa aMIl-
JUPUIMPOBAJIH C UCIIOJB30BAHUEM CJIEJYIOLIUX Tpaime-
poB IGS (FGPL-132 — CCGGGTTTCCCCATTCGQG,
FGPS1490-72 — TGCGGCTGGATCCCCTCCTT)
(Laguerre et al., 1996), leu (LeuB new F —
CACCAGCGAGAGGAAGAGAC, LeuB new-R1 —
GAAACCCTGCGTTTGTTGAT), fixA (fixA 390 F — 5
'"GTTGATAATGGTCGGCACG 3', fixA 390 R — &
TGATGTCACAATCTCGCTCC 3'), nifD (390_nifD
F — 5 ATTCGTTGAGCGATTTCTGA 3', 390_nifD
R — 5" GTCTCCTGCTTGTTCTTTGC 3'), nodL-noeA
(nodL_noeA F — 5" TCCGTCCGCCCTTTCACT 3/,
nodL_noeA R — 5" AAATCCGCACTCGGCACCC 3'"),
nod (PDA — GCAGCAACTCGAAGCTGAC, DIL
ATAGGTGCCGATGACGAAGA) (Bce npaiimepbl, 3a Uc-
KJtoueHueM npaimepoB Ha [GS, GblJIM CKOHCTPYHPOBaHDI

B Hactosulell padote). [TosyueHHble amMmnandukaTbl 006-
pabateiBanu ABymst pectpukrazamu Haelll n Mspl (npu-
Mep PECTPUKIHOHHBIX Mpoueil MpUBeAeH Ha pUcyHKe 1
6). ®paxunonuposanne JIHK-dparmentos nposoauau
Mo CTaHAAPTHOH METOAMKe 3JeKTpodope3a B arapo3HoM
reje (Mauunatuc u ap., 1984). ITonyueHunble renu no-
KYMEHTHPOBaJIH ¢ UCToJib30BaHueM oTocucteMbl Kodak
EDAS290.

Cmamucmuueckuti axasus. CreneHb MNOJUMOP-
¢usma RFLP-tunoB B aHa/iuadupyeMbix cyOrnonyasiusax
pu300Ui Obljla pacCYUTaHa C HUCMOJb30BAHUEM HHJEKCA
pasHooOpasust lllennona (H). [Ins ananusa noctoBep-
HOCTH PA3JIMUUI MeXKIy MHAEKCAMH pazHooOpa3us MpH-
MeHsIIM MeTof bootstrap, peanusoBanHbIfl B Tporpamme
PAST (Hammer et al., 2001). Iuddepenuuannio cyono-
MyJISIUI 110 4aCTOTAM PECTPHKIIMOHHBIX THITOB OlleHHBA-
JIK TI0 UHJIeKCYy reHeTHueckux paccrosuuit Hes (D) (Nei,
1972). [1ns1 olleHKK HepaBHOBECHS MO CLETJIEHHI0 MEXKIY
AHANU3UPYEMBIMH JIOKYCAMH HMCMOJb30BAIN MAKET Mpo-
rpamm Arlequin 1.1 (Schneider et al., 1997).

PE3YJIBTATBI 1 O6CYXXAEHWVE

Boideaernue uszoaamos u onpedeserue makcoHO-
MuHecKol nPUHAO0AeHHOCMU

CosnaHHas KoJeKIys pu3oouii cocrtosiia U3 42 uzo-
a4T0B. 1o MPOUCXOXKAEHHIO ITH U30JATHI MOXKHO ObLJIO
pasaesuTh Ha JBe cybononynsund — 20 «KJayOGeHbKO-
BBIX» M30JIATOB, BblJIeJIEHHBIX H3 KJIYyOEHbKOB IMKOPACTY-
IUX JIIOUEPHbl ¥ JoHHHKA (K-u30J5Thl) U 22 «mouBeH-
HBIX» M30J19Ta, BbIJIEJEHHBIX U3 MOUYBEHHBIX CYyCIEeH3UH B
YCJOBUAX MUKPOBEreTallMOHHOTO OMbITA C PACTEHUSAMU
mouepHbl U noHHuKa (I1-usonsrer). [To npusnaky pacre-
HUS-XO35IMHA Ty K€ CaMyl0 KOJICKLHIO pU30OHHA MOXKHO
ObLI0O pa3neiuTh Ha 21 H30JIAT, BblIeJIeHHBIH U3 K1yOeHb-
KOB JIIOLLEPHBI XMEJIEBUIHON KaK JIMKOpPACTYyIllei, TaK U B
YCIOBHSIX MUKPOBETeTallMoHHOro onbita (JI-u30/5Thl) 1
21 u30J15IT, BbiJIeJIEHHbIH U3 KJ1YOEeHLKOB I0HHHUKA GeJIoro,
KakK JINKOPACTyllero, Tak U B YCJOBHSX MHKpPOBereTallu-
oHHoro onbita ([l-uzonsrel) (tad.a. 1). B cootBeTcTBUM C
kputepueM % o6a nenenus (K/TI-uzonatul u J1/J1-us0-
JisiThl ) Oblu He3aBucumbl (P >0,5).

Jlnst onpenesieHust BUIOBOH MPUHANIEKHOCTH BbIJE -
JIEHHBbIX PHU300MANbHBIX OaKTEpPHH HCIOJIb30BAMN IKC-
npecc-mMeton RFLP-ananuza koncepBaTHBHOTO ydyacTka
reHa 16S pPHK. [TosyueHHble pecTpUKIIMOHHBIE MPO-
(UM LITAMMOB CPABHHUBAJHU C PECTPUKLIHOHHBIMU TMPO-
(buMSIMH THTIOBBIX IITAMMOB (puc. 2 a). Jlannble ananuaa
t¢parmenta 16S pPHK nokasanu, 4To M3 BblJes€HHBIX
42 mrammoB 31 mpuHameKuT K BUAy Sinorhizobium
meliloti, a ocraBuuecs 11 — k Buay Sinorhizobium
medicae. Kak nokasano B Tabjuue 1, y KIyOeHbKOBBIX
M30JIATOB, BblJeJI€HHBIX U3-T10]] PACTEHUH JIIOLEPH 7 H30-
JSITOB oTHOCATCS K S. melilotin 3 mramma k S. medicae.
Cpet MOUBEHHBIX M30JIATOB HAOJIOlaeTCs MpaKTHUEC-
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KW paBHOMEpPHOE pacnpejiesieHue ABYX BUJIOB OaKTepHH
no caiitam c6opa (6 usonsatos S. meliloti u 5 u30a5TOB
S. medicae). CoBceM uHasi KapTHHa HAOMIOAAETCS CPen
pHU300Uil, BblAEJEHHbIX H3-M0J pacTeHUH NOHHHKOB. I3
10 mTaMmMoB KJIyGeHBKOBBIX M30JSITOB 8 MPHHAAIEXKAT K
S. meliloti v 2 X S. medicae; cpean MOYBEHHBIX H30JI5-
ToB npeobuanaet wiramm S. meliloti (10 uzonaros).

CpasHenue eeHemuueckoeo noaumopdhusma 8 cyo-
NONYAAYUAX

J11s1 mocseytolero u3y4eHust reHeTHUeCKOTo MoJH-
MopduamMa 6blTH 0TOGPAHBI H30JSITHI, MPUHAJIEXKALIHE K
Buny S. meliloti, Tax Kak OHK COCTAaBUJIK OOJIBIIYIO YACTh
aHajausupyeMoi kossekuuu (31 uzondar). Kpome Toro,
CpPaBHUTEJBHBIN aHa/MM3 FreHeTHIeCKOro pa3Hoobpasusi B
TAaKCOHOMMYECKH HEOJHOPOAHON BLIOOPKE, ColeprKallei
M30JIAThI JIBYX Pa3JIMUHbIX BUIOB, CTATHCTHUYECKH HEKOP-
peKTeH.

[IpoBe/leHHbIH CpPaBHUTEJbLHLI aHaJU3 [OJUMOP-
(hu3Ma OCHOBAH Ha pasjiesieHUM COBOKYMHOH BbIOOPKH
MPUPOAHBIX M30JsITOB S. meliloti na cyGnonyasuuu mo
JIBYM KPUTEPHUSIM — MO pacTeHHIo xo3suny (18 n3onston
13 KJYyOEHbKOB JIOHHUKA W 13 M3 KIyOeHbKOB Jitollep-
Hbl) U MO MPOUCXOXKIAEHHIO (16 MOUBEHHBIX H30JTOB H
15 kny6eHbKoBBIX) (Taba. 1). B cooTBeTcTBUM ¢ KpuTe-
pueM x? — 3TH JiBa Npu3HaKa (pacTeHne-X03s1MH U Mpo-
ucexoxjienue ), Hesapucumbl (P >0,5), nostomy aaHHble
COMOCTABJEHUS] CTATHCTHYECKH IOCTOBEPHBI.

Araaus yposreti eenemuyecko2o paznoobpasus 8
cybnonyasayux

B xone ucenenoBanust mMpoBesM aHalH3 PeCTPUKIH-
OHHOTO NoJUMopdHU3Ma 2 XPOMOCOMHBIX ¥ 4 CUMOUOTH-
YeCKHMX YYaCTKOB T€HOMa, MPUMEPbI PECTPUKIIHOHHBIX
npocuJeil npuBenensl Ha pucynke 2 6. CoryacHo JuTe-
paTypHbIM JaHHBIM CHMOMOTHUECKHE Y4YacTKH PHU3006H-
aqbHOTO TeHoMa 0oJiee TeTepOreHHBl, YeM XPOMOCOM-
uole (Young et al., 1988; Wexler et al., 1996), npu s3tom
IITAMMbl KJYO€HBKOBBIX OakTepuil 6oJiee TeHETHYECKH

850 N,
700 AM.

500 nw.

a)
Puc. 2. Ananva noumopguamMa pecTpUKLIHOHHBIX pochuselt pparmenta rena 16S pPHK mrammvos S. melilotin S. medicae (a);
TIPUMEPBl PECTPUKLIMOHHBIX TPOQHUIEH TI0 CCIETyeMbIM YdacTKaM reHoma (6)

tew

pa3Hoo6pasHbl MO CPAaBHEHHIO C TOUYBEHHBIMH H30JIITAMU
(Bromfield, 1995; Kosier, 1993; Young, 1987). B xone
aHaJ/iu3a B COBOKYMHOH MOMyJsiHK ObIJIH BbISIBJEHBI CJle-
aytoue KoandectBa RFLP-tunos no soxkycam: IGS —
6 Tunos, leu — 3 tuna, fixA — 9 tunos, nifD — 5 Tu-
nos, nodD — 6 tunos, nodL.-noeA — 6 tunos. 1 xors,
Mo BCEH BHAMMOCTH, pa3dHooOpa3ue CUMOMOTHYECKHUX
JIOKYCOB, BbISIBJICHHO€ B JAaHHOH paboTe, HECKOJIBLKO Tpe-
BOCXOAUT pa3HooGpasne XPOMOCOMHBIX, HX MPsSIMOE CO-
nocTaBJ/JeHre He BIOJHE KOPPEKTHO, TaK KakK MpoaHaJfu-
3UPOBAHHbIE YUACTKH PA3/JUUAIOTCS M0 JAJIHHE.

B To ke Bpemsi BMoJiHE 3aKOHHBIM SIBJISIETCS COMO-
CTaBJICHHE TEHETHYECKOT0 pa3HooOpa3us Mexay cyorno-
MyJISILUSIMA 110 OT/leJIbHBIM JJoKycaMm. Ha ocHoBanuu uH-
nekca paznoo6pasus lennona (H) BrisiBAEHBI CXOAHBIE
YPOBHH Te€HETHUYECKOro pa3HooOpasusi Mpu CpaBHEHHU
cyOnonyasiui JOHHUK-JIOLEepPHA 1O BCEM HM3ydaeMbIM
JoKycam 6aKTepHaibHOTO TeHOMa, KaK M0 XpOMOCOMHBIM,
TaK ¥ M0 CHMOMOTHYECKUM. B To yKe BpeMs 3HaueHHs HH-
JIEKCOB pa3Ho00pasus y KiyOeHbKOBOH CyOnmonyJIsiiiuu no
XPOMOCOMHBIM JIOKyCaM JIOCTOBEPHO MPEBBIIIAIOT JaHHbIE
y cybnonyJ/asiiiii nouBeHHbIx u3ogs1oB. [To ananusnpye-
MbIM CHMOHUOTHYECKHUM paliOHaM 3HaUeHUs1 pa3HO00Opasus
y M30JIATOB KJAYOE€HbKOBOH M MOYBEHHON CyOMOMyJsilHi
OKasaJ/luch ofilMHaKoBbIMH. Bousbliee pasnooGpasue xpo-
MOCOMHBIX JIOKYCOB Y KJIyO€HbKOBBIX H30JISITOB SIBJISIETCS,
CKopee, HeOXKHJIAHHBIM, TaK KaK MOXKHO Ob1J10 Obl 02KH/IATh
o6paTHON KapTHHBI (110 MpHUUKHe H60JIblIElH BOBJeUEeHHOC-
TH XPOMOCOMHBIX JIOKYCOB B a7anTalHio K TreTepOreHHbIM
YCJIOBUAM TIOUBEHHBIX HUII). HeoXuIaHHbIM Takxke fB-
JITETCA M CXOACTBO yPOBHEH Pa3HO0OPa3us 10 CHMOHOTH -
YeCKHM JIOKYCaM y MOYBEHHBIX U KJIyOEHbKOBBIX H30JISITOB
(TeopeTryecKH MOKHO OblJIO Obl 0XKHJIATH GOJee BBICOKHX
ypOBHEH pazHooOpa3us 1Mo CUHMOHOTHYECKHUM JIOKyCaM Y
KJIyOeHbKOBOH nonysuun). OJHAKO caMblM HHTepec-
HbIM OY/leT COMOCTABJICHHE YPOBHEH pasHooOpa3us co-
NPSKEHHBIX PU300OHANBHON U PACTUTEJBLHON MONYJIALNHA,

fixA

D nodd nodL-noeA

0)
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Tabauya 2.

Conocrasienue reHetnueckoro pasnoodpasus (H) B cyononyasuusx JI/1 v /K n ananus auddepenupaunu mexiay
Humu (D). [IpuBeneHbl BEpOSITHOCTH, XapaKTepHU3yiolllMe 10CTOBEPHOCTb PAa3JUUU

. nodL-
Jlokyc IGS leu JixA nifD nodD noel
H (J1-usonsitor) 0,93 1,01 1,52 0,93 1,51 1,21
Pasnoo6pasue H (I1-uzonsthbr) 0,97 1,03 1,38 0,42 1,19 1,29
Jlonnuk-Jlotepna p 0,82 0,76 0,78 0,19 0,24 0,82
Nei 0,96 0,85 0,9 0,97 0,92 0,95
Juddepenimarins
P (CH3/I9KOP) p>0,3 | p>0,25|p>0,3|p>0,25| p>0,3 | p>0,3
H (K-uzoasistbi) 1,27 1,0 1,37 0,72 1,36 1,06
Pasnoo6pasue H (IT-uzonsrhbi) 0,46 0,77 1,30 0,68 1,10 0,95
Kay6enek-ITousa P 0,02 0,02 0,9 0,94 0,42 0,72
Nei 0,30 0,68 0,22 0,01 0,05 0,43
Juddepenumarns
P (CH3/19KOP) p<0,1 | p<0,0l | p<0,2| p<0,9 | p<0,7 | p<O,1

Tabauya. 3

AHanu3 HepaBHOBeCHS 110 CLEMJIEHUIO MeXy JoKycamu B cy6nonyasuusx S. meliloti J1, 11, 11, K, u B coBokymnHoii
nonyasuuu. (+) — napbl JOKYCOB, B KOTOPbIX BbISIBJ€HO JOCTOBEpPHOE clLiernjeHne. 3HaueHHUsl COOTBETCTBYIOLLUX
BEPOSITHOCTEN MPUBEEHbI MOJ, JUArOHAJISIMH

. nodL-
gokye | IGS leu | fixA | nifD | nodD noeA
IGS + - | - + +
leu 0,00 — — — +
SixA 0,22 | 0,09 + + -
nifD 0,06 | 0,10 | 0,00 — —
nodD | 0,03 | 0,29 | 0,00 | 0,18 +
nodL-1 o 61 | 0,02 | 0,41 | 0,15 | 0,03
noeA
. nodlL- . nodL-
gokye | IGS leu | fixA | nifD | nodD noeA gokyc | IGS | leu | fixA | nifD | nodD noel

gokye | IGS | leu | fixA | nifD | nodD

® 9Ko/102UbecKaA eeHemuka TOMX Nel 2012 ISSN 1811-0932
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KOTOPO€ OYAET BBIMOJHEHO B OHON U3 CJEAYIOLHX My0-
Jukauui. JlaHHoe conocTrapjeHue J0JKHO 1aTh OTBET HA
BOTIPOC O CBSI3U MEHETHUYECKOr0 pa3HooGpas3usi MmomyJsi-
MK pacTeHHs-X035MHA C Pa3HO0OPa3neM Bbile€HHBIX
M3 HEro pu3oOuH.

lenemuueckas Juggepenyuayus cybnonyriyui
no wacmomam RFLP-munos

JI71si cpaBHUTEJILHON OLIEHKH pacrpeiesieHust pasauy-
Hbix REFLP-Trunos cpeay n3015T0oB B cy6monyasiiiusx (JI0H-
HUK-JII0LlepHA, TIOUBA-KJAYOEHEK) UCMOJb30BaMN HHIEKC
Hes (D-differentiation) (Nei, 1972), Bapbupytouinii ot 0
(upentruHOCTD 1o yactoram RFLP-tunos) go 1 (noauoe
pazsuuue no yacrotraM RFLP-tuno). Jlans ananuza jno-
CTOBEPHOCTH Pa3Muuil ucrnosb3oBaau Mmetoja CH3IeKopa
(MOAHUUHMPOBHHBIA KPUTEPHI %2 /IS MaAJIbIX BEIGOPOK).
Wuneke D, paccuutanubiii mo 6 jokycam (2 XpomMocoMm-
HbIM U 4 CUMOUOTHYECKHM ), Y CYOMOTYJISIHT JTOHHUK-JT0 -
epHa Bapbupyet ot 0,03 1o 0,15 (tabu. 2). [ToayueHHble
3HaueHus D ykasbiBaloT Ha cjaabyto auddepeHImalnio
no yactroram RFLP-Tunos mexay cyobnonyasiinsMu J10H-
HUK-JolepHa. [Ipy 3TOM 3HAUeHHUsS] TeHEeTHUECKOH And-
(hepeHIMalMU y CyOTIONYNAIMH KIyOeHEK-M04YBa Bapbh-
pytot ot 0,01 10 0,68. ¥YpoBeHb reHeTHUECKUX Pa3IUUN
B 9TOH CyOMOMyJIsiiMK CyLLECTBEHHO MPEBBILIACT 3HAYEC-
Hus D y cybrnonyasiinu foHHUK-MouepHa. Hanbosbias
cTeneHb quddepeHiHaniu BbisiBaeHa no jgokycam [GS u
leu (xpomocoma), u nodL-noeA (cumbuoTHUECKas MJ1a3-
MHJIa ) MeXK1y KJ1yOeHbKOBBIMH W MOYBEHHBIMU U30JIATAMH
(ta6s. 2) Takum oGpa3om, olleHKa CTEMeHH reHeTHuec-
KHX pasJIMuuil nmokasaJjia, 4To HauOOJbIIHE PA3JIHUYUS M0
YPOBHSIM TE€HETHUECKOro pa3dHooOpasus W HauboJsbllIas
CTerneHb reHeTHueckol anddepeHunayn HabaonaeTcs
MEXKJy H30JTaMKu CyOnonyasiuuu KiayOeHeK-TouBa Mo
XPOMOCOMHBIM JIOKYCaM.

Taknm o6pasom, u3 IByX (haKTOPOB — paCTeHHsI-XO-
3siMHa (JII0LEPHA-IOHHUK ) U TPOUCXO0XKIEHUS (TTOUBa-KJTY -
GeHeK) BTOPOIl, HECOMHEHHO, UMeeT GoJiee BblpaxKeHHOe
BJIMSIHHE HA T€HETUYeCKoe pasHooOpas3ue H3YYeHHOH M0o-
nyasuuu S. melilioti. Jlanublii akT ABJASETCS J0BOJIBHO
HEOXKHIAHHBIM, TaK KaK 1leJIblil psijl HCCeI0BAHUN CBU-
JIETENIbCTBYET O TOM, YTO UMEHHO pACTEHHE-XO35IMH SB-
JsieTcst HanGosee MOUIHBIM (DAKTOPOM, OTBETCTBEHHBIM
3a (hopMHUpPOBAHHE T€HETHUYECKOH CTPYKTYPbI MPUPOJHBIX
nonyasiuuil pusobutt (Angponos u ap., 1999; Andronov et
al., 2003). Han6osiee unTepecHbIM sIBJIsSIETCS CpaBHEHHE
pe3yJIbTaTOB, MOJIyUE€HHBIX B HACTOSALILEH PabOTe U pe3yJib-
TATOB, MOJIYUEeHHbIX OJIHUM M3 coaBTopoB 10 JsieT Hazan
(Anzmponos u ap., 1999), npu uzyuenun puzoo6uit, Takxe
BbIJIEJICHHBIX M3 JIIOLEPHbI U JIOHHUKA Henaseko ot Mp-
KyTcKa. IMeHHO B 3TO# monyJisiiiny Obljia BbIBJIEHA UeT-
Kas quddepeHunanus Mexay cyononyasiuusamMu pu3oouit
JIOHHHKA W JIIOLEPHBI M0 TOMY XKe camMoMy JioKycy nodD,
M0 KOTOPOMY B HACTOSALIEM HMCCJAEOBAHHU JOCTOBEPHOH
mddepeHralni He BbisiBaAeHO. [t 00bACHEHNS JTaHHO-
ro (eHoMeHa, HeOOXOJAUMO OTMETHTb, UTO B PAHHEM MC-

cJiesloBaHuHM Obljia Henogib3oBaHa Cay3epH-ruOpuau3anms
¢ npo6oit Ha ren nodD. BrisiBaennble riOpuaAN3alMOHHbIE
naTTepHbl MPEACTaBAsAMN co60il A0BOMBHO GoJbline (710
20 tnH) dparmenTsl, pazHooGpasne KOTOPLIX, OUEBHIHO,
OBIJIO BBI3BAHO MHTEHCUBHBIMM T€HOMHBIMH TEPeCTpPOH-
KaMH, OOBIYHBIMM JIIsT CHMOMOTHYECKOH MerarnJsasMHuibl
puso6uil JouepHbl (Anaponos u ap., 2001, PymsHuesa u
ap., 2004). B nacrosiiieM e uccae0BaHU| Obl UCMTOJb-
30BaH MPUHILKMHAIBHO HHOH MOAXO0J — PeCTPUKIIMOHHbBIH
aHaJin3 PparMeHTOB aMMIu(UKALIMKI, TIO3BOJISIOUINH Jle-
TEKTHPOBATb MOJUMOP(PHU3M, KOTOPbIH CBSA3aH HE C FeHOM-
HBbIMH TEPeCTPONKAMHU, a 1Mo OOJbIIEH YaCTH C TOYCYHDI-
MM 3aMeHaMH HYKJEOTH/IOB B pe3yJ/ibTaTe MyTalMHOHHOTO
npotiecca. ConocraBjeHue NaHHBIX, OMyOGJHKOBAHHBIX B
1999 rony v moJsiyueHHbBIX B HacTosiLeH paboTe, MO3BOJISA-
eT C/leJ1aTh IOBOJIbHO HEOXKHJIAHHbBIH BBIBOJL: FfeHEeTHYEeCKasi
auddepeHIMalng MeXKLy MONMyasauUaMHA pU30OUi TOHHH -
Ka 1 JIIOLEPHbI, TPUHAJIIEKAUIUX K OAHOH U TOH 2Ke rpyrine
nepeKkpecTHON HHOKYJSIIMH, CKOpee BCero, CyllecTBYeT,
HO 00yCJIOBJIEHA OHA OCOOEHHOCTSIMH F'eHOMa, KOTOpbIE,
cKopee, SIBJISIIOTCSI CJI€ACTBMEM T'€HOMHBIX MEpPecTpoek,
yeM MyTallMOHHOTO TMpoliecca.

AHnaaus cuenaenus mexucoy Lo0Kycamu

Jlis1 OUEeHKM TeHeTHYeCKOH CTPYKTYpbl MOMYJsIUN
JIOBOJIBHO IIMPOKO MCMOJIb3YETCsl MYJBbTHIOKYCHBIH aHa-
JIN3 HepaBHOBecHs Mo clieneHuto. O HepaBHOBECHU MO
CUEMJIEHHIO TOBOPAT, KOrAa JABa MJH OoJiee ajliesell B
nape JOKyCOB BCTpedaloTCsi BMeCTe yalle, 4eM MOXKHO
Obl10 OBl 02KMJATh W3 WX uacToT. [Ipu 3TOM cuenJsenne
CBHJIETENBCTBYET 00 OrpaHWYeHHOCTH TOPU30HTAJIBHOIO
nepeHoca reHoB B MOMYJISIIHH.

B nacrosiei pa6orte 66110 TPoOAaHATH3UPOBAHO CLIET -
JIeHHe BO BCEX BO3MOXKHBIX Mapax JIOKyCOB, Kak B COBO-
Ky[THOH MOMyJISILUKY, TaK U B KaXKIA0H M3 paccMaTpuBae-
MbIX cybronyasauni (taba. 3 a—n). Ob6pauiaer Ha cebs
BHUMaHHe BeCbMa NpUMedaTe/bHbli (hakT — pOCT Ync/a
CLEMJIEHHBIX JIOKYCOB NPH OObEJAUHEHUH CYyONonyJsiiui.
Tak, B cyononyasuusax J1 u JL no 6 1 9 cuensieHHbIX nap
JIOKYCOB, COOTBETCTBEHHO, B TO BPEMSI KAK B COBOKYTHOH
nonyasuud ux 12. B cy6nonynasuusax Ku [T 11 u 7 cuen-
JIEHHBIX Map JIOKYCOB, COOTBETCTBEHHO U 12 B COBOKYI-
Hoil. Takoe cooTHOlIEHWE, CKOpee BCero, sIBJsIeTCs CBU-
JIETEJbCTBOM TOT0, UTO MEPEHOC FeHOB MeXKy pU300HsIMH
OCYIIECTBJISIETCS MPEHUMYILECTBEHHO BHYTPH KaxKJIOH M3
cyOmonydlnil, HO He MexX1y HHUMU. AHaJoruuHble pac-
CY>KJIeHHSl MPUBOAUINCH B JiHTepaType paHee (Maynard
Smith et al., 1993). C 6unosorndyeckoil TOUKH 3peHHUSsT
JUig HaOJof1aeMoro (eHoMeHa ecThb BIOJIHE JIOTHUHOE
oObsiCHEHHE: MEepPeHOC I'eHOB OCYULIECTBJSETCS MpeuMy-
1IeCTBEHHO B pu3ocdepe pacTeHHus-X0351HA, UTO BIOJHE
JIOTMYHO, YTO U ABJAETCS MPUUHHOH HAOJI0/JaeMbIX COOT-
HoweHun. [TonTBepKAEHHEM 3TOMY CJYKHUT TO, UTO POCT
ypcsia CUEMNJeHHbIX Map JOKycoB HanboJjee BblpayKeH B
cyononyasuusax JI—JI no cpaBHenuto ¢ cybmnonyasiunsamMu

K—TI.
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LINKED SYMBIOTIC POPULATIONS: ANALYSIS
OF GENETIC DIVERSITY OF RHIZOBIAL COMPONENT

Muntyan A.N., Belova V.S., Roumiantseva M.L.,
Simarov B. V., Andronov E. E

% SUMMARY: Understanding the selective constraints of partner

specificity in mutually beneficial symbiosis is a significant, yet
largely unexplored, prospect of evolutionary biology. These selective
constraints can be explored through the study of nucleotide
polymorphism at loci controlling specificity. We used a model
legume-rhizobium mutualism to test for evidence that context-
dependent selection may maintain variation in partner quality. We
analyze the taxonomic structure, the heterogeneity and linkage
disequilibrium of the rhizobial population between symbiotic (nif-,
fix- and nod-, nodL-noeA genes) and chromosomal (lex- and 1GS
loci) genetic markers.

&% KEY WORDS: conjugate collections; nodule bacteria population;
genetic polymorphism; Sinorhizobium meliloti.

% WNHbopmaums 06 aBTopax

Mynrsn Anekceii Hukonaesuu — . . c., 1a6oparopust Ne 6.
E-mail: mirtrudmay@yandex.ru.

AnppovoB Eerenmii EBrenbesuu — 3aB. saGopartopueii, K. 6. H.,
nadoparopust Ne 8.
E-mail: eeandr@gmail.ru.

Besosa Bukropust CnaprakoBHa — M. H. c., jabopatopust Ne 6.
E-mail: genet@yandex.ru.

PymsinueBa Mapuna JIbBoBHa — Bej1. H. ¢., 1a6opartopusi Ne©.
E-mail: genet@yandex.ru.

Cumapos bopuc BacuibeBuu — 3aB. jaGoparopueii, 1. 6. H., ipoceccop,
na6opatopust Ne 6.
E-mail: genet@yandex.ru.

Beepoccuiickuii
CeJIbCKOXSICTBEHHON MHKPOOUOJIOTHH.
ui. [Top6enbekoro, 1.3.

Hay4YHO-HCCIIeI0BATEbCKUI MHCTHTYT
196608, CII6, Ilyuwkumn,

Muntyan Alexey Nikolaevich — Junior Researcher, Lab Ne 6.
E-mail: mirtrudmay@yandex.ru.

Andronov Evgeny Evgenievich — Head of the Laboratory, Candidate of
Biological Sciences, Lab Ne 8.
E-mail: ecandr@gmail.ru.

Belova Victoria Spartakovna — Junior Researcher, Lab Ne 6.
E-mail: genet@yandex.ru.

Roumiantseva Marina Lvovna — Senior Research Fellow, Candidate of
Biological Sciences, Lab Ne 6.
E-mail: genet@yandex.ru.

Simarov Boris Vasilievich — Head of the Laboratory, Doctor of
Biological Sciences, Professor, Lab Ne 6.
E-mail: genet@yandex.ru.

All-Russia Research Institute for Agricultural Microbiology.
Podbelsky chausse 3, Saint-Petersburg, Pushkin 8, 196608, Russia.

® dKo102UHeCKaA eeHemuKa

TOMX Nel 2012

ISSN 1811—-0932



