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Beenenne

A3zoTdukcanys — BaXKHBIA OMOXUMHUYECKHIA TTPOIIECC, MPEICTABIISIONINN COO0H BOCCTAaHOBJICHHE
MOJIEKYJISIPHOTO a30Ta 10 aMMoHUs. K HacTosiieMy MOMEHTY yCTaHOBJIEHO, YTO a30TQHUKCAIUs
npucymia Kak OakTepusM pasHbIX CHCTEMAaTHYECKMX TPYII, TaKk W apxesM. Takum obpazom,
pacripesiesieHue  a30TQUKCUPYIOIIUX MHKPOOPraHM3MOB IO TAaKCOHOMHUYECKUM TpyIIaMm
JIOCTATOYHO MO3au4yHO. A30T(PHUKCHUPYIOIIHE MHUKPOOPTaHW3MBI MOTYT OBITh KakK CBOOOHO
KUBYIIMMH, TaK U CyIIECTBOBATh B CUMOHMO3¢e ¢ pacTeHusimMu (Munryctud u Emues, 1987).

Kak Ob1J10 ye cka3aHo BBIlIE, MHOTHE OaKTEpUHU OCYIIECTBISIOT (PUKCALMIO a30Ta B CUMOMO03€ C
BBICHIMMHU pacTeHusiMH. Hambosee Xopomio M3ydeHHbIE CUMOMOTHYECKHE a30T(UKCHPYIOIIHE
OakTepuu SBISIOTCS IpeacTaBuTeNsiMu  rpymmbl Alphaproteobacteria. CuMOnoHTaMu B JTaHHOM
ciy4yae SBISIOTCS TPEUMYIIECTBEHHO pacTeHuss u3 mopsaka 000oBeix (Fabales), mpuuém
KIyOeHbKH 00pa3yroTcs IuIIb Yy THpeacraBuTeneil cemeirictBa Fabaceae. Opnako, Taxoke
U3BECTHBI clydyan OOpa30BaHUS KOPHEBBIX KIYOCHBKOB M Yy He0000BbIX pacTeHuid. [lpu
CBOOOZHOM CYIIIECTBOBAaHUU a30T(PHUKCATOPOB B MOYBE JaHHBIE MUKPOOPTraHU3MBI PACTYT Kak
canpouUThI 3a CYET OPraHUYECKUX COCTUHEHUH.

B kadecTBe HCTOYHHMKA a30Ta KIYOCHBKOBBIE DPACTEHHMS MOTYT HCIOJIb30BaTh pPAa3IUYHBIC
COCIMHEHUSI — COJM aMMOHHMS W a30THOM KHCJIOTBHI, MHOTME AaMHHOKHUCIIOTHI, ITypUHOBBIE U
NUPUMHUIMHOBBIE OCHOBaHHUs, OWypeT M T.1. Ha OOBIYHBIX cpefax M B YHCTBIX KYJIbTypax
KITyOEHBKOBBIE OaKTEpUU HE yCBAWBAIOT MOJIEKYJSIPHBIM a30T. Taxke ObUIO yCTaHOBJIEHO, YTO
BCE-TaKM Ha CHEHU(PHUUECKUX NHUTATEIbHBIX CpeJax IpH OTCYTCTBUM KHUCIIOpOAA YHUCThIE
KYJIbTYpBl pa3iuuHbIX OakTepuil m3 pona Rhizobium ycBauBaioT HEKOTOpOE KOIUYECTBO
MoJieKyJsipHOro azota (Mumyctus u Emues, 1987).

Tkanb, 3amoyiHeHHasi OAaKTepUsSMHU, UMEET KpPAaCHOBATYIO OKPAcKy — OHA COJEPKUT MUTMEHT
JIETTEMOTJIOONH, POJCTBEHHBIH TeMorioOuHy. MonekynspHbIi a30T (QUKCUPYIOT TOJBKO Te
KIIyOCHbKH, B KOTOPBIX UMeeTcs JierreMorsioonH. [losiBinenne nurMenTa B TKaHU COBIIAJAET IO
BPEMEHHU C HayaloM (UKCAIlMM MOJIEKYJSIpHOTO a3oTa. Ilpu paspymieHHH JerreMorioOuHa c
00pa3oBaHUEM 3€JIEHBIX JKEIYHBIX MUTMEHTOB (OWJIMBEPIMHOB) MPEKPAIIACTCS M CBSI3bIBAHUE
azoTta. JlerreMornoOuH, 1o Bceil BEPOSITHOCTH, HAXOAUTCS B IIUTOILIa3ME PACTUTEIHHON KIIETKH,
a HE B MIPOCTPAHCTBAX MEXIy OaKTEpOUJIaMHU U OKpYKaIOMMMHU X MeMOpaHamu. OOGpazoBaHue
NUTMEHTA MPEICTaBIsAET co00l crenupuieckuil pe3yabTaT CuMON03a: IPOCTETHYECKas IpyIa
(mpoToreM) CHHTE3UpYyeTCsl OakTepouaamu, a OCTKOBBIM KOMIIOHEHT MPU YYaCTHU PACTEHUS.
[Turment ob6naaeT O4YeHb BBICOKHM CPOJACTBOM K KHCJIOPOJIY M MOKHO Mpeanojiarath, 4To
JerreMorioOnH obnerdaer AuQQY3UI0 KHUCIOpOAa dYepe3 KIETKY pacTeHus K OaKTepowuimy.
bnarogapss 0coObIM CBOWCTBaM JIETTEeMOINIOOMHA B OakTepowe BO3MOXXHO CO3aHUE

MUKpoadpoOHbIX ycinoBuit (LLnerens, 1987).



B Hacrosimee BpeMs a3oTduKcanys HHTCHCUBHO M3Y4aeTcs, OJJHAKO MOIPOOHBIE NCCIICTOBAHUS
IPOBEACHBl JIMIIb JUII HEKOTOPbIX MOJENBHBIX oOpranu3MoB. K HacrosmiemMy MOMEHTY
azoT(uKkcanusi JIydile BCEro M3ydeHa B opranmsMax u3 nopsaka Rhizobiales, sBistomierocs

yacThto rpymmbl Alphaproteobacteria.

Bbuoxumusa azompurcayuu
Hutporenasa siBnsiercs HeHTpaIbHBIM (DepMEHTOM Ipoliecca a3oTdukcanuu. JJaHHbIH GepMeHT
KaTaJu3upyeT OHMOJOrMYecKoe BOCCTAHOBJIEHHE MOJEKYJISIPHOrO a30Ta [0 AaMMOHHUS U
MpeICTaBiIsieT Cco0OM  KOMIUIEKC  CTPYKTYPHO Y (YHKIMOHAJIbHO  KOHCEPBATHUBHBIX
METaUIOPEPMEHTOB. JTOT KOMIUIEKC BKJIIOYAeT B ce0si 2 KOMIIOHEHTA: Kele30COAEPIKaIlylo
AT®-3aBucumyto peaykrazy HuTporeHassl (Fe-0enok) u TMHUTpOreHasy, CoIepkKallyro Keae30
n moymbaeH, (MoFe-6enok). Jdumepnsiii Fe-Oenox (y,) sBIse€TCS TOHOPOM DJICKTPOHOB JIS
O0onee kpymHoro rereporerpamepHoro MoFe-6enka (ozB2), roe cyobemuHmMIBl o, B, ¥
KOIUPYIOTCS, COOTBETCTBEHHO, TeHamu nifD, nifK, wu nifH. CyObenuHHIIa O COJACPKUT
KaTAINTUYECKUH CalT BOCCTAHOBJICHUS MOJEKYJISIPHOTO a30Ta, a TaKXKe JKEIe30MOJINOICHOBBIN
kiactep cocraBa FeMo7So.
Bce azordukcaropsr comepxar MoFe-HUTporeHa3HyI0 CHCTEMY, HO B YCJIOBHSX HEIOCTaTKa
MOJUOEHA, HEKOTOpPble OpPraHU3Mbl HHIYLUPYIOT CHHTE3 aJbTEPHATUBHBIX HHUTPOTECHA3,
coJepKalX KJIacTepbl, B KOTOPBIX MOJUO/ICH 3aMeIIEH Ha BaHAIMN WIIH JKeJIe30.
[TonHas ctexuoMeTpusi BOCCTAHOBJIEHUS a30Ta MO/ ONTUMAJIbHBIMH YCIOBUSMH CIEAYIOIIAS:
N,+8e¢ +8H +16 ATP — 2NH; + H, +16 ADP + 16 P;
Kak BUIAHO M3 ypaBHEHHs PEaKIMU, MPOLECC A30T(PHUKCALUU SIBISETCS SHEPrO3aBUCUMBIM H
tpebyet npucyrctBus AT®. Kpome Toro, nannas peakius TpeOyeT IpUCYTCTBHS HOHOB Mg2+.

(Dixon and Kahn, 2004; Raymond, 2004).

I'enemuxa azom@puxcayuu ¢ 6axkmepusax nopaoka Rhizobiales
['enbl a3oTukcay B CHMOMOTHUYECKUX MHKpoopraHusmax u3 nopsjaka Rhizobiales ycnoBHO
pa3AeNsIoT Ha 3 TPYIIIbI:

- nod-TeHbI: TPOAYKTHI ATHX F€HOB TPEOYIOTCS JIsl 00pa30BaHMs KIyOSHBKOB.

- nif-TeHBl: TEHBI, CTPYKTYPHO TOMOJIOTMYHBIE nif-TeHaM TaMMa-poTeo0aKTepun
Klebsiella pneumoniae, NS KOTOPOH TeHETHKa a30T(UKcalMu Oblga BIEpPBBIC
uccinenoBana. K HacTosmieMy MOMEHTY — HISHTH(GHUIUPOBAHO 9  pa3inuyHBIX
pu300uaNbHBIX nif TEHOB B opraHm3Mmax Sinorhizobium meliloti,  Azorhizobium

caulinodans w Bradyrhizobium japonicum (Fischer, 1994). K nif renam oTHOCSTCS



CTPYKTYPHBIE T€Hbl HUTPOT€HA3bl; HEOOXOANMBIE Il OMOCHHTE3a HUTPOTr€HAa3bl TeHEI, a
TaKXe I'eHbl perynsaTopHbix 0enkoB (Dixon and Kahn, 2004).
- fix-TeHBI: TEHBI, TaKXKe HEOOXOAMMBbIE A a30T(PHUKCAIMHU, HO HE TOMOJIOTUYHBIC Hif-
renam u3 K. pneumoniae. JlaHHBIC TEHBI MPEICTABISAIOT COOOW OYEHB PA3HOPOIHBIN
KJIacc M, KpOME TOTO, TeHBI, HAJCHHBIC B KOHTEKCTE CUMOMOTHYECKOH azoTdukcanmy,
MOTYT Yy4YacTBOBaTh B TIIpolleccax, HE CBSI3aHHBIX C a3oTQUKcaled u Jaxe
IPUCYTCTBOBAThH B Hea30ThuKcupyromux oprannzmax. (Fischer, 1994).
JlanHast kimaccuUKanus SBISETCS UCTOPUYECKH CIOXKMBIIEHCS, W Ha3BaHUS T€HOB 3a4acTYIO

MEHSIOTCS TOCJI€ BRIICHCHUS X TOYHOU q)YHKHI/II/I

Pezynayua azomegpukcayuu 6 puzoouax
B MukpoopraHm3smMax MOXKET OCYIIECTBIATHCS KakK (U3HOJNIOTHYECKas, TaK M TEHETHYeCKas
perynsanus paboTsl HUTPOTCHA3HI.
OCHOBHBIMU CTUMYJIaMH, HPUBOASIIMMH K HW3MEHEHHMIO SKCIPECCHH TE€HOB HUTPOTEHA3bI,
SBIISIIOTCS ceyromue GpakTopbl:

- KOHIIEHTpauus KHCIOposa,

- KOHIIEHTpANus a30Ta WIN COOTHOIICHHE KOHIICHTPAINH a30Ta 1 aMMOHHUS,

- PENOKC-COCTOSIHHE KIJIETKH, TO €CThb COOTHOLICHHE BOCCTAHOBJICHHBIX M OKHCICHHBIX

(opM BOCCTaHOBHUTEIBHBIX IKBUBAJICHTOB B KJIETKE;
- HaJU4YMe SHEPreTHYECKUX SKBUBAJICHTOB, IOCKOJBbKY, KaK OBUIO YIIOMSHYTO paHee,
a30T¢UKcanys SBISETCS SHEPro3aBUCHMBIM IIPOIIECCOM.

CornacoBaHue NMpoLECCOB (PUKCAIMU C MPUCYTCTBUEM KHCIOPOAA OCYILIECTBIseTcs Onaromaps
TPAHCKPHUIIIMOHHON PETYJSIIIUKA 3KCIPECCUHM TE€HOB HUTPOTeHa3bl B OTBET HA BHEKJIETOUHYIO
KOHLIEHTPALMIO KHCIopoja. HuTporenaza kpaifHe YyBCTBHTENBHA K KHCIOPOXY, IO3TOMY
HEOOXOIMMBI MEXaHHW3MBI €€ 3allUTBl  OT KHCJIOPOJHOTO TOBPEXKACHUS. Y MHOTHX
a30TQHUKCUPYIOUINX MHUKPOOPTraHU3MOB BBIpaOOTANCAd INUPOKUN CHEKTp (U3NOIOTHUECKUX
CTpaTeruil 3aluThl: aHaYPOOHBIM POCT, MOTpeOIeHHE KUCIOpOJa B JIBIXaHUM, BPEMEHHOE H
MPOCTPAHCTBEHHOE OTJEICHHE HUTPOTEHA3bl OT JPYTHX MpoIeccoB, Oapwrep mia auddysuu
kuciopoaa. B nononnenune obparumoe cBs3piBaHne O, HOAYIMHOM, CHENU(UYECKHM OEIKOM
KOPHEBBIX KIYOCHBKOB, obserdaer nudp¢ysuto O, HHU3KHX KOHIEHTPALUH, MOAICpKHUBAs

JbIXaHue 0aKTepouIa ¢ MOMOIIbIO TepMUHANBHOM okcuaasbl. (Dixon and Kahn, 2004).

benku - pezynamopur azomeuxcayuu 6 puzoouax
Perynsmus azoTdukcanuu Ha TPaHCKPUIIIMOHHOM YPOBHE OCYIIECTBISIETCS LEIBIM PSAOM

pa3nuyHbIX (pakTopoB TpaHckpumimu. K Takum dakropam otHocaTcsi: RpoN — anbTepHaTUBHBIN



curma-pakrop  o54, Oemok NifA, Oenkm aBykommoHeHTHoW cucteMbl FixLJ, a Takxke
romonoruunbie 0enku FixK u FnrN (Fischer, 1994).

B nannHoii paborte Mbl cocpenorounnn BHUMaHue Ha Oenkax FixK u FnrN, perymupyrommux
OKCTIPECCHI0 TEHOB a30T(QUKCAIlMM B OTBET Ha COJEP)KAHHME KHCIOpPOJa WM AaKTHBHBIX B

MUKPOa3pPOOHBIX YCIOBUSIX.

Cmpykmypnute ocooennocmu o6enkoe FixK u FnrN

benku FixK u FnrN npunagnexar k 6enxkoBomy cemeiictBy Fnr-Crp. benku storo cemelictsa,
MpeACTABISIIONTNE COO0M (PaKTOPHI TPAHCKPHUIIIIUU, IMUPOKO PACIIPOCTPAHEHBI CPea OaKTEpHil.
Crp-Fnr-perynsaropsl BKJIIOUAIOTCS B OTBET Ha BeChbMa IIMPOKHUNA CIEKTP CUTHAJIOB, HAIIPUMED,
TakuX, Kak OAM®, HeJOCTaToOK KHUCIOpOJa B Cpele, COCTOSIHUE BOCCTAHOBHUTEIHHBIX
HKBHUBAJICHTOB KJIETKH, OKCHJI a30Ta, OKUCH YIJIepoa, 2-0KCOTII0Tapar, KUCIOPOAHBIN, a30THBIN
U TeMIepaTypHBIA CTpecchl. XapaKTEpPHBIMH OCOOCHHOCTSIMH JIaHHOTO CEMENCTBa SIBISIOTCS
Hajguuue 2 JOMEHOB: N-KOHILIEBOIO HYKJIEOTHU]I-CBA3BIBAIOLIETO JIOMEHA, MOX0Xero Ha nAMO®-
cBs3bIBaroInii fomeH Oenka Crp u3 Escherichia coli, u C-xonueBoro JIHK-cBs3bIBatomiero
JIOMEHA, HECYIIIEr0 MOTUB CIUPaIb—TIOBOPOT—cIUpanib (Tak HazbiBaeMbli HTH-motuB) (KOrner
et. al., 2003).

CrpykrypHo 6enku FixK n FnrN 6mmke k noarpynme Fnr, yem k noarpynne Crp. M3HagansHO B
Oakrepusix u3 mnopsaka Rhizobiales Obwio obnapyxkeno 3 Fnr-momoOueix Oenka: FixK B
Sinorhizobium meliloti, FixK B Azorhizobium caulinodans v FnrN B Rhizobium leguminosarum
(Anthamatten et. al., 1992).

Xora FixK rpynmupytor ¢ FnrN-perynstopamu, cuumTaercs, 4ro OHH (POPMUPYIOT BETBb,
o0ocobnennyto ot FnrN-rpynmel. FixK-Oenku uMmeroT 4€Tkyro CTpYKTYpHYIO OCOOEHHOCTh —
oTCcyTCTBHE N-KOHIIEBOTO KEJIE30CEPHOro KJacTepa, OTBETCTBEHHOIO 3a a’3pOOHO-aHA’dpPOOHBIE
TpaH3uuu. He nMes 4yBCTBUTENBHOTO y4acTka, ceHcopHoro monayis, o6enku FixK pearupyror
Ha W3MEHEHHME KOHICHTpallUM KHCIOpOoJa IOCPEICTBOM JApPYrux perynaropos. Hampumep,
aKkcripeccuss TeHOB fixK B B. japonicum wu S. meliloti axtuBupyercs cucremoit FixLJ
(Anthamatten et. al., 1992).

bruto nokasano, 4to ocHoBHas ¢pyHKIUsA O0enkoB FixK cocTouT B perynsinuu sKCrpeccuu TeHOB
MHUKpOa’po0HON OKcuAasbl, Gpopmupyromeit onepo fixNOQP, u Onarogaps eii OHH CXOJHBI C
FnrN-perynaropamu.

FnrN-rpynma peryasaropoB cofepkut 0enku Fnr-tuma ¢ xene30CepHbIM KJIaCTePOM CTPYKTYPHI
[4Fe-4S]. B Genkax FnrNmpucyTcTByeT KOHCEpBATHBHBIN IIMCTEHMHOBBIA MOTHB, XapaKTEPHBII

g Fnr-rpynmst. (Korner et. al., 2003).



HecMoTpst Ha orpomMHOE CXOACTBO CTPYKTYp M (pyHkiui, mexny Oenkamu FixK m FnrN ects
CYIIECTBEHHOE, KIIIOYEBOE, pA3JIMYUE: OJHAXKIbl CHHTE3MPOBABIIMCH B MHUKPOAIPOOHBIX
yenoBusx, FixK Oyner perynupoBaTh TPaHCKPHUIIIUIO U MOJ adpoOHbIX ycnoBusx; FnrN sxe B
a’pOOHBIX YCIOBUSAX MHAKTUBHUpYyeTcs Onaromapst O,-duyBcTBHTENbHOMY Kiactepy (Colombo et
al, 2000). Omgnako caiTbl cBs3piBaHusl FixK m FnrN odeHb CXOOHBI M paziuyus MEXKIy

CBA3BIBAHUCM PCTYIIATOPOB, 11O Bceit BUAMMOCTH, JIUIIb B CTCIICHU a(l)I/IHHOCTI/I.

Ienau u 3apaun

AzoTdukcanus npeacTaBisier co0oil BaKHBIN MPOLECC, PEryIUpyeMblii B OTBET Ha MHOXECTBO
(akTOpOB BHEIIHEH Cpefbl 3a CUET CIOXKHBIX PETYIATOPHBIX KackanoB. OnHAKo, B OTIUYHE OT
MHOX€ECTBa METa0OJMYECKUX IyTeH, peryasnus KOTOPbIX H3y4Ye€Ha Ha IpUMepe OJHOTro
MOJICJILHOTO OpraHu3Ma, Hampumep, E.coli wmu Bacillus subtilis, perynsauus a3oTdukcanuu
U3ydanach Ha HECKOJbKUX TE€HaX HU3 PAa3JIMYHbIX OPraHU3MOB, OTHOCAIIMXCS K TOPSAIKY
Rhizobiales. TlosTomy cBeaeHHs O peryiasnuu a30TdUKCAIIUU 3a4acTyi0 (parMeHTapHbBl U
COCTaBJIEHUE OOLIEH KApTHHBI Perysau TpeOyeT HEMaJbIX YCUIIH.

Llenbio 1aHHOM paboTHI IBUJIOCH U3YYEHHUE PETYINIALUHU a30T(HUKCAIMH B OPraHU3Max U3 MOpPsIIKa
Rhizobiales B oTBeT Ha MHMKpoa’dpoOHBIE YCIOBHS. B TepMHHAX CpaBHUTEIBHOW T'€HOMHKH,
METOABI KOTOPOM OBLIM NPUMEHEHBl B JaHHOW paloTe, IeTh MOXHO CPOPMYIHPOBATH Kak
noapooHoe onucanue FixK/FnrN-0600ménHOr0 peryiona B reHOMax OpraHu3MOB M3 JaHHOU
IPYIIIBIL.

Ota paboTa SBISAETCS 4YaCThIO OOJBIIOTO MPOEKTa MO KOMILICKCHOMY H3YYEHHIO PEryJISIUH
a30T(uKcanuu B reHoMax opraHuzMoB u3 rpymmbl Alphaproteobacteria. JIpyras yacte nmpoekra
MOCBAILIEHA W3YYEHHUIO PEryssaluu a30T(UKCAMU B OTBET HAa HPUCYTCTBUE MOJIEKYISPHOIO
aszora. Takas perynsnus ocymectpisercs 0enkamu RpoN u NifA.

B pamkax BBIOpaHHOM TeMbI OBUIH MTOCTABJICHBI CIEAYIONINE 3aJa4Uu:

cOop cBefieHMi 0 TeHax, perynupyeMbix pakropamu FixK u FnrN, u skcniepuMeHTanibsHO

YCTaHOBJICHHBIX CAWTax CBA3BIBAHUS STHX OCIIKOB,;

- TIOCTPOGHHE MATpHIl sl IIOWCKA TIOTEHIMAIbHBIX CAMTOB CBA3BIBAHUS OCIIKOB
FixK/FnrN;

- TOMCK NMOTEHIHAIBHBIX CAHTOB CBSA3bIBAHUSA NIEPE OPTOJIOTaMH PETYIHPYEMBIX T€HOB;

- IIOHMCK HOBBIX HYJICHOB PEryJIOHA.



MatepuaJjbl 1 METOABI

Hccneoosannvie zenomol

[TocnenoBaTrenbHOCTH TEHOMOB Bradyrhizobium japonicum, Rhodopseudomonas palustris,
Mesorhizobium loti, Agrobacterium tumefaciens, Rhizobium leguminosarum bv. viciae,
Sinorhizobium meliloti, Hyphomonas neptunium, Rhodobacter capsulatus, Rhodobacter
sphaeroides,  Silicibacter — pomeroyi Obumm  B3ATBI W3 0a3pl  nmaHHBIX  GenBank

(http://www.ncbi.nlm.nih.gov/Genbank/ ).

Memoouka uccnedosanus

Jist wccnenoBaHus PEryJOHOB HUCIONB3YETCS METOJ[ MPOBEPKH COOTBETCTBHS  (consistency
check). CormacHo TaHHOMY METOJy, T€H CUMTAETCS] OTHOCSIIMMCS K PETYJIOHY, €CIIU TIepPeI ero
OpTOJIOTaMU B PaA3IMYHBIX T'€HOMaxX ObUIM OOHApYKEHbl MOTEHIMAbHbIE CANTBl CBS3BIBAHUS
perynstopa (Mironov et. al., 1999).

Jlist morcKa MOTEHIMABHBIX CAaTOB CBS3BIBAHUS HCIIONB3YETCS METOJ] MATPHUI] MO3UIIMOHHBIX
BecoB (Gelfand et. al., 2000).

Ilpozpammnoe obecneuenue

Jlist mocTpoeHusT auarpamMm JIOTO Ui PEryIsSTOPHOTO CaiTa HCIOJIh30Ballach IMPOrpaMma
WebLogo (Crooks, 2004).

Jis  ToWCcKa TMOTEHIMANBHBIX CAHTOB CBS3BIBAHUS HUCIONB30BAICS IMAKeT MPOrpaMm
GenomeExplorer (Mironov et. al., 2000).

[TocTpoeHne MHOKECTBEHHBIX BBIDABHUBAHUI U (UIOTEHETUYECKUX JEPEBHEB MPOBOAMIOCH C
nomotpio nporpammbl  ClustalX (Thomson et. al., 1997). lns Busyanuzaiuu naepeBa Oblia

ucnonb3oBana nporpamma GeneMaster (MUpPOHOB, HEOITYOJIMKOBAHHOE).



PesyabTarhl

B pabGore Oblna mccnegoBaHa peryisinus a3oT(PHUKCAMA B TEHOMAax OPraHU3MOB M3 TPYIIIBI
Alphaproteobacteria B Mukpoa’po0Hbix ycnoBusax FixK/FnrN-6enkamu

Bo Bcex remomax opranu3moB u3 rpynnsl Rhizobiales oroOpaHbl OpraHu3Mbl, Ui KOTOPBIX
XapakTepeH mporecc (PUKCAUU MOJEKYJIIpHOro azora. J[ms 3Toro OBLI MpPOM3BENEH IOWCK
TOMOJIOTOB T€HOB HHUTpoOTeHaswl nifH, nifE u nifK B opraHu3max 3ToW Tpynmbl. B pe3ynbrare
MOUCKa ObUTM OTOOpaHBl ciexyromue 5 reHOMOB: B. japonicum, R. palustris, M. loti, R.
leguminozarum v R. meliloti.

B BeIOpaHHBIX TeHOMax Obul mpou3BenéH mouck romonoroB FixK/FnrN. B nmanpreiimem mns
ATHX OEJKOB OBLIO MOCTPOCHO MHOKECTBCHHOE BBIPABHHBAaHUE M (PHIIOTEHETUYECKOE JIEPEBO
(puc.1).

Puc.1 ®unorenernueckoe nepeso FnrN u FixK 6enxos

VYkazaHbl I/I,HGHTI/I(I)I/IKaTopI)I T'CHOB U3 COOTBGTCTByIOHIefI noCJICA0BATCIIbHOCTU T'€HOMA. HepBBIe 2 6yKBI)I B

Ha3BaHUIX YKa3bIBAIOT HA NMPUHAJUIC)KHOCTH K TeHoMy: BJ - B. japonicum, RP - R. palustris, ML - M. loti, RL - R.

leguminozarum n SM - S. meliloti.
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Kak BuaHO M3 aHanM3a aepeBa, B KaXJIOM I'€HOME NPUCYTCTBYET IO HECKOJIBbKO KONMUH Oelka
FixK wmmn FnrN. Ckopee Bcero, ucnoigb3yemas HaMHM METOJUKAa HE IO3BOJUT
TuQQepeHIMpoBaTh CaWThl CBS3BIBAHUS PA3HBIX perynsTopoB. IloaTomy B naHHON paboTte

perieHo ObIIO UCCIIeNoBaTh 00beAMHEHHBINA peryinoH s Becex FnrN/FixK-perynsropos.

Panee perymsamus 6enkamu FixK u FnrN O6bi1a nzBecTHa /Ui psiia onepoHoB (cM. Tadi. 1).

Taba. 1 Oneponsl, perynaupyemsie FixK u FnrN (o aurepatypHbIM 1aHHBIM)

Opranusm Peryiarop OnepoH Ccpuika

B. japonicum FixK hemA Page KM, Guerinot ML.,1995
B. japonicum FixK(2) nosRZDFYLX Velasco et.al, 2004

B. japonicum FixK(2) nnrR Mesa et.al, 2003

B. japonicum FixK(2) hemN(1) Fischer et.al, 2001

B. japonicum FixK(2) hemN(2) Fischer et.al, 2001

B. japonicum FixK(2) fixK1 Nellen-Anthamatten et.al, 1998
B. japonicum FixK(2) fixNOQP Nellen-Anthamatten et.al, 1998
B. japonicum FixK(2) fixGHIS Nellen-Anthamatten et.al, 1998
B. japonicum FixK(2) rpoN1 Nellen-Anthamatten et.al, 1998
B. japonicum FixK(2) fixK2 Nellen-Anthamatten et.al, 1998
B. japonicum FixK(2) hupSL Durmowicz and Maier, 1998

R. leguminosarum FnrN hypBFCDE Hernando et.al, 1995

R. leguminosarum FnrN narGHJI Schluter,et al., 1992

R. leguminosarum FnrN nirB Schluter,et al., 1992

R. leguminosarum FnrN fdnGHI Schluter,et al., 1992

R. leguminosarum FnrN furN Colombo et al., 2002

S. meliloti FixK fixT Foussard et.al, 1997

S. meliloti FixK fixN Soberon et.al, 2001

S. meliloti FixK fixT Soberon et.al, 2001

Kax BuaHO U3 TaOnu1bl, ONEPOHBI OBUIH OMMCAHBI IS 3 U3 BHIOPAaHHBIX HAMHU OPraHU3MOB: B.
japonicum, R. leguminozarum n R. meliloti.

s reHoB, mepea KOTOpbIMH ObUT HaiineH calT cBs3biBaHus FnrN u FixK, Obin mpousBenen
MOVICK TOMOJIOTOB C IEJIbI0 HAWTU UX OPTOJIOTU B 2 Apyrux opranusMmax R. palustris u M. loti u

napajoru B 9TUX I'CHaX.




Jlanee ObLI cOoCcTaBJICH CIUCOK caTOB cBsi3biBaHUs FnrN/FixK-perynaropos nepen renamu (cwm.
Tabm. 2).

Tabu. 2 Criucok caiitoB cBs3biBanus FnrN/FixK-perymnsropos

Opranuszm Omnepon | Caiit (FNR-anaerobox) Ccblika
R.leguminosarum | furNI TTGATCTGGATCAA Colombo et al., 2002
R.leguminosarum | furNI TTGATAATCATCAA Colombo et al., 2002
R.leguminosarum | furN2 TTGATCTGGATCAA Colombo et al., 2002
R.leguminosarum | furN2 TTGGTAGTCATCAA Colombo et al., 2002
R.leguminosarum | fixNc TTGATGTAGATCAA Schluter,et al., 1997
R.leguminosarum | fixNd TTGACGCAGATCAA Schluter,et al., 1997

B.japonicum norC TTGCGCCCTGACAA Mesa et al.,2002
B.japonicum hemA TTGATCGGGATCAA Fischer,2001

B.japonicum hemB TTGCGGCAGGTCAA Fischer,2001

B.japonicum hemNI | TTGACATAACGCAA Fischer,2001

B.japonicum hemN2 | TTGCGCGAGCGCAA Fischer,2001

B.japonicum hupSL GCGGTCGCGATCCAGC | Durmowicz and Maier,1998
B.japonicum hupSL TTGAATCGCTCCAGGC | Durmowicz and Maier, 1998

Ha ocHOBaHMM WU3BECTHBIX CAHWTOB CBSA3LIBAHUSA GBIHa MNOoCTpOCHAa MaTpula g IIOUCKa
MOTEHITMATBHBIX CAWTOB U AWArpaMMBbI JIOTO (puc. 2).

Puc. 2 JIluarpamma sioro mjst perynstopubix caiitoB FnrN u FixK

ITo ropu30HTaNBHOMN OCH YKa3aH HOMEP TO3UIUH CaiiTa CBA3BIBAHMUS, 10 BEPTHKAIBLHON - HHPOPMAIIMOHHOE
coJiepKaHre TTO3UINH. BeIcoTa cTONOIa MPONopIHoHaIbHa HHPOPMATMOHHOMY COICPKAHHUIO TAHHOM ITO3UITHH,
OTHOCHTEIIbHAS BRICOTA Ka)KAOH OYKBBI COOTBETCTBYET YaCTOTE HYKJICOTH/IA B TaHHON TO3UITUH.

bits
1

0-

Axre _cAl

M~ @ =1

(3]
- - —

[lepen HaWOCHHBIMH OPTOJIOTAMH  PETYIHPYEMBIX TECHOB OBUI  TPOM3BENCH  IOHCK
NOTEHIMATIBHBIX caiiToB. Jlamee 0oTOMpaNNCh T€ T€HbI, KOTOPbIE IPUCYTCTBYIOT KaK MUHHMYM B
TpeX OpraHu3Max u (QYHKIUS KOTOPBIX CBA3aHAa C (UKCAIMe MOJEKYJISIpPHOTO a3oTa H
MeTaboJIM3MOM a30Ta B 1esoM. TakuM oOpazoM, B pe3ysbTare 0TOOpa reéHOB OCTAIUCHh BOCEMb,
U3 KOTOPBIX paHee OBbLJIO M3BECTHO O CeMU. PaHee HEM3BECTHBIN T€H OBUI OINpEeNieH HaMU Kak

HOBBIW YJIEH PEryJIOHA.
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Opranusmbl, B3SThle HaMU JJIs M3y4eHHs, NpPHUHAIEKAT K TPEM CceMelcTBaM MopsaKa

Rhizobiales: Rhizobiaceae (R. meliloti n R. leguminozarum), Bradyrhizobiaceae (B. japonicum n

R. palustris) u Phyllobacteriaceae (M. loti). B pe3ymbraTax wu3naraercs MOMHUMO OIMUCAHUS

CTPYKTYpbl HaMJIEHHBIX OIEPOHOB TaK XK€ M OOBACHEHHWE NPUCYTCTBHSI OIMNEPOHOB Yy ATHX

OpraHu3MOB C TOYKHU 3pCHUA TAKCOHOMHHU U 3BOJJIIOLUH.

Ta6u. 3 ['ensl, BkaroueHHsle B FixK/ FnrN perynon

YcrmoBHBIE 0003HAUEHUS: «+» - TIepel TCHOM HaWJCH MOTCHIUANBHBIN CalT; «*» - MOTCHIMATbHBIN CalT HaIeH

nepeag OornepoHoM, CoACpKalliuM I[aHHLIﬁ T'CH, «-» - HOTGHIII/IaJ'IBHHﬁ caurt nepea reHomM He 06Hapy)KGH; «0» — y

Ooprann3Ma OTCYTCTBYIOT OPTOJIOTM AAHHOI'O0 I'CHA. BerHI/Ie HWHACKCHI MOKAa3bIBAKOT HOMCP ONEpOHAa B T'CHOME

Opranuisma, €CJin y 6CKTepI/II/I MPUCYTCTBYET HECKOJILKO KON OIICpOHa WJIN OCPOH U napanornqﬂmﬁ I'CH.

Fen Phyllobacteriaceae Rhizobiaceae Bradyrhizobiaceae
M. loti S. meliloti R. leguminosarum Br. japonicum R.palustris

o o 1 I o
SixN 3 +2 12 0 0
0 2 2 0 0
x1 x1 0 #1 0
fixO 3 *2 0 0 0
0 2 0 0 0
x1 x1 0 #1 0
fixQ 3 *2 0 0 0
0 2 0 0 0
1 *1 0 l 0
fixP 3 *2 0 0 0
0 2 0 0 0
+ + + +! +
JixG + 0 + + -
1 *1 0 l 0
SuH 2 0 0 0 0
x1 x1 0 #1 0
Sl 2 0 0 0 0
1 *1 0 l 0
fuis 2 0 0 0 0
hemN ki ha ha ki 0
- 0 0 + 0
nosR 0 + 0 + +
nosZ 0 * 0 * 0
nosD 0 * 0 * 0
nosF 0 * 0 * 0
nosY 0 * 0 * 0
nosL 0 * 0 * 0
nosX 0 * 0 * 0
hemA + + - + +
nifN + - + - +
nifX * - 0 - 0
nnrR 0 - 0 + -
fixK(1) 0 0 - + +
fixK2 0 0 0 + +
hupS 0 0 0 + +
hupL 0 0 0 * 0

—_
—_




1) Perynsiiiust onepoHOB, KOAUPYIOMIUX MUKPoa’poOHyro okcuaaszy FixNOQP ¢ moMomnipio 6enka
FixK, panee Oblna omucaHa Juis IByX OpraHu3MoB - B. japonicum (Nellen-Anthamatten et.al,
1998) u R. meliloti (Soberon et.al, 2001).

B R. meliloti npucyTcTBYET 3 MapaJoruvHbIx onepoHa fixNOQP, nepen AByMs U3 KOTOPBIX €CTh
caitel cBs3piBanmsa FnrN/FixK. B reHome R. leguminozarum, npuHayiexkamero, Kak u

R. meliloti, x cemeiicTBy Rhizobiaceae, 6bu10 HaiiieHO 3 OPTOJNIOTUYHBIX fixN reHa, epes] OAHUM
U3 KOTOPBIX caifta csa3piBanus FnrN/FixK oOHapy)uTh HE yaanock.

B renomax B. japonicum u R. palustris, oTHocsuxcst K cemeictBy Bradyrhizobiaceae,
MHUKpOa’poOHasi OKCHIa3a MPHUCYTCTBYET B OJHOM 3K3EMILIIPE, OJTHAKO B TeHOME B. japonicum
npucyTcTByeT onepoH fixNOQP, a B R. palustris onun red fixN. Caitt cBsa3biBanust FnrN/FixK
€CcTb B 000X OpraHu3Max.

B renome M. loti Ob1710 HaliIeHO ABE KOMKU omniepoHa, oprosoruaroro FixXNOQP, cait
CBSI3BIBAHUS €CTh TOJBKO MEPE]] OAHUM U3 HHX.

2) Perynsauus onepona fixGHIS panee Obuta ommcaHa Juist reHoMa - B. japonicum (Nellen-
Anthamatten et.al, 1998).

B sTOoM TeHoMe MpHUCYTCTBYET OJlHA KOIHS ITaHHOTO OINEpOHa, a TaKke mapanor reHa fixG.
Caiitel oOHapyxeHbl mepen oboumu fixG. B opranusme R. palustris onmepoHa HET, €CTh 2
HapaJoruYHbIX reHa, kogupyoomux 0enok FixG, Ho caliT 6bu1 00HApYKEH TOJIBKO MEpes] OJHUM
U3 HUX.

B renome R. meliloti, xax u B B. japonicum, oOHapy>xeHa oJHa KOIHsI JAaHHOTO OINEpPOHa, epe.
KoTtopor caiT cBs3piBaHMS FnrN/FixK nHaxomwrtcs. Y apyroro mpeacTtaBuTeNsi ceMmMelcTBa
Rhizobiaceae, y R. leguminozarum, onepoHa HET, OJHAKO NMPHUCYTCTBYIOT JIBa OPTOJOTHYHBIX
fixG rena, iepe; 000MMH U3 KOTOPBIX OBLI HAalIeH NOTCHIIUATBHBINA CAUT CBS3BIBAHMUS.

B renome M. loti oniepoH, opTonorudHseiid fixGHIS, TIpuCyTCTBYET B ABYX DK3EMIUISIPAX U CANTHI
€CTh TMepe]] KaKIbIM U3 HUX.

3) Perymsiiust rena hemN panee Obuia onucana y B. japonicum (Fischer et.al, 2001).

B opranusme R. palustris TeHa, TOMOJIOTUYHOTO TAKOMY, BOOOIIE He 0OHAPYKEHO.

B opranmsmax, npunamnexamux cemeictBy Rhizobiaceae, mpucyTcTByeT 10 OJTHOM KOTIMU T€HA,
KOJMPYIONINX OPTOJIOTUYHBIC OCNKH, U PETYJISIMS dTHX T€HOB, MO-BUIUMOMY, OCYIIECTBIISCTCS
oenxkamu FnrN/FixK, T.k. mepen »TMMHM T'€HaMH pacHojararoTcsi MOTEHIHAIbHbIE CaWThI
cBsi3biBaHus FnrN/FixK.

B renome M. loti Takast ke cuTyalus: €CTh OJMH MPEANoIoKuTeasHo peryaupyembiid FnrN/FixK
oprosor hemN.

4) Perymsuus onepona nosRZDFYLX nocpenctBoM (axktopoB FnrN/FixK Obuta uccnenosana y

B. japonicum (Velasco et.al, 2004).
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B renome R. meliloti mpucyTcTBYeT TOUHO Tako# e perynupyembiii FnrN/FixK omepon.
Opronornunslii nosR u perynupyembiii 6enkamu FnrN/FixK ren oOGHapyxeH Takke u y R.
palustris. B ocTadbHBIX OpraHu3Max OPTOJIOrOB JAHHOTO F'eHa HE BCTPEYaeTCsl.

5) Perynsuwms rena hemA onucana B opranusme B. japonicum (Page and Guerinot,1995).

B aToM opranusme oH NPUCYTCTBYET B OJTHOM 3K3eMIuIsipe. B R. palustris OpTOJOTHYHBIX 3TOMY
TEHOB JIBa, HO TOJILKO OJMH M3 HHUX WUMeEET mepen co00il MOTeHIMAaTbHBIA CAalT CBS3BIBAHUS
FnrN/FixK.

B mpencraButensix cemeiictBa Rhizobiaceae mpucyTcTBYeT MO OJHON KOIMHMH OPTOJIOTHYHOTO
hemA TeHa, OTHAKO CAaWT CBS3BIBAHUS TEpe] 3TUM T'€HOM OOHApY>KEH TOJIbKO B TeHOME R.
meliloti; B TeHOME R. leguminozarum B 3TOM MecTe caiiTa HeT.

B rerome M. loti nBa opTonora hemA m 06a UMEIOT CalTHI.

6) I'en nnrR perymupyercsa 6enkom FixK u ato onucano mist B. japonicum (Mesa et.al, 2003).
Optonornunsblii TeH B R. palustris u R. meliloti He perynupyeTcsi TaHHBIM O€JIKOM, a OPTaHU3MBI
R. leguminozarum wn M. loti He UMEIOT TOMOJIOTUYHBIX TOMY T'€HOB.

7) B opranusme B. japonicum wccnenoBana aproperyisnus reHa fixK/ (Nellen-Anthamatten
et.al, 1998). B opranmusme, npuHaAJIEKAIIEM TOMY XK€ CEMEHCTBY, B R. palustris epen TaHHBIM
TE€HOM TaKXe ObLJT OOHAPYKEH MOTEHITUATBHBIN CalT.

B octanbHBIX OpraHu3smMax OpTOJIOTOB, 3a UCKIIIOUeHHUEM R. leguminozarum, OpTOJIIOTOB JaHHOTO
reHa He 0OHapyXeHO.

8) Hamu ObuT Tak)ke ompezesieH HOBBIN WieH peryioHa — reH nifN. OH IpUCyTCTBYeT BO BCEX
OopraHu3Max, HO TIOTEHUHUaJbHbIE CANTBHl CBA3BIBAHMUS €CTb TOJNbKO Yy R. palustris, R.
leguminozarum u R. leguminozarum. B Bune onepoHa nifNX on npucyrctByer y M. loti, R.
meliloti m B. japonicum. DTOT T€H KOIUpPYeT OEJNOK, OTBEUAIOIIMN 3a CHHTE3 3JKEJe30-
MOJTHOIEHOBOTO KO(haKkTOpa HUTPOTEHA3HI.

Tenepr BepHeMcsl K JUTEpaTypHbIM JAaHHbIM. Hekoropble M3 TE€HOB, A KOTOPBIX ObLia
onucaHa peryisnus ¢ nomoursio 6enkoB FnrN/FixK, He Bonum B 4MCI0 YWIEHOB peryjioHa. JTo
MPOU3OILIO [0 MPUYHHAM, U3J0KEHHBIM HIDKE. BO-TIEpPBBIX, OPTOIOTH HEKOTOPBIX TEHOB OBLIN
HaliIeHbl TOJNBKO B JIByX OpraHu3Max, MO03TOMY, 10 (QOpMalbHOMY KpPUTEpPHUIO,
chopMyIHpoBaHHOMY B pazzaene «Marepuaiabl U METOAb», OHH HE MOTYT OBITh OTHECEHBI K
perynony. Takum o6pa3oMm B 3TO UMClIO He momnanu TeH fixK2 (perynsuus omucaHa y Nellen-
Anthamatten et.al, 1998) u ren hupS (Durmowicz and Maier, 1998), npucyTcTBytoIre TOIbKO y
npeacraButeneit cemerictBa Bradyrhizobiaceae. Bo-BTophiX, nmeromascs B HaCTOSIIIMI MOMEHT
Bepcus reHoma R. leguminozarum TpPeACTaBIsSICT COOOM HEMOJHYIO IOCJIEI0BAaTeIbHOCTh. B
CBSI3U C 3THM, MBI He Hauu omnepoHsl hypBFCDE (onucan Hernando et.al,1995), narGHJI

(Schluter,et al., 1992) u fdnGHI (Schluter,et al., 1992). I'en nirB Obul HaiineH, HO OH
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HPUCYTCTBOBAJI TOJIBKO B 3TOM I€HOME, OPTOJIOTH B APYTHX OpPraHW3Max oOHapy>XeHbI HE ObUIH.
Takast xe curyauus ¢ reHamu fixT1 u fixT2 R. meliloti, perynsuus nias KOTOPBIX OIMCAaHA

(Soberon et.al, 2001), HO OpPTOIOTOB B U3y4aEMBbIX OpPraHU3MaXx HET.

BriBoabI
1) Ha ocHOBaHWM NHUTEpAaTypHBIX JAHHBIX CKOHCTPYHPOBaHA MAaTpHUIlA IO3UIIMOHHBIX BECOB
¥ CO3JIaHO PAcIO3HAOIEe MPABWIO JJIS TIOWMCKA TOTEHIIMATbHBIX CAHTOB CBS3BIBAHHS
perynstopubix 6enkoB FixK u FnrN.
2) MerogamMu CpaBHHTENHHOW TEHOMUKH WCCIEAOBAaHA pEryJsaius a3oTduxcanuu
nocpenctBoM O6enkoB FixK u FnrN B 6akTepusx mopsiaka Rhizobiales.
3) IIpenckazana perynsimust onepona nifNX B reHomax R. palustris, R. leguminozarum u M.

loti.
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