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JasJjeHust aTux hopm or6opa, HO
OTHOILIEHUSI EMKOCTEN 3KOJOruyec-
KUX HULU, 3aHUMaeMbIX OaKTepUIMH
B CUCTEME «pacTeHHe—MouBa».
Mojenb MOXKeT ObITh UCNOJb30BaHA
JUIS1 aHAJIM3a CeJEKTHBHBIX MpoLec-
COB B Pa3JIMYHbIX CHMOUOTHYECKUX
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BaHMsI MOCAEICTBUI BbIMYCKA B OKPY-
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Cmamos nocsawena namsimu

Enenot Muxatirognol JIyurukosoti,
Komopas eHecaa 60abuloll 8KAQ0

8 U3yuerue 4acmom-3asuUcumo2o omoopa

OENCTBUE BAPBUHOBCKOIO U YACTOT-3ABMCMMOI'O
OTBOPA MNMPU ®OPMUPOBAHUN BAKTEPUAJIBHOU
nonynaumm B CUCTEME «XO39UH-CPELA»

BBEJEHVE

Baxrepuu, o6pasyrouine cuMOHO3bl ¢ paCTEHUAMH MJIH XKUBOTHBIMH, XapaK-
TEPU3YIOTCS MOBBILIEHHOH, 110 CPABHEHHIO CO CBOOOIHOKUBYLIUMH GaKTepHsl-
MU, TeHEeTHYECKOH TJIaCTHUHOCTBIO M CKOPOCThbIO 3Bosoluu [4, 31, 32]. Oc-
HOBHAasi MPUUMHA TOTO — (PJIYKTyallik NPOCTPAHCTBEHHOH M IeHeTHUECKOH
CTPYKTYPbI UX MOMYJISILKH, KOTOPbIE MOCTOSHHO TIPOMCXOJAT B CHCTEMAX «X031-
MH—Cpela» W YCUJMBAIOT JIeHCTBHE ecTecTBeHHOro ot6opa. Hanpumep, sKo-
TUIMUYECKUI NOJIUMOP(U3M MUKPOOHBIX MONYJIsILUi (CTabUIbHBIE GalaHC CUM -
OUOTHYECKH aKTHBHBIX H aCUMOMOTHYECKHX LUITAMMOB) CBSI3aH C MepHOUYec-
KOHM CMeHOH HarpapJeHusi MHIUBUAyasbHoro (J{apsuHoBckoro) or6opa. On
NOJJIEPXKUBAET BUPYJIEHTHbIE [ITAMMbI NIPH KOHKYPEHIMH 32 HH(HUIIMPOBAHHE
X03s1MHa, HO HE TMOJIIEP’KUBAET BO BHELIHEH Cpejie, IJle CEJIEKTUBHBIMH NPenMy-
1leCcTBaMU 4acto 06J1afaloT MyTaHTbl, TOBbIILIEHHASA aJalTHBHOCTb KOTOPBIX
00ycJ/I0BJIEHA YTPATOH BUPYJEHTHOCTH.

KutoueByto poJib B 9BOJIIOLMH CUMOHOTHYECKHX OTHOLLEHHUH UIPaeT YyacToT-
3aBucumblil ot60p (U30), HanpaByieHHBIN HA TOJIep:KAHHE PEKUX TEHOTHTIOR
[1]. B marocucremax, KOHTPOJHPYEMBIX MO cxeMe «reH-Ha-reH», Y30 o6briHO
CBSI3aH C TEM, UTO Y X035IMHA OTCYTCTBYET YCTOHUMBOCTb MPOTHB PEJKO BCTpe-
yaloUIMXCsl TeHOB BUPYJIEHTHOCTH aToreHa [ 16, 24, 25, 29]. ITo mepe Bospac-
TaHUs UX YaCTOT, NPOUCXOUT YTPaTa 4aCTO BCTPEUAIOLLUXCS FeHOB BUPYJICHT-
HOCTH, KOTOpbIE, B CBOIO Ouepe/ib, cTaHoBsATCs o6bekTamu H30. dtot oT6op
BBISIBJIEH TaKKe B MOMYJISALMAX BUPYCOB [ 1 5] n 6aKkTepuanbHbIX TaTOreHOB Hec-
no3BoHouHbIX [ 1 1], omHako ero aeficTBue B nomy/sinysx MUKpo6GoB, 06pasyio-
LI[MX CO CBOMMH X0351€BAMH MyTyaJMCTHUECKHE CUMOHO3bI, H3yUeHO MaJIo.

Opnnot#i 13 HanboJiee yI0OHBIX MOjIeJiel MOMYJISIUOHHON FreHeTUKH CHMOHO -
3a SIBJISIIOTCS] KJ1yGeHbKOBble GakTepuu (pu3o6uK) — QakyJ/bTaTHBHbIE a30T-
(ukcupytolde cuMOHOHTbI pactenuid [31, 32]. Panee mbl nokasasmu [2, 3, 5,
22], uto B nonyssiuusix puzo6uit Y30 nelicTByeT npu KOHKYpPeHIHH 32 06pa3o-
BaHHe KIy6eHbKOB. OH MposiB/sieTcst B (hopMe HeJMHEHHOTO Tpeo6pa3oBaHus
YaCTOT KOHKYPHPYIOLIMX IITAMMOB MPH KOJIOHH3ALMH X035HHA: HX COOTHOLLIE-
HHe B KayGeHbKax MPONOPLHOHAIBHO COOTHOLIEHUIO B HHOKYJISITE, BO3BEIEH-
Homy B crernetb «a» (0 < a < [; [8]). C nomolilbio crieluaibHO OCTPOEHHON
MaTeMaTHUeCKOH MOJIe/IH Mbl 110Ka3aJjli, YTO MPH peajlbHO JAOMYCTUMbIX Mapa-
MeTpax MUKpoOHO-pacTuTesbHol cucteMbl H30 obecneyrBaeT pasMHOKEHHE
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OueHb PEIKMX FeHOTHIOB pu300u# (dactorhl MeHee 10719),
YTO MOKeT ObITb MPUYMHOHW aHOMAJIbHO BBLICOKOH reTepo-
TEeHHOCTH MOMYJSLMH, a TAKXKe POPMUPOBAHHUS UX TTAHMHK-
THUECKOH CTPYKTYpbI MyTeM TO/IEPKAHUSA PEIKHX PEKOM-
6unantoB [2, 3, 22]. [Tocnennunit 3hdexT urpaer kitoue-
BYIO POJIb B CTAHOBJIEHHH CHMOM03a, TaK KaK 60JbILIMHCTBO
pu3061H JIMILIEHO CMOCOOHOCTH K 3(eKTUBHON rHOpPUIH-
3alliH, W OIHAKO HX 3BOJIOLMS B 3HAUMTEJNbHOH CTENeHH
omnpeJieNIfieTcs FTOPU30OHTAbHBIM MEPEHOCOM reHoB [21].
[lesbio HacTosiEel pabOThl ABJSETCS aHAINU3 B3AUMO-
neiicteust H30 ¢ JlapBuHoBcKUM 0TGOpOM, 6ajiaHC KOTO-
pbIX o6ecrieynBaeT MoAep:KaHue ITaMMOB pU306uii, 06-
JIAAI0LIMX HU3KOH BbIXKUBAEMOCTbIO BO BHELLHEH cpefe.
AHanua yc0BUl 3aKpenieHns] TAKUX [ITAMMOB B TIOMYJIsi-
UMM MpeACTaByaseT O0JIbLIONH UHTEpEC, MOCKOJIbKY CpPelH
HUX aKTHBHble a30T(HUKCATOPbl BCTPEUAIOTCS yallle, YeM
Cpely LITAaMMOB C BbICOKOH BbIXKUBAEMOCTbIO BHE X0351MHA.

MUKPO3BOJTFOLINOHHBIN LINKIT

[Ipu nocTpoeHnn MOAEH Mbl CYUTaeM, UTO MHKPO3IBO-
JIIOLIUS] PU300OHH COCTOUT U3 CEPUH LIMKJIOB, KAXKIbIHA U3 KO-
TOPBIX BKJIOYAET LUPKYJALNIO OAKTEPUH B CUCTEME KO-
JIOTMYECKHUX HULL «[10YBa—>pHU30chepa—KaIyOeHbKU—>T10U-
Ba» (puc. 1). PasButue cy6nonynsiuuii BO BpeMeHHBIX
Huwax (pusocepa, kayOGeHbKH ) BKIOYAET [Ba npolecea:
MHOKYJISILMIO (OCYyLLeCTBJIsieMyto OaKTepUSIMU U3 paHee Cy-
11[ECTBOBABLINX HUIII) 1 KOJIOHH3ALHIO (TI0C/Ie/IyIollee pas-
MHO>KeHHe OaKTepHi MHOKYJIIOMa 10 MAKCHMAaJIbHOTO YPOB-
Hsl WK eMKocTH Huli: R — jist pusocdepnr, N — st
kiy6eHbKoB). [Ipu 3TOM nouBa siBjisieTCsl MOCTOSTHHON HH-
uiefl, B KOTOPOH YUCIEHHOCTL OaKTEpUIl HUKOT/IA He OMycC-
KaeTcsl HUXKe ee eMKOCTH, PaBHOH S.

[Tyctb momyasiuyst pu3o6uit coctout u3 poaureds (P)
v ero myranra (M), obsanaioiiero u3MeHeHHOH MPUCTIO-
cOOJIEHHOCTBIO B OJIHOH WJIM HECKOJbKHX HHlIax. [eHeTH-
yeckasi CTPyKTypa MOMyJsiLUH XapaKTepU3yeTcst COOTHO-
uieHdeM yucienHoctedl M u P, usMeHeHust KoToporo cBsi-
3aHbl ¢ OTOOPOM WJIM ¢ MyTaUMUsIMH. XOTSl B peaJsibHbIX
cucTeMax 3TH (aKTopbl AeHCTBYIOT BO BCEX HMLIAX, Mbl
NpUMeM, U4TO B pu3ocdepe U KayOGeHbKax MPOUCXOIUT MO-
JIO?KUTENBHBIA 0TO0P (AHthepeHLpanbHoe pa3MHOKEHHE
reHOTUIIOB), a B TIOUBE — OTpULATEJbHbIH 0TGOP (udde-
peHLHabHOEe OTMHPaHHE TEHOTHIIOB) U MyTallMH. DTH J10-
MyLLEeHUs] OCHOBAHbl HA OTHOCHTEJIbHOH GEHOCTH MOUBbI
NUTaTebHbIMU BeLeCTBAMH, KOTOpasi OrpaHM4YUBAET pas-
MHOXKEHHE OaKTepHil U TeM 6oJiee — MojuiepKaHue H30ObIT-
Ka GakTepuil, 0cBOOOXKIAEMbIX 1P OTMUPAHUH K1yOeHb-
koB [12], a Takke noBbiiaeT yactotol Mytauui [30]. Has
MO/Ie/IMPOBAHUSI € PEXO/IHBIX POLLECCOB B MIOYBEHHOH, pHU-
3ocepHOoil U KIyOeHbKOBOH CyOMOMyJIsilIUsX Mbl HCTIOJIb-
3yeM Jloructudeckue ypasHenus [20, 27, 28], moguduuu-
pOBaHHBIE 151 TTIOMYJISIIMU U3 IBYX ILITAMMOB C OTpaHUY€eH-
HOil 0011el urceHHOCTbIo [ 17].

[Tyctb £-# UMK BKIOYaeT 4 3Tana, Ha KaxJI0M U3 KO-
TOPBIX TeHeTHUECKAas! CTPYKTypa Momny siluu (COOTHOLLEHHe
M : P) mensieTcst nox AeficTBMEM MyTAaLMOHHOTO JaBJIEHHS
WK pa3nuuHbiX hopM ot6opa ((popMyJibl, OMUCHIBAIOIIME
JIaBJICHUS THX (DAaKTOPOB, MpeCTaBJeHbl B Tab1. 1 1 2, a
MOCJIEI0BATENbHOCTD UX JIEHCTBUST WITIOCTPUPYET puc. ).

1-it stan. [lonyasiusa HaXoAMTCS B MOYBEHHOH HHUIIIE,
rJie ee UUCJEHHOCTD NTOCTOsIHHA (S), a CTPYKTypa MeHsieTcsl
TOJILKO TMOJL IeHCTBHEM MYTALMOHHOrO JaBjeHuss P—»M
(oOpaTHOE MyTHPOBaHHME He paccMaTpHUBaeTCsl), Xapakre-
pusyemoro kKosdduurentom M, (ITpunoxenue 1, hopmy-
qa l.1).

Tabauya 1
CKOpOoCTH U3MeHEeHHUsl MONYJASLIMOHHON CTPYKTYPbl pU300U1ii NPpU BOSHUKHOBEHUH MYTAHTOB
C MOBbILIEHHON WJHM CHU2KEHHOH MPUCNOCOOIEHHOCTbIO*
q (x107) T, Tog Ly T, Tog Lg** T, Too at® T, Tog
MyTaHT ¢ NOBbILIEHHON npucnocodaeHHocThio (V =0,95; = 0,95; w = 1,05)
0,001 320 14 5 32 17 100 2 13 0,90 41 15
0,01 57 14 10 17 15 10 2 11 0,85 15 14
0,1 11 14 50 4 14 1 3 12 0,80 6 14
1% 2 14 100* 2 14 0,1* 2 14 0,75% 2 14
10 1 13 500 1 13 0,01 2 14 0,70 1 13
MyTaHT cO CHHXEHHOI npucrnocobieHnoctsio (v = 1,05; o = 1,05; w = 0,95)
0,001 321 26 5 33 30 100 3 33 0,90 41 61
0,01 57 26 10 18 28 10 3 27 0,85 15 44
0,1 11 26 50 4 26 1 3 26 0,80 6 33
1* 2 26 100* 2 26 0,1%* 2 26 0,75* 2 26
10 1 26 500 1 26 0,01 2 26 0,70 1 21
[Tpumeuanue: *T| — yncs0 LMK/IOB, HeOOXOAMMOE UIs 3aKperienust M — 3aHATHs UM X0Tsl Obl O7IHOMH KTyOeHbKOoBOMH BakaHcuH, Tg) — 4HMC/IO LIMK/IOB,

Heo6xomnmoe st prkcaun M — noctikennst um 99 % 0T CBOEi IPefebHOMN YACAEHHOCTH (CYMTAas OT MOMEHTa 3aKpernJiennsi). MatemaTuueckue
BbIpaxKeHHsl napameTpoB aanbl B [Tpusoxenun 1 (adpdekr BapbupoBaHHs KaxIoro U3 napaMeTpoB paccMaTpHUBa/IH IPH GUKCHPOBAHHbBIX 3HAUEHHSIX

JIPYrUX NapaMeTpoB, MPeICTaBJICHHBIX B PAMKeE );
** — BapbupoBanue udydaju npu q = 107°.
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S S e R s D et L > SEEEEREERS e >
MyTaummn WHokynauma  Kononusauus MHokynsaums Kononuzaums  lMonynsiumoHHas BonHa
Mousa Pusocdepa Kny6eHbKn MouBa
Puc. 1. Cxemamuueckoe npedcmasienue t-eo MUKPOIBOLOUUOHHOO0 YUKAA:
U... — COOTHOILIEHNsT YHCJIEHHOCTEeH MyTaHTa U poauTesisl; D... — OTHOCHTEJIbHbIE CABUTH STHX COOTHOLLIEHHH, XapaKTepuaylollue JaBieHust oT6o-
pa (M... — MyTalLHOHHOE JiaBJIeH1e ) BHYTPH SKOJIOTHUeCKUX HULL (Oesible CTPEeJIKH) K 10 Beell cucTeMe (uepHble ctpesiki); S, R, N — emkoctu

MOYBEHHOH, PU30ChepHOl U KIyGeHLKOBOH HHULI; @ — cyMMalldsi YHCeHHOCTeH GaKkTepuii mocse pa3MHOMKEeH sl BO BpEMEHHBIX HUIIAX (OCTaslb-

Hble mapameTpsl npejcrasJienbl B [Tpuoxenun 1).

2-1 sran. YucieHHocTb 6akTepuil B cUCTeMe Bo3pac-
TaeT Gsarofiapsi pa3BUTHIO pU3ocdepHol cyOnonyJIsnH.
Ono BkJjtouaet: 1) popMHpOBaHHE HHOKYJIIOMA C YHCJIEH-
HocTblo KiIeToK Y- R (0 <y < 1); 2) KosloHn3aLuio pusoc-
(hepsl, MPH KOTOPOI MPOUCXOAHNT MHhhepeHIHaNbHOE pa3-
MHOKeHHe OaKTepHH HHOKYJIoMa U UX 0611ast YUCJEHHOCTb
nocruraet R. O6a npouecca onpenensiorcsi JlapBuHOB-
CKMM 0TGOPOM, JaBJICHHSI KOTOPOTO OMUCHIBAIOT BEJTMUHHbBI
D, u D, (Ilpunoxenue 1, hopmyanbi 1.2 1 1.3), npruem
npucrnocob/ieHHocTb M XapaKTepu3yeTcst ero OTHOCHTE N b-
HOH, Mo cpaBHeHHIO ¢ P, ckopocTbio padMHOXKeHHS (V).

MHTerpasbHoe U3MEHeHUE TOMYNALUOHHON CTPYKTYPbI
no Bcell cucTeMe (C y4eToM MOUBEHHON CyOmnonyJisiiyu,
CTPYKTypa KOTOPOH Ha JAHHOM 3Tare He MeHSeTcsl) ONu-
CbIBAETCSI BEJIMYHHON CyMMapHOro aasjenus or6opa D,
(IMpunoxenue 2, popmyaa 2.1).

3-11 sran. YucaeHHOCTh GaKTEpHil B CHCTEME TTPOJIOJI-
JKaeT Bo3pacTaTb 6s1aroaapsi pa3BUTHIO KIyOeHbKOBOH Cy6-
nonyJissurd. [TockosibKy B KaxKioM KiyGeHbKe 00bIYHO CO-
JIEPAKUTCS JJOCTATOYHO MHOTOUHCJIEHHBIH KJIOH pU30OUI,
BO3HHUKILUMI B pe3ysibTaTe pa3MHOMKEHHs! eIMHUUHON KJeT-
KH U3 MHOKYJIIOMa, a UMCJI0 pU306GHil B IOUBE U pU3ochepe
(koTopble (hOPMUPYIOT UHOKYJIIOM ) MHOTOKPATHO MpeBOC-
XOAUT YHCJIO KIyOEHbKOB, ISl MOJEJHPOBAHUS HHOKYJISI-
UuK KJAyOeHbKOBOH HULIM 11eJ1ecO000pa3HO UCMOJb30BATh
CTOXaCTHYECKYIO MOJEJb.

151 ee moCTpoeHUst Mbl IPENOJIOKHIH, YTO PACTEHHS
MPenoCTaBasIoT 6aKTepPUsIM (PUKCHPOBAHHOE YHCJIO KJIy-
OeHbKOBBIX BakaHcuil, paBHoe f+ N (0 < f <1), kaxknas u3
KOTOPbIX 3aMOJHsIeTCsl eIMHUYHON KIeTKOH, BbiOMpaemMoH
13 MOYBbI /K pUsocdepsbl 1o cxeme bepysu. B cootser-
CTBHHM C IJAHHBIMH OMBITOB [8], 3TOT Mpoliecc conpoBoKa-
eTCsl HeJIMHENHHBIM peoOpa3oBanueM yactor M u P, 3aBu-

csiuum o1 Y30, naBjieHre KOTOPOTO BbIPAXKAETCS BeJIH-
unnoit D, , (Ipunoxenue 1, dpopmyna 1.4). Mel cuunra-
Ju, uto M rnonagaet B KJ1yOEHbKOBYIO HMLIY HA ME€PBOM
MHKPO3BOJIIOLIMOHHOM LIHKJIE, JJIsT KOTOPOTO HHTErpHpo-
BaHHas1 (MO BCEM TIPebIIYIIMM LIUK/IaM ) BEPOSITHOCTD 3a-
noJiHeHuss M xoTs1 6bl oHON BakaHcuu npesbicut 0,95.
DTOT NOJXO/L TO3BOJIU/ HAM U3YYHTh BO3MOXKHOCTb 3aKper -
JieHus B Kny6eHbKoBOH Hulle M, 06J1a1a10lIHMX CKOJIb YTOJL-
HO HU3KOH BbIKMBAEMOCTbIO ex planta, Torja Kak B paM-
Kax JIeTePMUHUCTHYECKOH MOJIEJIH MPoLiecca KOHKYPEHLMH
[2] Takast BO3MOKHOCTb Pe3KO OrpaHHueHa.

[Tocne hopMupOBaHHUST HHOKYJ/IIOMA YHCJEHHOCTh HaK-
TepHil B KIyOeHbKOBOMH HULIIE BO3pACTaeT OT BesMUuHb {+ N
10 N, U 3TOT NepexoHOl MPOLEeCcT OMUCbIBAETCS JIOTHCTH -
YyeCcKUMH ypaBHeHUsIMH. [Ipu 3TOM B KiyGeHbKOBOM Cy6-
nonyJssiuuu gerctyet JlapBUHOBCKHI 0TOOP, laBJeHHe KO-
TOpPOro Bhipaxkaercs Bejunuunoi D, (ITpunoxenue 1,
tdopmyna 1.5), u npucrnocobaeHHOCTh M xapakTepusyeTcst
€ro OTHOCHTEJIbHOH, Mo cpaBHeHHIO ¢ P, ckopocTblo pas-
MHOXKeHHS ().

MHrerpajbHoe U3MEHEHHE MOMYJSLHOHHON CTPYKTYPbl
1o Bcell chcTeMe (C y4eTOM MOYBEHHOH W pHu3ocdepHOi
CyOTIOMyJISILAH, CTPYKTYphl KOTOPBIX Ha IAHHOM 3Tare He
MEHSIIOTCST) OTMUCBHIBAETCS] BEJIMUMHON CyMMapHOTO jaBJie-
nus or6opa D, , (ITpunoxenue 2, dpopmyna 2.2).

4-1 sran. CUMOHOTHYECKOE B3aUMOJICHCTBHE 3aBepliia-
eTcsl, U Bce OaKTepHH, HaXOAsIIHecs B pu3ocdepe U Ky-
6eHbKax, MepexoisT B rnouBy. B Heli o6pasyeTcsi BpeMeH-
HBIH H3OBITOK KJIETOK — MOMyJsILHOHHAsT BosiHa [6] ¢ amr-
autynoit L = (R + N): S. BoccranoBisieHre paBHOBECHOH
YHUCJIEHHOCTH pU300UH B MOUBE €CTb pe3yJibTaT Mepexojl-
HOTO Tpollecca, MpH KOTOpoM o611ast YHCJAeHHOCTb GaKTe-
puii cHkaercsi ot BesmunHbl R + N + S 10 S. Ipu sTom

dKoaocuuvecxkas ceHemurxa TOM Il Ne 3 2005

ISSN 1811—0932 ¥



TEHETHKA TTOINYJISILIHA W 9BOJIIOLIHS

ocylecTBasieTcst auddepeHinasbLHoe otmupaiie M u P
1nof KoHTpoJsieM JlapBuHOBCKOro oTéopa, AaBjeHHe KOTO-
poro pasuo D, (ITpunoxenue 1, popmyna 1.6), u npu-
cnocobyieHHOCTh M XapaKTepuadyeTcst ero OTHOCHTENBbHOH,
o cpaBHeHHUIO ¢ P, ckopocTblo oTMUpaHust (W).

CEAﬂAHCMPO@AHHbII;I royimmMoP®N3M
B MUKPOBHOW TornyJsisaymnm

Hrorom neiicteus H30 siBasieTcst cOanaHCHPOBAHHbIH
MOJIUMOP(HU3M, CBSI3AHHBIH C PASMHOXKEHHEM PEIKHX F'eHO-
THUIIOB, B TOM YHCJIE U TeX, KOTOPble 00/1a/Ial0T HU3KOH TpHU-
Cr10co6J/IEHHOCTBIO U BBITECHSAIOTCS U3 nonyJsiuu Japsu-
HOBCKUM oT6opoM. [ljisi Toro, 4To6bl U3YUHTh JeHCTBHE
3THX hopM oTOGOpa Ha GAKTEPUH B CHCTEME «XO35THH—Cpe-
Jla», Mbl HCIIOJIb30BaJIH NapameTp D, KOTOPbIi XapakTe-
pH3yeT CyMMapHbIH CABUI COOTHOLLEHHUS UucaeHHocTelr M
1 P no Bcemy LMKJy U paBeH MPOMU3BEAECHUIO UHTErpaJib-
HbIX CABUI'OB JAHHOTO COOTHOLLEHHS 110 BCEM ITanam LuK-
aa (ITpunoxenue 2, popmyaa 2.3). OueBuiHO, UTO paBHO-
BecHe B MOINYJISILMH PU30OUI LOCTUTAeTCsl TOT/a, KOrja ee
reHeTHuecKasi CTpykTypa (cooTHouieHre M : P) B KoHIile
LMKJa OKa3bIBaeTCsl TAKOH 2Ke, KaKoH OHa Obljla B €r0 Ha-
yane. [Ipu t—eo, nabmonaercs D, —1, T0 ecTb ycnosue
JIOCTHKEHHST cOaTaHCUPOBAHHOTO MOJUMOP(HU3MA MOXKET
ObITb NMPEACTABJIECHO KaK:

Deow™oo Dy o *D3 o Dg o =1 (1)

[TockousbKy NPy peallbHO J0IyCTHMbIX 4aCTOTax MyTHPO-
BaHust UMeeM M_= 1, 3T0 ycsioBue MOXKeT ObITb YIPOLLEHO:

D -D -D =1
2.0 “3.00 ~S.© (2)
[TocTpoenHast Moaesib MO3BOJINIA U3YUaTh TUHAMHUKY
yacToThl M B MOMyJIiLiy, KOTOPYIO OTIPENENsiyIi Ha MOMEHT

A

1,0

08 1 S

0,4 o

Hayasa Kaxzoro uukia (s,). [lpu stom Hac untepecosas
KOHEUHBIH pe3y/ibTaT MHKPO3BOJIIOLMH CHCTEMbl — TIpe-
JeJbHas yactora M (s_), a TakzKe CKOPOCTb MHKPO3IBOJIO-
LIUU, KOTOPYIO Mbl CBSI3aJIH C YHCJIOM LIMKJIOB, HEOOXOHU-
MbIX i @) 3akpenienuss M B knyGenbkoBo#i nute (T));
6) ukcaun M, KOTOPYIO MbI CBSI3aJIH C IOCTHKEHHEM UM
99% ot cBoeli npeeIbHON YaCTOThI (Tyg)-

Kak 1 crenoBasno oKuaaTh, CTPyKTypa paBHOBECHOH
TOMYJISILHK 3aBUCHT TJIaBHBIM 00pa3oM OT GasaHca Mexay
JlapBUHOBCKUM OTGOPOM (JlaBJieHHe KOTOPOTO OMpeiesieT
npucnocobaeHHoCcTb M, XapaKTepH3yloT BEJMUHHbBI V, @ U
W — OTHOCHTEeJIbHblE CKOPOCTH H3MEHEHHS YUCTIEHHOCTEH
M u P B pusocdepHoi, kiry6eHbKOBOH U MOYBEHHOH Cy6-
nonysuusx) 1 Y30 (naBieHne KOTOPOro 3aBUCHT IJIaB-
HbIM 06pa3oM OT BeJIMUHHbBI KOI(DPHUIIMEHTA «a» B HEJHU-
HEHHOHU MOJIe/IN KOHKYypeHLUH 3a 06pa3oBaHue KayOeHb-
koB: [Tpunoxenue 1, popmyna 1.4).

Jaist M, o61agatoniyux noBblllIeHHOH pUcnocobieHHO -
CTbIO BO BCEX TPeX HHUILIAX, BHIMOJHAETCS COOTHOLIEHHE
0,56 <s_<1,amma M co cHHKEeHHOM MPUCTIOCOONEHHOC-
Thi0 — cooTHoulenne 0 < s_ < 0,5. Bospacranue nasne-
nusg Y30 (D, ), cBAzanHoe ¢ ymeHbluenueM a (a—0),
NoBbILLIACT BEJHUMHY S_ Uit M co CHHXKEHHOH MpHucro-
COOJIEHHOCTbIO, HO CHHXKAET 3Ty BeJMUMHY it M ¢ no-
BbIlIEHHOH npHcnocobaeHHocTbio (puc. 2A). Ecin Y30
orcyrerByet (a = 1; Do = 1), 70 M ¢ noBblileHHO#
NpUCroco6JeHHOCTBIO BBITECHAET PoAUTest, a M co cHU-
JKEHHOH MPUCNOCOOJEHHOCTBIO SJIUMUHUPYETCS U3 TOMY -
JISIUMH.

CKOpOCTb MHKPO3BOJIIOLIMK 3aBUCHT OT YaCTOThl MyTH-
poBanust P—M, kily6GeHbKOBOH KOMITOHEHTbI OMyJISILIMOH -
Hoil BosiHbl, naBienns Y30 (Bospacranue L uu g, a Tak-
)K€ CHHXKEHME «a» YCKOpSIOT 3akpernieHde M) u ot npu-

b

1,0
08 Tl .
06 -
04 4

0,2 4

L

N

0‘0 - T T T T T
0,01 0,1 1 10 100 1000 10000

Puc. 2. 3asucumocmo KOHeUHO20 YpPOBHA HUCACHHOCMU MyMaHma (S_) Om amniumyos. KAYOeHbKOBOU cOCMasAsiouell NONYAs-
yuonnotl oanot (L) (8eauuurol 0ocHOBHOLX napamempos npusederol 8 maoa. I):

A: criiomHas JIMHUS — MYyTaHT C TIOBBILIEHHOH MPHCNIOCOGMEHHOCTBIO BO BCEX HHILAX, IPEPBIBUCTAs JIMHUS — MyTaHT C [OHIKEHHOH NpHCNocot-
JIEHHOCTBIO BO BCeX HULLAX (TPH Pas/IMuHbIX BeJIMUMHAX napameTpa «a» u3 dopmydsl 1.4, [punoxkenue 1);

B: npepbIBHCTast IMHUSL — MYTaHT C NOBbILIEHHOF MPHCNOCOOEHHOCTBIO in planta (o = 0,95) HO ¢ MOHWKEHHOH MPUCTTOCOBIEHHOCTBIO
ex planta (w = 0,95, v = 1,05); ciiowHast JMHUST — MyTaHT € MOHWKEHHOH NpUCIocob/eHHOCTDIO in planta (w = 1,05) HO ¢ NOBLILIEHHON MPH-

criocoGusieHHoCThIO ex planta (w = 1,05, v = 0,95).
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croco6yieHHOCTH M (MTpH ee MOBbIILIEHHH MTpejiesibHast UkC-
JieHHOCTb M flocTrraercs ObiCTpee, UeM NPH €€ CHUXKEHHH )
(taba. 1).

Ananua MoJieJTi T03BOJIMIT HaM 0GHAPYKHTD HeCTaHaap-
THBIA 3P PeKT — 3aBUCUMOCTb KOHEUHOH CTPYKTYpbI MOMy-
JISIUMK OT COOTHOLUEHHSI €MKOCTEl MOYBEHHOH U KJyOeHb-
KOBOH HHLL, KOTOPOE XapaKTepH3yeTCsl aMIIMTYA0| Momy-
JAUMOHHON BoJHbI L. [1pn 3T0M Gblia BbIsiB/IeHa BaxkHast
3aKOHOMEPHOCTB: /sl MyTaHTOB, Y KOTOPBIX TPUCMOCOBIEH-
HOCTb BO BCEX HUIIAX U3MEHEHA OJIMHAKOBLIM 06pa3oM (1o-
BbILLEHA MJIM MIOHHKEHA), BEJIMUUHBL S_, Hanbosee GJIH3KHe
x 0,5, nocruratorest npu L = 0,5—2,0 (puc. 2A). M3 storo
BbITEKaeT, YTo HauboJjiee pazHooOpa3Has NOMyJasLus
(opmupyeTcsl B TOM cJydae, ecau pu3oOHH ¢ paBHOH
3P PEKTUBHOCTBIO KOJIOHU3UPYIOT MOUBY H KJIyOEHbKH,
TOIJIAa KaK MpPEANouTeHHe OIHOH M3 ITUX HUILI BbI3bIBAET
cHHKeHue nosumopdusma. [1pu Bospacranuu L myran-
Thbl C MOBBILLEHHOH NMPUCIOCOBGJEHHOCTBIO MPOSIBJASIOT
TEHJIEHIIUIO K BHITECHEHHIO POJIUTEJIS, 8 MyTaHThI CO CHHU-
YKEHHOH MPUCIOCOBJEHHOCTbIO — K 3JIUMHHALMH H3 CH-
CTEMBI.

OcoOblii HHTEpec MpeACTaBJ/SeT U3yueHHe THHAMUKH
M, y KoTopbIX MpUcNoco6JeHHOCTb CHUXKEHA ex planta
(B mouBe W pusocepe), HO NoBbIlLIeHA in planta (B Kiy-
6eHbkax). Takne M MoryT paccMaTpUBaThesl Kak IpHMme-
pbl LITAMMOB, 00J1JIAtOIIHUX BLICOKOH a30T(MUKCHPYIOLIei
AKTHBHOCTbIO, KOTOpble OBICTPO PA3MHOXKAIOTCH B KJIy-
OeHbKax (Ky/la pacTeHHe aKTHBHO MOCTABJSAET YrJIEBOJIbI ),
HO YacTo 00/1a1a10T CHUKEHHOH BbIXKHBA€MOCTbIO BHE pa-
crennsi [ 13, 18].

Mbl nokasaJju, 4to 4Jisl Takux M BeJIHuMHA S_ MOXKET
ObITh, B 3aBUCMMOCTH OT L, Kak GoJibllie, TaK U MeHbLIe
0,5 (puc. 2B). D10 03HaUaeT, UTO MPHU ONPeEJIEIEHHbIX CO-
OTHOILIEHHUSIX EMKOCTEH MOYBEHHOH U KNyOeHbKOBOH HHULI,
B CHCTEME «XO03siMH—Ccpena» obecreunBaeTcs Mojepxa-
HHE U JazKe rnpeobJiailaHie reHOTHIIOB, Y KOTOPbIX BbICO-
Kasi a30T(HUKCHpYIollasi aKTHBHOCTb COMPOBOXKIAETCS
HM3KOH BBI)KHBAEMOCTbIO BO BHelnHel cpene. dass M ¢
MPOTUBOTOJOXKHBIM HU3MEHEHHEM MPUCIOCOOJEHHOCTH
(noBbillieHa ex planta, HO cHWXKeHa in planta) 3aBUcH-
MOCTb S_ 0T L HOCHT 0OpaTHbIii XapakTep.

OBCYXXIEHUE

Iupoxkoe pacmpoctpanenne Y30 B nomysiusx cBo-
GOJIHOKUBYLIMX U CHMOMOTHUECKHX OPTaHH3MOB MO3BOJIS -
€T pacCMaTpUBaTh €ro Kak KJI0UeBOH MeXaHW3M MNojep-
JKaHusl B HUX cOajlaHcHpoBaHHOrO nojuMopdguama [1].
Mbl nokasasnu, uto 6aaronaps aeicrauio H3O B nomyJisi-
UMK pU30OHMH MOTYT 3aKpeIJIAThCA LITAMMBI, 00J1a1at0-
llIHe CHUXKEHHOH BbIXKHBAEMOCTbIO BO BHEIHEH cpele.
[IpensioxkeHHast MOeJb 03BOJAET aHAJIU3UPOBATL: a)
MeXaHHU3Mbl 3BOJIIOLUU caMUX pU306uit, 6) MOMyJIsilUOH-
HYI0 IMHAMHUKY JIPYTHX THIIOB CHMOMOTHUECKHX MUKPOOP-

TaHU3MOB, B) MOCJIEJICTBUS BbIMYCKa B TIOYBY FeHETHUEC-
KH MOJM(DHIIHPOBAHHBIX PACTUTEJIbHBIX CHMOHOHTOB.

Jeticreue Y30 no3BossieT 00 bICHUTL MHOTHE 0COOEH -
HOCTH MOMYJISIUE pu306HEl, BbISIBJEHHbIE MTPH aHAJHM3E HX
reHeTHYeCKOH CTPYKTYPbI, B IEPBYIO Ouepeb — aHOMAaJlb-
HO BBICOKHI ypoBeHb U3MeHunBoCTH. [Tokazano [4], uto uH-
Jiekc rereporeHHoctd Hest [ 19], nosydenHslii npu aHanuse
130(epMEHTHOTO cocTaBa, /s pu3ooduit (Rhizobium,
Sinorhizobium, Bradyrhizobium) paBen B cpentem 0,59;
JUIs CIeLUATM3UPOBAHHbBIX MATOM€HOB KUBOTHBIX U Y€JI0-
Beka (Bordetella, Borrelia, Eryispelotrix, Haemophilus,
Helicobacter, Listeria, Mycobacterium, Neisseria,
Staphylococcus) — 0,45, a jujig sHTepoGaKTEpUil —
stk 0,37. bosiee Toro, B nonyJisiiusx pu3oGHii 4acTo Moj-
JIEP>KUBAIOTCS LITAMMbI, YyBCTBUTEJIbHBIE K 31a(hHUeCKUM
ctpeccaM. [1pu usydeHun pu3oOHUil COU U JIIOLEPHBI TTOKa-
3aHo, uTo B KMCJbIX ouBax (pH = 4,5—5,5) mmpoko pac-
npoctpaHeHbl pH-uyBCTBUTEIbHbIE LITAMMBI, CPEIH KOTO-
pbIX aKTHBHbIE a30T(hHUKCATOPbI BCTpPeUaloTes yalle, 4yeM
cpeny ycToiunBbIX mtaMmoB [ 13]. Jlornuno nmpeamnoJo-
YKHTb, UTO CIMOCOOHOCThL ocylecTBsiTh Y30 Bo3HUK/IA B
X0Jle KOSBOJIIOLIMH MAapTHEPOB HA MOJIePKAHUE MyTyaJIn3-
Ma B YCJIOBHSIX cTpecca. B 3Toil CBSI3W Ba)KHO OTMETHTD,
YTO MapaMeTp CUMOUOTHUYECKOH CHCTEMBI, OMPEeJIsTIOIIHH
nasienne Y30 (koadduirienT HeMHERHOTO Tpeobpaso-
BaHHsl «a» u3 popmynsl 1.4, [Ipunoxenue 1) 3aBucHT oT
copra xo3siuHa GoJiee CyLIECTBEHHO, UeM OT GaKkTepHaslb-
Horo wramma [8, 9].

Mexanuambl aericteus Y30 B nonysisitusix pu3o6Gui
HEsICHBI, XOTsl aHAJIU3 JIMTEePATyphbl TI03BOJSIET 06CYKIATh
€ro CBsI3b C KOHTAKTHBIMH (ancopOList KJIETOK Ha TIOBEpX-
HOCTH KOpHEH ) U ¢ auctanTHbIMU (cuHTe3 Nod-dakTopos)
(hakTOpaMu B3aUMOJIEHCTBHS NapTHEPOB [5]. B sio6Gom caty-
yae, Y30 uHayuupyetcs B cucreMe cumMOuo3a U obecrie-
YUBaEeT MOJUMOP(HU3M PU30OGHIL 110 CIOCOOHOCTH aalTH-
pOBaTLCS B PA3/JINUYHBIX HUILIAX, BKJIOUAsi COXpaHEHHEe CHM-
OGUOTHUECKH aKTHBHbBIX, HO TJIOXO BbIKHBAKOIINX ex planta
reHoTunoB. CBaA3b Y30 ¢ 9HI0CHMOUOTHUECKON CTajinel
JKU3HEHHOTO LIMKJIa OUEBH/IHA U3 TOTO (DaKTa, UTO y PHU30C-
(hepHbIX GaKTepHUH, JHUIIEHHBIX CleLHANbHbIX MEXaHU3MOB
ISl IPOHUKHOBEHHST B KOPHH, TIPU aCCOLMATHBHOM B3aH-
MOZIEFICTBHH C XO35IHHOM MOMYJISIIHOHHOE pasHoo6pasue
CHHXKAETCS B CBS3M C PA3MHOXKEHHEM B TIPUKOPHEBOH 30He
OrpaHHYEHHOT0 CMEKTpa ILITaAMMOB, 3(h(heKTHBHO yCBanuBa-
IOLMX 9KCCYNAThl X03siuHa [26].

CosanHnasi HaMH MOJieJib OCHOBaHa Ha CBOHCTBAX pH-
300uH, KOTOpbIE SIBJISAIOTCA OOLLUMH U1l MHOTHX CUMOHOH -
TOB BBICLLIMX OPraHW3MoB. K unc/ly 3THX CBOHCTB OTHOCST-
csl: peryJisipHasi CMeHa HHII B CHCTEME «XO35THH—Cpeia;
pasjieJsieHue MpoLecca 3aHATHS KaXK/I0H HUILIK Ha HHOKYJIS -
M0 ¥ KOJIOHU3AIIMIO; [ePUOUYECKHI BBIXOM U3 OPraHu3-
Ma X03sIMHA BO BHEILHIO CpeJly, BbI3bIBAIOLIMH 060CTpe-
HHe KOHKYpEeHLHH CPelid CBOGOAHOXKUBYIIUX OaKTepHil.
[TosToMy oueBHIHO, UTO MpeJIOKEeHHAsT HAMH MeTOIHKa
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MOCTPOEHHST MOJIENH MOKeT OBbITh TpUMeHeHa /sl [IHPO-
KOTO Kpyra CHMOMOTHUYECKHX M aCCOLMATHBHBIX CHCTEM,
XOTsl HEKOTOPbIE €€ 3JEeMEHTbl MOTYT OBITb MOIU(HLUPO-
BaHbl C yyeToM ocoOeHHOCTel Kaxkiol cucteMbl. Hanpu-
Mep, TpH UHPHULMPOBAHHH XO35IHHA HE OTAEJbHBIMH KJeT-
KaMH, a UX rpynnamu (IpoHHKHOBEHHe LiHaHOOaKTepHil B
KOpaJlJIOBUIHbIE KOPHH CArOBHHKOB WJIM B JIMCTOBBIEC Ke-
Je3bl Gunnera) 3TOT MPOLECC MOXKET GBITh OIMHCAH C HC-
M0JIb30BaHUEM He CTOXAaCTHUeCKHX, a 6oJiee MPOCThIX Jie-
TEPMUHUCTHYECKHUX MOX0A0B. [1pu MojieIMpOBaHKUH NOTTY -
JIIUMOHHON IMHAMMKH arpo0aKTepHuil cJielyeT YUUTbIBaTh
NosiBJieHHE reHeTHYeCKH H3MEHEHHbIX BADHAHTOB He TOJIb-
KO B [10YBE, HO U B OpraHu3Me X0351MHa, IJie MOTYT HHIYLH-
poBatbest MytauuH [ 10] uan nepenoc rexos [7].

[Ipennoxennasi MeToaMKa MOJAENUPOBAHUS MOXKET
ObITb UCMOJIb30BAHA /ISl OLLEHKH PUCKOB, CBSI3AHHBIX C
UHTPOLYKLHMEH B arpoLleHO3bl FeHeTHUECKH MOA(PULHUPO-
BAaHHbIX PaCTUTEJbHBIX CHMOHOHTOB. PacnpocTpaHenue
HOBBIX KOHCTPYKIHH, COJeprKaIINX reHbl CHMOH03a, cpe-
JIM MECTHBIX MHKPOOPTAHH3MOB MOKET MPHBECTH K BO3-
HUKHOBEHHIO PeKOMOHWHAHTOB C HEMpeACKa3yeMbIMHU
coiictBamu [23]. [Lns noBbllieHHs 6€30MACHOCTH BbIMyC-
Ka B cpely MOAM(PULUMPOBAHHBIX LUITAMMOB PU300OUH Npej-
JIaraJlocb CHHXKaTb UX PeKOMOMHALLMOHHYIO aKTUBHOCTD
(HampuMep, MPH MHAKTUBALIMU TeHa recA) Un xKe BbIKH-
BAaeMOCTb MOuBe (TpH BBEAEHUH CYHLHAHBIX (DaKTOPOB)
[14, 23]. Ananu3 Hauiell MOJIE/IH 0Ka3aJl, YTO STH Mepbl
OynyT 3(pPeKTUBHBIMH JIMLIb B COYETAHUH CO CHUXKEHUEM
nasyenuss Y30, KoTopblil BbI3bIBAET PA3MHOXKEHHE B CH-
CTeMe peIKHX FeHOTHIOB. B ciyyae pusobuii, 310 MOXKeT
ObITb JOCTUIHYTO MyTeM MOAO0pa pacTeHUH-X0351€B, MpH
KOHKYpEHIIMH 3a KoTopele AaBieHne Y30 He3HauuTe s b-
HO. BoJiee pamykabHbINA MOIXOM 3aKMI0UAETCS B PeryJs-
MK LMKJIHYECKOTO TIpolecca MUKPO3BOJIOUMH GaKTepHil
B MUKPOOHO-paCTUTE/IbHON CHCTEME, HAllpUMep, MPH HC-
M0J1b30BAHUH CEBOOGOPOTOB, € Pa3pbIBAIOLLUX» ITOT MPO-
uecc.

Pa6ora nopnep:kana rpantamu POOM (03-04-49555),
CRDF (ST-012-0).
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MPUNOXXEHWE 1

Mamemamuueckue solpasceHus 04k MUKPOIBOAOYUOHHBIX haKmMOpos, peopearu3yowux NONYALYUIO pu3oOuL 8 pa3AuiHblx
HULLAX CUCTEMbL « PACMEHUe—NoYBa»

Dakropsl

Howmepa
Gopmyn

Dopmyiibl, onychIBarOIIKE JeHCTBUS (HaKTOPOB Ha cooTHOLeHue myTanTta (M) u poxuress (P)
Ha #-M MHKPODBOTIOLIMOHHOM LIUKJIE™®

Buonoruyeckoe 3HaueHue
napameTpoB*

MyTtannonnslit
nponecc
B IIOYBE

1.1

:—Uz'tz
LUy (1-a)Upy

MYTAIOHHOTO Tpolecca, a U, , = 0 e QPZ ;, — B KOHIIE MYTaIMOHHOTO MpoIecca

U+
L;q,r}le Urt=9pm1¢:9p1.¢ — otHomenue M : P B Hauarne

q — J0JIs KJIeTOK P,
KOTOPBIC MyTHPOBAIN

BM;

Omrim Oprs —
ymcieHHoctd M u P

B HA1ane, Qv Opp—
B KOHLIE MyTal[HIOHHOTO
npotecca

JlapBuHOBCKMI
orbop

npu
HMHOKYJISIIH
puzochepst

1.2

Xt
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TEHETHKA TTOINYJISILIHA W 9BOJIIOLIHS
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Interplay of Darwinian and frequency-dependent selection in the is determined not only by the selection pressures but also by the
host-associated microbial population capacities of ecological niches occupied by bacteria in the «plant-
Vorobyouv N.I., Provorouv N.A. soil» system. The model may be used for analyzing the selective
All-Russia Research Institute for Agricultural Microbiology, processes in various symbiotic systems and for predicting the
Saint-Petersburg consequences of releasing of genetically modified plant symbionts

into environment.

% SUMMARY: The method for mathematical simulation is suggested % KEY WORDS: symbiosis; population genetics; microevolution; Dar-
to analyze the balanced polymorphism in rhizobia population gen- winian selection; frequency-dependent selection; balanced polymor-
erated due to the interplay of Darwinian and frequency-dependent phism; ecological niches; root nodule bacteria (rhizobia); nodules;
selection. Analysis of the model suggested that this polymorphism genetic safety
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