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C nomowpo Mmamemamuieckol MOOeau MUKPOIBOTIOYUY MUKPOOHBIX NONYAYULL 8 mMypOudocma-
me (OmKpbImoll 6UOI02UECKOU cucmeMme ¢ NOCMOAHHOU opeanusayuell no kiaccuguxayuu M. Diice-
Ha) NOKA3AHO, YMO OCMAMOYHAsL KOHYEHMpayus cyocmpama y nonyusiyutl, blUePAeuitx 6 KOHKYPeH-
yuu, He 6ce20a MUHUMAIbHA NO CPABHEHUIO ¢ Opyeumu eapuanmamu. Takum oOpazom, wupoko us-
BECMHbBI XeMOCMAMHbBIL Kpumeputl, KOMOpPblil OCHOBAH HA CHUNCEHUU OCMAMOYHOU KOHYEHMpayuu
cybcmpama y euoa, nobedusuieco 6 KOHKypeHyuu, ¢ mypoudocmame ne pabomaem. bonee obuum
Kpumepuem MUKpoI8OIOYUU NONYIAYUL 8 OMKPLIMBIX OUONOUYECKUX CUCMEMAX ABNIAeMCs 603pPAc-
manue NOMoOKa IHEPLeMUYEcKo20 cyocmpama, UCHOIb308AHHO20 NONYIsyUel nobeousuieco 8 npo-
yecce asmocenekyuu 6uod.

B msaTuaecaThIX rofax MpoLUIOro BeKa, MOcie TOro Kak ObUTH 000CHOBAHBI M IPUMEHEHBI METObI HEIPEPBIBHO-
T'0 KYJbTUBUPOBAHUSA MHUKPOOPTAaHU3MOB, CTAJI0O BO3MOKHBIM pa3p8,63TI)IBaTb OBPUCTUYCCKUC MATEMATHYCCKUC MO-
JIeTIH TIPOLIECCOB Pa3BUTHS OTKPBITHIX OMOJOTMYECKUX CHCTEM C MPOBEpKOii B skcriepumenTax [1-3]. 1o Diireny [4],
CYHIECTBYET BCCTO [IBa THUIIA OTKPBITBIX TEPMOAMHAMUYCCKHUX CUCTEM, KOTOPbIC MOT'YT HAXOJAUTHCA B CTAlIMOHAPDHOM
COCTOSIHWH, ITPUYEM B NPHIOKEHUN K TIPOTOYHOMY KYJIFTUBHPOBAHUIO MUKPOOPTaHW3MOB U KJIETOK OHH COOTBETCT-
BYIOT CJIEIYIOLIMM JIByM BapHaHTaM: XeMOCTaTy M TypOHIOCTaTy (€ro eiie Ha3bIBaloT INIOTHOCTATOM). Xemocmam —
9TO CUCTEMa C MOCTOSHHBIMHU ITOTOKAMH, TJI€ 33/1a€TCs MOCTOSIHHOIM CKOPOCTb Pa3MHOXKEHHS MHUKPOOPTaHW3MOB 32
cueT (pUKCUPOBAHHOM CKOPOCTH MOTOKA Cpelbl Yepe3 KynbTuBaTop. CTannoHapHOE COCTOSIHUE B XEMOCTaTe OCyIIe-
CTBIISIETCS TIPY JIMMUTHPOBAHUM POCTA HOMYJALNH MHKPOOPTaHM3MOB HEIOCTATKOM MHUTATEIBHBIX BEIIECTB WU
AJIEMEHTOB MUHEPAIBHOTO MUTAHUS (M T€ U OpyTHe Ha3bIBalOT cyOcTpaTamu). Typbudocmam - CUCTEMA C TIOCTOSH-
HOW OpraHu3anuel, KOTopas COOTBETCTBYET MaKCHMaIbHO BO3MOXKHONW CKOPOCTH POCTa MOMYJIALMHU MU (pukcupo-
BaHHOM IUIOTHOCTHU TOIYJISIIMU MHKPOOPIaHM3MOB B KYJIbTHBATOPE, 3aJaHHON 3KCIEPUMEHTAaTOPOM C IOMOILBIO
Pa3NUYIHBIX TEXHHYECKUX YCTPOICTB [5-7].

Takum 06pa30M, B PYKax 5KCIIEPUMECHTATOPOB UMCIOTCSA OTKPBITHIC CUCTEMbBI IBYX OCHOBHBIX TUIIOB Pa3BUTHUA -
n aJjis 6I/IOJ'IOFI/II/I, n il TS pMOJMHAMUKH. Ecim B Takux cucremax MpOUCXOAAT 3BOJTIONHUOHHBIC U3MCHECHUS, TIE€PEC-
XOJ OT OJHOTO CTal[IOHAPHOTO COCTOSIHUSI K JIPyroMy B Pe3yJIbTaTe W3MEHEHHs KaueCTBEHHBIX CBOMCTB CHUCTEM
(Hanpumep, B pe3ysbTaTe MPOIECCOB MyTUPOBAHUS U 0TOOPA), TO OCHOBHBIE XapaKTEPHCTHKH ATUX T'€HETHUECKUX
MIEPECTPOEK B MOIMYJISIIUSAX, UM [IaroB 3BOJIIOLMN, MOKHO H3MEPHUTbH, HE TePsisi OOLIHOCTH MOJIX0/1a C TOYKH 3PEHUS
Kak Ouosoruu, Tak u pusuky. I1oka 310 ele HeI0CTaTOYHO OCO3HAHO C TOYKH 3PEHUSI METOIOJIOT UM, XOTSI M HAaKOII-
JICHO TOCTATOYHO MHOTO JaHHBIX 110 paboTe “IBOIIOIMOHHBIX MauH’ 000ux THToB [8-10].

Kak moka3pIBarOT TEOPETHYECKNI aHAIN3 1 MHOTOYUCIICHHBIC KCIIEPUMEHTAIbHBIC JJAHHBIC, B YCIIOBHSAX BHEII-
HETo JIMMUTHPOBAHUS POCTa MUKPOOPTaHU3MOB HEAOCTATKOM CyOCTpaTa B XeMOCTaTe KPUTEPUEM MUKPO3BOJIOLINU
U KOHKYPEHTOCIIOCOOHOCTH MOIYJISINA CIY)XKUT yMEHBIICHHE CTAIMOHAPHOW (OCTAaTOYHOW) KOHIEHTpAINH CyO-
CTpaTa y BUja, HobeauBIIero B KOHKypeHun [8-11]. OcoOrIii HHTEpEC MPEACTaBIAI0T MUKPOIBOIIOIMOHHBIE TIepe-
X0/l B TypOHIOCTaTE MPH JIMMUTUPOBAHHOM HEJIOCTATKOM CyOCTpara pocTe HOMyJSIUA. DTH cllydau, B IPUHLIUIIE,
B03MOXkHSHI [10, 12], HO OTHOCATCS MOKa K HAUMEHEe U3yUeHHBIM M 3KCIIEPUMEHTAJIBHO, U TeopeTHuecKu. Ilockomb-
Ky B TypOHIOCTaTe MOJAEPKUBAETCS MOCTOSHHOW IUIOTHOCTh HOMYJISIIMH Xo, TO NMPU HEU3MEHHOW KOHIEHTpALUU
cyOcrpaTta Ha BXoJze S, M3MEHEHHEe SKOHOMHUYECKOro koaddurmenta norpediienns cyoctpara ¥ MyTaHTHOH momy-
JSIOMH TIPUBOANT K M3MEHEHHIO CTallMOHAPHON KOHIEHTpauu cyocTparta S B KyJIbTyp€, CIeI0BATEIbHO, N3MEHSI-
eTcsl yJeNbHasi CKOPOCTh POCTa [L UICXOHOW W MyTaHTHOH nomyisinny. [Toqo6Hoe n3menenue L 1 ¥ MyTaHTHOM 1O-
IyJISIIUH, TIO CPABHEHUIO C POANTEIBCKOM, MOXKET JIEXKATh B OCHOBE OTOOpAa MYTaHTOB C 60J1e€e BHICOKON MM HU3KOM
9KOHOMHYHOCTBIO HCIOJIb30BAHUS CyOCTpaTa B MPOILECCE ABTOCENEKIMU MPU JUMHUTUPOBAHUM POCTa MUKPOOpra-
HU3MOB CyOCTpaTOM B TypOHIOCTaTE.

' TIpn momnepsxke rpanta KKOH 12F007M i rpanta MunucTepetBa o6pasoBanns PO Ne E02-12.5-305.
*© U.A.JlorunoB, A.B. bpunbkos, 2004; Uactutyt buoduzuku CO PAH, KpacHosipckuii rocyjapcTBeHHBIH yHUBEpCUTET; E-
mail: logival@yandex.ru; bril@ibp.ru
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Maremarrueckasi MOJIENb Pa3BUTHsI 00pa30BaBILeiics MyTaHTHOW (OPMbI MUKPOOPraHU3MOB X, TIPH COBMECT-
HOM KYJIbTUBHPOBAHHMH C UCXOJHBIM BUJIOM X; B TYpOHOCTATE 3aIllMChIBaeTCs aHaJorn4Ho Moaenun MoHo-I'epbepra
JUIS HeNpephIBHOM KyIbTypsl [13]:

X, =[;(S)- DX,

Xm:[um(s)_D]Xm > (D
SzD(SO_S)_“iXi/Yi_“me/Ym
D0+k(Xl-+Xm—X0); Xi+Xm>XO_DO/k
D= npu s
O, Xi+XmSXO—D0/k

rJIe yHIeNbHAas CKOPOCTh MPOTOKAa D 3amaeTcss B COOTBETCTBHM C YPaBHEHHEM IMPOMOPIMOHAIBHOTO PEryJisTopa
IUTOTHOCTH TOTYJISAIUH B TypOunoctate [7]; Dy, K - mocTostHEBIE Kod(dunueHTs!, npraeM Dy>0, k>0, Dy/k<<Xy; Xy
— 3a/IaHHOE 3HAYCHHUE IUIOTHOCTH MOMYJISIMK B TypOumocrare; Sy — 3aJaHHOC 3HAYCHUE KOHIICHTpAIMU CyOcTpara
BO BXOJHOH cperne; yAeTbHBIE CKOPOCTH POCTa UCXOTHOHN LA(S) U MyTaHTHOH ,(S) HOMy SIIuii moIararoTcs 3aBu-
CHMBIMH OT KOHIIEHTpaIMH cy6cTpaTta no MoHO: Wi=L, 1S/ (Ks +S8); Wn=HummS/(KsmtS); Lonis Wonms Kssip Ksm> Yio Yo —
MOCTOSTHHBIE KO (QHUIIUECHTHI.

C momomsto Mozenu (1) MOXKHO BBISSBUTH OCHOBHEIC 3aKOHOMEPHOCTH JICHCTBUS €CTECTBEHHOTO OTOOpa B He-
MPEPBIBHON KYJIETYpEe MAKPOOPTaHU3MOB TP TUMUTHPOBAHUH WX POCTA HEAOCTATKOM cyOcTpara. 3/1ech Ipearoia-
raercs, 4To B MpPOIECcCe CIIOHTAHHOTO MYTHPOBaHUS 00pa3yeTcsi HEKOTOPOE KOJUYECTBO MYTAHTHBIX KIIETOK OIpe-
JIEJICHHOT'0 KJIacca 77 ¢ U3MEHEHHBIMU XapaKTEPUCTUKAMU Y, U |, , IPUYEM [IJIOTHOCTh MyTaHTHOM IOILYJISILIUK J1OC-
TATOYHA JJISl TOTO, YTOOBI ONICHIBATh AUHAMUKY €€ Pa3BHTHUS IETCPMHHUACTCKONW MOJAEIBI0. HaCTOTHI CITOHTaHHOTO
MYTHPOBaHUS KaK UCXOJHOM, TaK M BHOBb 00pa30BaBIICHCS MyTaHTHOH MOITYIISAIINH TIOJIaraf0TCsS HACTOIBKO MaJIbl-
MH, 9TO BKJIaJl IPOIIECCOB MyTHPOBAHUS B JaJbHEHIIee COBMECTHOE pPa3BUTHE 00EHX OIS MOKHO HE YIUTHI-
BaTh. BMmecTe ¢ TeM He cienyeT 3a0bIBaTh, YTO B 3TOH YNPOIIEHHOW CXeMe HE YYTCH MOTOK MYTAaHTOB, KOTOPBIH
COITyTCTBYET MCXOIHOU MOITYJISAIIH, HAXOIAIIEHCS B CTAIMOHAPHOM COCTOSTHUH B HENPEPHIBHON KynbType. VX sKo-
JIOTHYECKUE CBOMCTBA HE MO3BOJIIIOT UM KOHKYPHPOBATH 33 CyOCTpaT C HCXOIHOM MOMyJIsIIKei, HoO 6aroaaps mpo-
neccaM MYTUPOBaHHS OHHM CYUICCTBYIOT, XOTd U IIPU OYCHb HI/I3KOI>1 IJIOTHOCTH TONYJIALUHA. OTMCTI/IM TaKXE, 4TO
npeajiaracMas MoA€jib OIMMUCBIBACT PA3BUTHC HOHyJ’IﬂHI/lﬁ MUKPOOPraHu3MoOB B IMPOCTPAHCTBEHHO OAHOPOAHBLIX YyC-
JIOBUSIX, T.C. B PEAKTOPE UCATHHOTO CMEIICHUS.

C 1enbio yIpOUICHUS 3alUCH BBeAECM NU(POBbIC 0003HAUYCHUS: BCE XAPAKTCPUCTUKH HCXOIHOMN NOMysyn Oy-
JIEM 3aIAChIBATh C HHACKCOM |, MyTaHTHOH MOy — 2.

[pu yciioBuH HEHYJICBOW YAEIBHON CKOPOCTH IPOTOKA M C YYETOM IepeoOo3HadeHni cucteMa (1) mepenumer-
Csl B CIICAYIOIIEM BHJIE:

X1 =[1(8) =Dy —k(X, + X, - X)X,
X, =[a(S) =Dy — k(X + X5 — X()] X, @)
8 =[Do +k(Xy + X3 = X)][So = S]- 11 ()X /Y =13 (5) X /Y5

Cucrtema (2) nMeeT HECKOIBKO HETPHBUANIBHBIX OJI0KeHUH paBHOBecHs (X1, X5,S).
a) YcroiiunBoe cymecTBOBaHHE OTHOTO U3 BHAOB, HAPUMeP, X; H JIUMHHALUSA Apyroro X,, (X;,0,S5)).

CrannoHapHble 3HaUeHUS X; M S| T0IydaeM U3 pereHus cucteMsl (2) npu: py (Sy) =D

X =S +[M1(§1)—D0]/k

- - , 3
81 =So- X /1,
rze H1(§1) = Hm,1§1 /(KS’l +§1) . Pazpemas cuctemy (3) OTHOCHTENBHO )~(1 " §1 , TOJTyJaeM:
o / 2
1=|:—A1+ Al —4A2:|/2 (4)
Xi=(S6-5)
Dy Dy D,
r1e Uil YIPOLICHHUS 3alicu BBeAeM o003HaueHus: A = %+ 1+ X —S§ —k—?; Ay =Xy —Sh-=2; Dy =—2;
k M1
S S X X kK ¢ 1Y
S(v): O;Sl/: I;Xl/: 1 ;X('): O;r: S,ll.
Ks,1 Ks, Ksih Ksih Hom,1
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IMonoxxenne paBHoBecHs (4) C AEHCTBUTENBHBIMH HEOTPHLATEIBHBIMH 3HAYCHUAMH X, S| ©AMHCTBEHHO; MO-

ckonbky A;=1/k'+1+A4,, To mIs ero cymiecTBOBaHHUS HEOOXOIUMO M JOCTATOYHO, YTOOBI BEIOJNHSIIOCH YCIIOBHE
A»<0, v

Se>Xo/Y1-Dy/kY,.

IMoacraBisist BEIpQKEHHE TSl CTALMOHAPHOTO 3HAYEHHMs KOHLIEHTpauu 6uomacesl X u3 (4) B HeoOXxoanmoe u
JIOCTAaTOYHOE yCIIOBHE HEHYJIEBOH CKOpOCTH mpoToka B (1):

Xl > XO - DO /k ,
HOoJTy4aeM HEeO0OXO0MMOE M I0CTATOYHOE YCJIOBUE JUIS TOTO, YTOOBI IPOTOK MUTATEIbHOM CpeAbl B TypOUaoCcTaTe HE
npekpatuics (uaeHtuaHoe (5)):

So>Xo/Y1-Dy/kY,. %)

W3 ananmsa nonokeHus: paBHOBecHs (4) HA yCTOMYUBOCTH, IO JISAITyHOBY, MOIydaeM ycIOBHE YCTOWYMUBOTO BEI-
WrpbIIIA BUJA X B KOHKYPEHLMH C X :

W (S)<D. (6)

CrnenoBarenbHO, ISl YCTOWYMBOTO BHIMTPHIIIA TIEPBOTO BHJIA B KOHKYPEHIIMU CO BTOPBIM HEOOXOIUMO U JOCTa-
TOYHO, YTOOBI IIPY CTAIMOHAPHOM KOHIICHTPALMHU CyOCcTpaTa yAeabHas CKOPOCTh POCTa BTOPOTO BUa ObLIIa MEHBIIIE
CKOpOCTH ero BhIMBIBaHUSA. COOTHOIIEHNE HKOIIOTHYECKUX CBOWCTB IBYX BHIOB, a TaKKe 3HAUCHHS MapaMeTpOB
yrpaBieHus Sy u Xy, HeOOXOAUMBIC M JOCTATOYHBIC ISl YCTOHYHMBOTO 3aKPEIUICHUS MEPBOTO BHIA M DIIMMHUHALINU
BTOpOTO B TypOUIOCTAaTE, CIEAYET U3 CUCTEMBI HEPABEHCTR!

X>0
§>0 (7
M2(§1)<D= “l(§I)~

W3 mocnenHero HepaBeHCTBA CUCTEMBI (7) MOTydaeM OrpaHMYEHHsS Ha SKOJOTMYECKHE CBOMCTBA BHUAOB IS yC-
TOWYHBOTO BBIUTPHIIIA IEPBOTO BHA:

S, = (Hm,zKS,l - Hm,lKS,z)/(Hm,l - Hm,z)- (®)

VYcnosue (8) BRIOMHASTCA BCETIa, €CIIH 3aBUCUMOCTH L1 (S) pacmonaraercs BhIIe, 4eM L,(S) Ipu BCceX 3HAYECHH-
SIX KOHIIeHTpaIiu cyoctpata S. Eciiu jke 3aBHCHMOCTH 3TH MEPECEKAOTCsl, TO YCIOBUs (8) BBIMTOJHSIIOTCS, KOTIa
11(S) naer BoIme 1,(S) ¢ POCTOM KOHILIEHTpaIMy CyOCcTpaTa mocje TOUkH nepecedeHus. Koopamaaty Touku nepece-

A A

4yeHHs HaxoauM u3 ycaoBus Wy\S )=, (S ):

A

S= (Mm,zKS,l ~Hm1Ks o )/<Hm,1 - Hm,2)~ ©)
B wurore, ycnopue (8) mepenuieTcst CeIyronmM 00pa3oM:

S;>8S. (10)

IoacTaBuM B BhIpaxeHue (8) 3Hauenue S u3 (4), OMy4YHM yCIOBHE Ha BXOAHYIO KOHIEHTpaLHIo cyocrpara S :

So>Xo /Y, = Do/ kYy + (2K st — M Kso )% U st = tama )+ V|(K sy — Kso Jeri ] - (11)

Takum o0pazom, eciau 3aBUCHMOCTH L (S) U [y(S) mepecekaroTes, To HeoOXOIMMOe M TOCTaTOYHOE yCIOBHE yC-
TOWYMBOTO BRIMTPHIIIA X| B KOHKYpeHIUH ¢ X (11) 3ammchiBaeTcs ciemxyromum o0pa3om:

So > (Xo -~ D/K)/Y, + 8§+ (S)/ kY, =8 + X /1 +[u(S)- Do [ (12)

0) YcroiiunBoe cylecTBOBaHHE M BHIUTPBILI BTOPOTr0 BH/1a B KOHKYPEHIIMH € NEPBBLIM IPH JIMMHHAIIMH
nepsoro (0,X,,5,).

KoopauraTs! cranmonaproi Touku (0, X 2,52) HaxoIuM 1o ¢gopmynam (4) mpocToil 3aMeHoi WHAEKCOB 1—2.

AHanm3 Ha yCTOMYMBOCTH cTanpoHapHOH ToukH ( 0, X 2,52 ) o TepBOMY HPUOIIHKEHUIO TIPOBOANTCS] aHATOTUYHO

MIPOBEACHHOMY UTS CTAIIHOHAPHOM TOYKH ( X 1,0,81).

HeoOxoaumble W IOCTaTOYHBIE YCIIOBHS /IS CYIIECTBOBAHUS BTOPOIO BHA M YCTOWYMBOTO BBIUIPHILIA B KOH-
KyPEHLUH C IIEPBbIM 3aIMCHIBACTCS CIEAYIOIIM 00pa3oM:
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So > Xo /Yy =Dy /(kY, ) (13)
S, < (Mm,sz —HmiKs o )/(MmJ - Mm,z) (14)

Wi
So <(Xo = Do /1)1 Yy + (W2 K g1 = Myt K2 )% Uy = b )+ V(K sy = Ko oo ] (15)

B ciyuae nepeceuenus 3aBucumocteit [(S) u 1o(S) yenosus (14) u (15) 3anuceiBatores:
S, >S, (16)
So<(Xo=Do/k)/ Yy +S<p, (S)/kY2 =S+Xy/Y, + [M(S)— DO]/(kYZ ). (17)

B) CTannoHapHoe cylecTBOBaHHe 000uX BUAOB ( X1, X{,S ).
CramioHapHBIe 3HAYECHHS IUIOTHOCTEH IMOMYJISALUN COOTBETCTBYIOUINX BHAOB X 1=0, X 5 =0, S=0 wu

1y (§ ): Lo (§ ): D nomy4aeM u3 perieHus cCucTems! (2) npu

)N(l=Y1{Y2(So—E)—Xo—[M(g)—DOJ/k}/(Yz—Yl)’ (18)

X, =Ya - 1i(5o =8 )+ xo + |u(S)- Do [k} (v, - 1), (19)

CraunoHapHOe 3HaueHHE KOHIIGHTpalWi cyOcTpara HaxoJAT W3 yCJIOBHS IepecedeHus 3aBucumoctedt Ly(S) u

H2(S):
M1(§)= Mz(g)-

CHCHOBEITCJ'H)HO, €TI0 MOXKHO IIOJIY4YUTh HE3aBUCUMO!

~ A

S = (Hm,zKS,l - Hm,lKS,z)/(Hm,l - Hm,2)= S. (20)

AHanmm3upys Ha yCTOWYNBOCTH MOJIOKEHHE PABHOBECHSI CUCTEMBI (2), TIOJTydaeM, 4To AJIsI aCUMITTOTHYECKOH yc-

TOWYMBOCTH CTAMOHAPHOH TOUKH ( X1, X 5,S ) HEOOXOAMMO M JOCTATOYHO, YTOOBI BEINTOIHSIOCH yCIOBHE:

(v, -1 N - 1 )>o0. @

HeO6XO[ll/IMbIe 1 JOCTATOYHBIC YCJIOBUA IJIA ycTOﬂ‘iHBOFO COCYHIECTBOBAHMA ABYX BUAOB IIPU JIUMUTUPOBAHNUU
pocra cyOcTpaToM B TypOHIOCTATE 3aat0TCS CIAEAYIONIeH CHCTEMON HEPABEHCTB:

§>O,
)N(1>0,
)?2>0,
(o =1)(Hi - 113)>0.

ITepBoe HepaBeHCTBO B cucTeMe (22) 03Ha4aeT HEOOXOAUMOCTE IepecedeHus 3apucumocteit 1(S) 1 py(S). Uc-
nosb3ys BeipakeHus (18) u (19) u BbimonHss ycnoBust yctoituuBoctu (21), U3 BTOPOro W TPETHEro HEpaBEeHCTBA
MOJy4aeM TPaHUILbl 00JIACTH YCTOWYMBOTO COCYILECTBOBAHHS JABYX BHIOB, NMPUHSB ISl KOHKpeTHOCTH Y,>Y),

~/ o~/
i

(22)

So >§+X0/Y2+[u(§)—Do]/(kY2),

~ ~ (23)
S <8+ Xo /1 +[u(§)- Do (k1)
Wnu, yauteiBast, 9To 3aBHCUMOCTH LL(S) 1 [y(S) mepecekarorcs,
S <8, S,>8, (24)
Ksy/tmy>Kso/ Wy (25)

Hcnionb3yst HalileHHBIE YCIIOBUSI CYIIECTBOBAHUS MOHOKYJILTYp BHAOB (5) u (13), ycnoBus yCTOMYMBOTO BBIUI-
PpHIlIa MOHOKYJIBTYP B KOHKypeHuuH (12) u (17) 1 yciioBusl yCTOHYMBOTO COCYIECTBOBaHUS BHIOB (23), TOCTpONM
pa3bueHne MPOCTPAHCTBA YIPABIAEMBIX MapaMeTpoB (Sp,Xy) Ha 00IACTH ¢ Pa3IMYHBIMHA HCXOAaMH KOHKYPEHIINU
IIBYX BUIOB IPU JAMUTHPOBAHWK CyOCTpaToM B TypOmmoctate (puc.l). YpaBuenus npsameix 4B u CD Ha puc.l
HaxomsaT n3 BeIpakeHui (12) u (17) wnu u3 uneHTHYHBIX UM (23), ypaBHeHus npsambeix EP n EH — u3 ycrioBuii cy-
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mecTBOBaHUA MOHOKYJIBTYD (5) u (13) cooTBercTBeHHO. Ha prc.2 mpuBeIeHBI COOTBETCTBYIOIINE 3TOMY pa3bdme-
HUIO 3aBUCUMOCTH LL;(:S) U L(.S) COOTBETCTBYIOUIHNX BHUIIOB.

W3 ycnoswmii (10), (16) u (24) cnexyer, 9T0 YCTOWYMBEIA BRIUTPHIII BUA X, B KOHKYPEHIIMH HAOIIOAAETCs, €CIH
CTalMOHAPHBIE 3HAYEHMs KOHIEHTPALMH CyOCTpara /Uil MOHOKYJIBTYD S; M S, PACIONAraroTCsi CIeBa OT TOYKH

repecedeHus S : (COOTBETCTBYIOIIAs 3TOMY 00sacTh ynpasieHus napamerpos OCGE Ha puc.l). MHbIME crioBamu,
YUMTBIBas, uTo Y,>7Y,

S;<8,<8. (26)

AHaNOTUYHBIEC YCIOBHS [UIS 3aKpEIUICHISI MOHOKYJIBTYPHI Buaa X, (puc.1, obmacts 4S,B) — pacnonoxeHune §1 u
S, cpasa ot §:

S < Sl < S2 . (27)

B o6nactu III (ABPGC) Ha puc.] Bemonusiercst yenosue (24), S u Sy mo pasubie croponst ot S (puc.2) —
BUIBI X| U X, COCYLIECTBYIOT.

B P

So

(oY

0 Dy/k Xo

Puc. 1. Pazouenue npocmpancmea ynpaenaouiux napamempos (Sg,Xy) Ha odnacmu ¢ pasnuuHblMu ucxooamu
KOHKypeHuuu 06yx 6uooe X; u X, za cyocmpam ¢ mypouoocmame. Cocyuecmeoganue U008 603moxcHo 6 oonacmu 111.
B oonacmu 1 eviuzpvieaem nepewtii 6uo, 6 oonacmu 11 — emopoii

[Ipoananu3upyem Tenepb CUTYalHIO, KOTa, SKOJIOTHYECKUE CBOMCTBA BUAOB M APaMETpPhI KyJIbTHBUPOBAHHUS B
Typounocrare (S, Xo) IOIMyCKAIOT CYIIECTBOBAaHIE MOHOKYIBETYP 000MX BHIOB X| M X, , HO COBMECTHOE MX CYIIEeCT-
BOBaHHE HEYCTONYMBO. DTO 3HAYMUT, YTO NEPBbIE TPH HEPABEHCTBA B cucTeMe (22) cripaBeUIMBEI, a OCIEIHEE yC-
JIOBHE yCTOWYHMBOTO CYIIECTBOBAaHUS (21) HE BHITOTHIIOTCS:

~/ _ ~/
Hp > K2, (28)
Yl > Y2 .

OO0patHEIi cirydaii, Korma ﬁl/ < ﬁé , a Takke Y <Y,, paccMaTpUBaeTCs aHAJIOTMYHO, POCTON 3aMEHON HHIEK-

coB 1 2.

IIockonbKy ycia0BHs CyLIECTBOBAHUS MOHOKYJIBTYP BUJA X| U X, BBIIOJHSAIOTCS, YCJIOBUSL YCTOMYMBOIO 3aKpEI-
JIEHUST MOHOKYJIBTYP OCTalOTCs NpeXHUMH (12) ams ycroitunBoro Beurpsima X; u (17) 1 yCTOWIMBOTO BBIMTPHI-
ma Xz.
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Y>>1

~

Sy Ay S

%]

Puc. 2. Dxonozuueckue ceoiicmaa éuoos X; u X,, cocyuecmeyoumux ¢ mypouoocmame
(oonacmo napamempos 111 na puc. 1, 6 Komopoii 3mo 603Mm04cHO)

Pazbuenne npocTpaHcTBa TapaMeTpoB yrpaBieHHs (S, Xy) H SKOJIOTHYECKHE CBOUCTBA BUIOB X| U X, IpH HEyC-
TOWYUBOCTH X COBMECTHOTO COCYILIECTBOBaHUS MpHUBeneHbI Ha puc.3 u 4. [Ipsamas AB Ha puc.3 3amaercs ycaoBueM
(17), mpsimast CD — (12), mpsimeie EP u EH ycnosueM (13) u (5) coorBercTBenHo. Mcmons3yst yenosus (12) u (17),
OIIpeJIeTIsieM, UTO C YUeTOM IepeceueHus 3aBucumocterd [(S) u L(S) (puc.4) B obnactu 1 Ha puc.3 BBIMTPHIBAaET B

KOHKypeHIMH BHJ X; (B 3TOH 00JacTH clpaBelIMBO HEpaBeHCTBO S < S, <)), B obmactu 11 — Bux X, (3mech
S, < 8] <8), B obnactu napamerpos 111 BeMrpbIBaeT 1100 HepBbIi BUL, 1100 BTOPOH B 3aBUCHMOCTHU OT Hadalb-
HOTO COCTOSIHMSI IIFIOTHOCTEH MOMyJIsiuid BUIOB X g U X, ;7 (B 3TOH oOnacTu mapametpoB (Sy, X)) cripaBeyinBo He-

paBeHCTBO S5 < S < S|, T.e. CTallMOHApHBIE 3Ha4YeHUs S, U S| HAXOJAATCA MO pasHble CTOPOHBI OT S ). Kak moka-
3bIBaeT aHanu3 cucteMsl (1), Bumel X| U X, B ciay4ae HEyCTOMYMBOTO COCYIIIECTBOBAHUS B CTAIIMOHAPHON TOYKE
(X,,X5,S ) HE MOTYT COCYIIECTBOBATh TAK)KE M B KOJIEOATEIILHOM PEXHIME.

Vcnonp3ys nmuHeiHbI nHTETpai cucTeMsl (1) — 3aK0H COXpaHeHHS:

Xl/Y1+X2/Y2+S:S0, (29)

NCKIIIOUUM U3 HepBLIX HByX ypaBHeHI/II?'I S " HOJ'[yLII/IM CI/ICTeMy:
X, =[w(x,,x,)-Dlx,,
X, =[p, (X, x,)-Dlx,.

TIpoBe/is aHATM3 HA YCTOMYMBOCTH CTAIMOHAPHOH ToukH (X, X,) cuctembl (30), TIOTydUM yCIIOBHUE, HIACHTHY-
Hoe (21):

(30)

(Y1-Y2)(Ks2/pm 2 - Kg 1/ Hm,1)>0. (31)

IIpu BeImoHeHUN ycnoBus (31) ctannoHapHas TOUKa ()N( s X 5 ) — YCTOMYUBBIN y3€I1, IPU HEBBINOIHEHUH — HE-
ycToiiumBa, ceito. JTo, 03HaYaeT, YTO IIPU HEYCTOMYMBOCTU CTAlIMOHAPHOIO COCYIIECTBOBAHUS BHOB Ha (ha30Boii
TUI0CcKoCTH (Xj, X;) HET HU OJJHOI 3aMKHYTOW (pa30BOIl TpPaeKTOPHHM, OXBATHIBAIOILECH TOUKY ()? 1 ,)? 5) T.e. cocylie-
CTBOBaHUS B KOJICOATEIILHOM PEXUME TOXKE HET — B KOHKYPEHIIUH BBIMTPBIBAET JIMOO OJIUH BUJ, TMOO APYTOM.

[TockonbKy HaM M3BECTEH XapaKTep HEYCTOMYMBOCTH 0CO00# TOUKH ( X 1,)~( 5 ) (cenyno), To, IpUHNMAs BO BHH-

MaHHE MEePBOHAYAILHOE CTAOHAPHOE CYIECTBOBAHHE OJHOTO MCXOJHOTrO BHAA X|, MOXKHO OLCHHUTH BEIHYUHY
KOHLIEHTPALMK MYyTAaHTHOTO BUJIA X, OSIBIISIFOILETOCS MO3/JHEE B PE3YJIbTATe OJJHOKPATHOTO MYTHUPOBAHHUSI, TPEBbI-
IIeHHE KOHICHTPAIMK He00XO0JMMO MYTAHTHOMY BHY JUISl YCICLTHOTO BBIMTPHIIIA B KOHKYPEHIIUH HaJl HCXOTHBIM.

Jnsa ycroitanBoro 3akpermienns X, B obnactu nmapametpos I (puc.3) Heo6xoaumMo, 9TOOBI BRITOTHSIIOCH YCIIO-
BUE!

Xy >X,, (32)
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I'ne 3nauenne X, maxomutcs no dopmyie (19). YuuThiBas, 4To YHCIEHHOCTH MYTAHTHOR TIOMYJISIHH H3-32 HU3-

KOl 4acTOTHl MyTHPOBaHHS Majla [0 CPAaBHEHHUIO C 3TOM BEIMYHMHOM, a TAKKe TO, YTO YAEIbHasi CKOPOCTh POCTa My-
TaHTHOH MOMYJISILMN MEHBIIE CKOPOCTH IIOTOKA B JAHHOM ciydae (puc.4), MOXKHO CIIENIaTh BBIBOJ, YTO C BEPOSITHO-
CTBIO, ONM3KOH 1, Takue MyTaHTHI OyIyT BEITECHEHHI W3 KyibTuBaTopa [8]. Takum oOpazom, mpHu BO3HHKHOBEHUH
MYTaHTOB C SKOJIOTHYECKUMH CBOHCTBaMH, COOTBETCTBYIoIMMHU oOnacTh 1l Ha prc.3, B KOHKYpEHIINN BBIUTPHIBACT
HCXOIHBIM B X].

B P

So

0 Dy/k Xo

Puc. 3. Pazouenue npocmpancmea napamempos ynpaenenus (Sg,Xy) 6 mypouoocmame na oonacmu ¢ paziuiHolmu
ucxo0amu KOHKypenyuu 06yx éuooe X; u X;3a cybcmpam npu Heycmoudugocmu ux CO6MeCHHO20 COCYuecmeo6anusl.
B oonacmu 1 ¢viucpvigaem nepevwtit 6ud X; 6 oonacmu 11 — emopoii uo X,, ¢ oonacmu 111 — nuobo X,;, nuoo X;

A

=
e

(5, Y>Y,

us)

Puc. 4. dxonozuueckue ceoiicmea 6udos X; u X,, coemecmuoe cocyuyecmeosanue KOmopuvix é mypouoocmame
Heycmoliuugo (cmayuonapuole 3navyenus S; u S, npueedensl 01sa ooracmu 111 na puc.3)

%N

S, S

B nporecce aBTocenekunu B TypOumocTaTe NpH JIUMHTHPOBAHUN CyOCTPATOM TEOPETHUYECKH CIEAYET OXKHUOATh
3aMEIeHNEe UCXOIHOTO BHJA MEHEE SKOHOMUYHBIMU MYyTaHTaMH, COCYIIECTBOBAaHHE MCXOIHOTO BH/IA C MEHEE KO-
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HOMMYHBIMHM MYyTaHTaMH, 3aMeIeHHe HCXOJHOr0 BHAa 0oee SKOHOMUYHBIMH MyTaHTaMH U, HAKOHEIl, COCYIEeCT-
BOBaHHE ¢ 00JIee S9KOHOMUYHBIMU MyTaHTAMH.

B cootBercTBHM ¢ ycrnoBueM (31) coBMECTHOE COCYIIECTBOBaHHE MOMYJISIIMNA UCXOQHOTO BUJA U MyTaHTa BO3-
MOXHO TOJIBKO IPH OJJHOBPEMEHHOM BO3PACTaHHM CPOJCTBA MYTAHTHOMW MOIYJISILIMK K CyOCTpaTy U SKOHOMHUYHO-
CTH HCIIOJIBb30BaHUs cyOcTpara Y a1bo mpu 0JJHOBPEMEHHOM CHIDKEHHH CPOJICTBA K CYOCTpaTy W 3KOHOMHYHOCTH
MyTaHTa:

Y>Ya, Ksi/m 1<Kso/tma; Y1<Ya, Kgi/tmi>Ks1/tmo.

B npotuBHOM ciTydae coCyIIecTBOBaHHE HEYCTOMYUBO, M €CIIM yCIIOBUS CYIIECTBOBAHUS U KaXKJOW M3 MOHO-
KyJIBTYp BHIOB BBIIIOJIHSAIOTCS,, TO TEM HE MEHEe MYTAaHTHBIM BUJ 3aKPEHHUTHCS HE MOXET, YCTOHYHNBO CYIIECTBYET
HUCXOIHBIA BUI.

BBIsICHUM, CYIIECTBYET JIM COJEPKATEIbHBIN KOJUYCCTBCHHBIH KPUTEPUH, MOJIb3YsICh KOTOPHIM, MOYKHO OBLIO
OBl TIpeICKa3aTh 3aKPEIICHUE JIN00 OTHOM M3 MOHOKYJIBTYP, THOO CMECH MOMYJIAIUI KOHKYPUPYIOIIUX 32 CyOCcTpaT
BUJIOB B TYpOHUIOCTATE, 3HAsI UX SKOJIOTHYECKUE CBOMCTBA. PazbepeM YMCIIeHHBIN MpUMEp, WUTFOCTPUPYIOIIHN pa3-
JIUYHBIE UCXOJIbl KOHKYPEHIIUH.

Tabiumna 1
IToTok >HepreTHyeckoro cyocrpara Hz, 3aXBaueHHOT0 MOMYJIsSIIIHEil, B 3aBHCHMOCTH OT HCXOTHOWH KOHKYPEHIUN
3a cyGcTpaTt B Typoua0cTaTe NPH BO3PACTAHUH €r0 KOHUEHTPALMHN HA BXo/e S). 3aJaHHOe 3HAYeHHEe KOHLEeHTPALUHU
ouomacchl B Typougocrare X,=50 Mr/j no cyxomy Becy

N So, CocraB § D, i H3 — D(S _ gv) Y,
MrI/I BHIOB ’ yac™! ’ 0 r/r
MI/1 Mr/i Mr/(J1 X gac)

1 127 X, 1,93 0,037 50,027 4,630 0,4
XX 30,0 0,375 50,365 33,75 0,519

X, 26,3 0,362 50,352 36,45 0,5

2 140 X 14,46 0,225 50,214 28,12 0,4
X" 30,0 0,375 50,365 41,25 0,458

X, 29,22 0,398 50,368 40,11 0,5

3 156 XD 30,08 0,376 50,366 47,30 0,4

XX 30,0 0,375 50,365 4725 0,4

X, 55,17 0,423 50,413 42,65 0,5

4 170 X) 4385 0,467 50,457 58,91 0,4
XX 30,0 0,375 50,365 52,50 0,36

X, 69,15 0,437 40,427 44,07 0,5

*
) Brtel TH6O MX CMECh, BRITPHIBAIOIIIE B Pe3yIbTaTe KOHKYPEHIIMA IPH JaHHBIX (Sp,Xp).

CBOMCTBa BHIOB BRIOEPEM TUITUYHBIMU IS Ta0OPATOPHBIX U TPUPOIHBIX TOMYJISAIHA OaKTEepUi, B TOM YHCIIC U
JUIsl pEeKOMOMHAHTHBIX IWTaMMOB Escherichia coli, npn TUMATHPOBAaHWM POCTA PACIPOCTPAHEHHBIM SHEpreTHde-
CKUM cyOcTpaToM Tiroko3oi [5, 10-15]: Xi: p,q =1 vac™, Kg1 =50 mr/nm, Y1 = 0,4; X5: W = 0,5 vac™, Ks, =10
mr/n, ¥, = 0,5. Ilapamerpsl yrpaBieHus B TYpOUIOCTaTe B COOTBETCTBHH ¢ MaTeMaTH4IecKoil moxenbio (1) crnemyro-
wwe: Xi= 50 mr/n, D= 0,01 vac™, x= 1 qac"l(Mr/n)'l.HepechnnM TpaHUIIBI 00IACTeH, JOIMyCKAIOIINX CYIECTBOBA-
HHEe O0OMX BHJOB, HO C Ppa3IMYHBIMH HCXOJaMH KOHKYPEHIMH B TOpsAKe Bo3pactaHus S, (B wmr/m): 11-
125<85,<130,7; 111-130,7<Sp<156; 1-S¢>155,9. Koopauunarer Touku G: Xo= 50mr/mn, Sy = 150 mr/n. Pe3ynbrars! pac-
4ETOB ISl HECKOJIbKUX 3HaYeHui u3 obnactu 1-111 cBenensl B Tabn. 1. Bemuunubl paccuuThIBaIKCh 10 (hopMyIam
(3)-(4) nns monokynbTyp U (18)-(20) st cmecu.

Kak BUIHO W3 pe3ysbTaToOB, IMPUBEACHHBIX B Ta0J.1, OcTaTOYHAs KOHICHTpalus CyOcTpaTa y MOIMYJIAIHUMA, 3a-
MECTHUBILIHMX HCXOJHYIO, HE BCErJa MUHMMAJIbHA 110 CPAaBHEHUIO C JPYTMMH BapHaHTaMHM, TaKMM 00pa3oM, xemo-
cmammblil Kpumeputi, KOMOPbvll OCHOBAH HA CHUICEHUU OCMAMOYHOU KOHYyenmpayuu cyocmpama y euod, nobe-
ouguLe2o 8 KOHKypenyuu, 8 mypoudocmame e pabomaem. OIHaKO MOTOK IHEPIETHUECKOTO CyOCcTpaTa, 3aXBaueH-
HOTO TIOMYJISIHEH 3aKpemuBIIErocs B pe3ylibTare KOHKypeHIwH Buma H3z=D(S,-S), — Bcerga BeIme. DTOT BHIBOJ,
pacrmpocTpaHseTcs He TOJBKO HAa MOHOKYJIBTYPHI, HO TaKXKe CIpPaBEIJINB MPH CPABHCHUU MMOTOKOB 3aXBaUYCHHOTO
cyOcTpaTa OTIENBHO UII MOHOKYJIBTYD BUIOB U IJIsl CMECH IIPH UX cOocyllecTBoBaHuM (Tadi.1). Bo3pacranue morto-
Ka DHEPTeTHYECKOro cyOcTpaTa, 3aXBaU€HHOTO ITOMYJISIIKEH, MOXKET CIIYKHUTh yIOOHBIM KOJINYECTBEHHBIM KPUTEPH-
€M 3aKperUIeHUs B pe3yJibTaTe KOHKYPEHIMH B TypOUIocTaTe He TOJIbKO OTIEIbHBIX MOHOKYJBTYpP, HO M HX YCTOM-
YHBOTO COCYIIECTBOBAHUS, €CIM OHO BO3MOXKHO. OTMETHM, 9TO MHOTHE HCCIIEJOBATEIIN MUKPOOHON (PH3HOIOTHH
TaKKE€ CKIIOHAKOTCA K aHAJIOTMYHOMY BBIBOJAY O BaXXHOCTH, B IEPBYIO OUCPEAb, UMEHHO CKOPOCTU HOTpe6IleHI/lﬂ
MHKPOOPTraHU3MaMH JIMMUTHPYIOIIEr0 POCT CyOcTpaTa Julsi OLIEHKH KOHKYPEHTOCIIOCOOHOCTH NMPHUPOIHBIX MUKPOO-
HBIX TomyJsiuid [15].

TakuM 00pa3oM, YCTaHOBJICHO, YTO XapaKTEPHOH 0COOEHHOCTHIO TPOIlecca aBTOCEIEKIUH MTPH JIMMUTHPOBAHUH
pocTa MUKPOOPraHU3MOB IHEPIeTHUECKHM CyOCTpaToM B TypOHMIOCTaTe, TaKoH, Kak, HalpuMep, CHIKEHHE OCTa-
TOYHOW KOHIIEHTPAIIUH CyOcTpaTa B XeMocTaTe, B OOJBIINHCTBE CIIyYaeB sIBISIETCS BO3pacTaHHE MMOTOKA CyOcTpara,
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3axBadeHHoro nomymnsuueit H;=D(S, - S ), KaK MpH 3aMeIeHNH UCXOJHOT0 BUa MyTaHTOM, TaK U IPU UX yCTOH-
YMBOM COCYIIECTBOBaHUH. Bo3pacranue H3 Hanboee SpKo BBIPAXKEHO MPH 3aMELIEHUH UCXOIHOTO BU/IA MyTaHTOM,
00TaaroInM CIeIYIOIINMI CBOMCTBaMU: OOJIbIIIEe CPOJCTBO MOMYIISIIUAN K CyOCTpaTy W IPH 3TOM OOJbIIas SKO-
HOMHYHOCTbH HCTIONB30BaHuA cyocrpara (Ks,,<Ks;; Y,,>Y;) Wim MeHbIee CpoJICTBO K CyOCTpaTy W MpH 3TOM MEHB-
mast 3koHOMHYHOCTS (K ,,>Ks ;3 Y,,<Y;). B obmem ciaydae Bo3pacTaHue MOTOKa cyOcTpaTa, 3aXBaUYCHHOTO IOITYJIIsi-
LUEH, CIIPABEAIMBO TAKKE U JUI IIPOLECCOB aBTOCEIEKIUHN B XEMOCTaTe, TOCKOJIBbKY BO BCEX PACCMOTPEHHBIX CITy-

Yasix P MOCTOSIHHBIX D 1 Sy 0cTaroyHasi KOHIIEHTpaLKs JIUMUTHUPYIOLIETO pocTa cyocTpara S B XeMOCTare Nnpu
9TOM CHHXKAETCs, COOTBETCTBEHHO, /13 BO3pacTaerT.
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MATHEMATICAL MODELING OF THE MICROEVOLUNION
OF MICROORGANISMS POPULATIONS IN OPEN BIOLOGICAL SYSTEMS

I.A. Loginov, A.V. Brilkov

With the help of the mathematical model of microbial populations development in the turbidostat
(open biological system with constant organization by M. Eigen classification) it was shown that the
residual concentration of substrate in populations succeeding in the competition is not always mini-
mum in comparison with other variants. Thus, the chemostat criterion based on the decrease of resid-
ual concentration of substrate in the species succeeded in competition does not work in the turbido-
stat. The increase of energy flow of the substrate used by the population of strain, which won in the
process of autoselection, is the most general criterion of microevolution of populations.
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