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AHHOTayuuA. B Hauane cTatbn 06CyKAaeTca ypoBeHb HEOOXOAUMON GEeHOMEHONOMMYHOCTY CNOXHbIX Mogenei. Mpun
paboTe CO CNOXHBIMY CUCTEMAMW, K KOTOPbIM, 6e3yCNIOBHO, OTHOCATCS »KUBbI€ OPraHN3Mbl U SKONOTMUYECKME CUCTEMBI, C
HeobOXOANMOCTbIO MPUXOANTCA NCMOSIb30BaTh GEHOMEHONOMMYECKOe onrcaHue. MprBeaeHa unnctpayms GeHoMeHo-
NOTNYECKOro NOAX0fa, KOTOPbIN YXBaTbIBAET Hanbonee CyLecTBeHHble Jaxke He 3aKOHOMEPHOCTY, a 0bLmMe NPUHLKMNbI
WSIN NaTTEPHbI B3aUMOAENCTBUI, NPUYEM KOHKPETHbIE 3HAaYEHNA MapamMeTpPOB He MOTYT ObiTb BbIYMCIIEHBI U3 NMEPBbIX
NPVHLMMOB, @ ONPeAensoTCcA SMNMPUYECcKI. Tak»Ke SMIMPUYECKM U NparMaTyeckn BbibpaeTcs COOTBETCTBYIOLLAsA VH-
TepnpeTaums. OgHaKo Ans MOAENMPOBaHWA Gonee WNPOKOro Kpyra CMTyalmii BOSHMKaeT HEOOXOAUMOCTb MOHUXKaTb
ypoBeHb GeHOMEHONOrnY, NepexoaunTb Ha bonee feTalbHOE OMUCaHKe CUCTEMbI, BBOLSA B3aMMOLENCTBIE MeX[Y Bbl-
LeneHHbIMY 3nemeHTamm cuctembl. Qopmynupytotca TpeboBaHMA K MOAENM CMCTEMbI, COBMELLAIOLLEN SKONOMMYECKNN,
MeTabonmnUecKuii N reHeTUYECKNn YPOBHY OMMUCAHUA KNETOUYHOW KynbTypbl. PaspaboTaHa mMaTemaTuueckas Mogesb
OVNHaMUKN KBOPYM-3bdeKTa B NpoLecce pocTa HaKOMUTENbHOW Ky/bTypbl JIIOMUHECLEHTHbIX 6aKkTepuii Mpn pasHbIX
KOHLIEHTpaumsaX NUTaTenbHoro cy6cTpata. Moaenb conepuT ueTbipe 6/10Ka, ONUCbIBalOLLE SKONOTMYECKUIA, SHepre-
TUYECKNIA, KBOPYMHBbI 1 MIOMUHECLLEHTHBIN aCMEKTbI Pa3BUTUA KyNbTypbl. Moaenb NpoaeMoHCTPUpPOBana XopoLuee co-
OTBETCTBUE SKCMEPUMEHTAIbHBIM AAHHBIM, MOJTYUYEHHBIM B XOA€ BbINONHEHUsA paboTbl. [pn aHanv3e Moaenyu oTMeyeHbl
TPY CTPAHHOCTY B NOBEAEHMUU KyJbTYpbl, KOTOPbIe, MPefnoN0XNTENbHO, MOTYT U3MEHWTb MPEACTaBIEHNE O HEKOTOPbIX
npoueccax, MMEeLLUX MecTo NP PasBUTUM KyJIbTYPbl IIOMUHECLIEHTHbIX 6akTepuii. [lonyyeHHble pe3ynbTaTbl NO3BONA-
10T NPeANONOXNTb HaIMYne HEKOTOPOI [OMOSHUTENIbHOWN CUCTEMbI KOHTPOSIA IOMUHECLLEHTHOI peakummn Yyepes nyTu
cnHTe3a ®MH-H, unu anudatnyeckoro anbpernga. B stom cnyyae o6o6weHHoe onncaHne BKnaja SHepreTmyeckoro
MeTabonm3ma B IIOMUHECLIEHLIMIO TONbKO Yepe3 AT ABNAETCA CIMLIKOM CUMIbHBIM yrpoLleHneM. B pesynbTaTe aHanusa
pe3ynbTaToB COMOCTaBMEHNA MOAENbHON AVHAMUKM C SKCMEPVIMEHTOM BO3HUKIO PAaCXOXAEHVE MEXAY N3MePAeMOoil B
JKCMEepPUMEHTe KOHLeHTpaumen cybcTpaTta (nenToHa) n ero 3¢pGeKTrBHbIM LEACTBMEM Ha POCT NOMYNAALUN GakTepUiA.
370 pacxoKAeHne, No-BUAUMOMY, YKa3bIBAET Ha TO, UTO NMENTOH He ABNAETCA BeAyLMM Cy6CTpaToM U pOCT IMMUTUPYIOT
6uoreHbl, cogepalimecs B APOXKKEBOM SKCTPAKTE, KOHLEHTPALIMA KOTOPOro B 3TMX SKCMEPUMEHTaX He 13MeHAnach.
OTMeUYEeHHbIE PACXOXKAEHWS MeXay OXKUAAHUAMMN U pe3ynbTaTamMmn 06paboTKU SKCNEePUMEHTANbHBIX JaHHbIX BMECTe C
NpeanoNoXeHNAMN O MPUYNHAX STUX PaCXOXKAEHNI 3a[al0T HanpaBieHne AabHENLMX SKCNEPUMEHTaNbHbIX U Teope-
TUYECKUX NCCIEA0BAHNI MEXaH3MOB KBOPYM-3pdeKTa B KyNbType NIOMUHECLIEHTHbIX 6aKkTepuii.
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Abstract. At the beginning of the paper, the level of necessary phenomenology of complex models is discussed. When
working with complex systems, which of course include living organisms and ecological systems, it is necessary to use
a phenomenological description. An illustration of the phenomenological approach is given, which captures the most
significant general principles or patterns of interactions; the specific values of the parameters cannot be calculated
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from the first principles, but are determined empirically. An appropriate interpretation is also chosen empirically and
pragmatically. However, in order to simulate a wider range of situations, it becomes necessary to lower the level of phe-
nomenology, switch to a more detailed description of the system, introducing interaction between selected elements
of the system. The requirements for a system model combining ecological, metabolic and genetic levels of cell culture
description are formulated. A mathematical model of quorum sensing dynamics during the growth of batch culture of
luminescent bacteria at different concentrations of the nutrient substrate has been developed. The model contains four
blocks describing ecological, energy, quorum and luminescent aspects of bacterial culture growth. The model demon-
strated good agreement with the experimental data obtained. When analyzing the model, three oddities in the behavior
of the culture were noted, which presumably can change the idea of some processes taking place during the develop-
ment of a culture of luminescent bacteria. The results obtained suggest the presence of some additional control system
for the luminescent reaction via the synthesis pathways of FMN-H, or aliphatic aldehyde. In this case, the generalized
description of the contribution of energy metabolism to luminescence only through ATP is too strong a simplification.
As a result of comparing the model dynamics with the experiment, a discrepancy arose between the concentration of
the substrate (peptone) measured in the experiment and its effective influence on the bacterial population growth. This
discrepancy seems to indicate peptone is not the leading substrate, and growth is limited by nutrients contained in the
yeast extract, the concentration of which did not change in these experiments. The discrepancies noted between the
expectations and the results of experimental data processing, together with the assumptions about the causes of these
discrepancies, set the direction for further experimental and theoretical studies of quorum sensing mechanisms in a
culture of luminescent bacteria
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BBepeHmne

[Tpu paboTe co CIOKHBIMU CHCTEMaMH, K KOTOPbIM, Oe3yc-
JIOBHO, OTHOCATCS KUBbIC OPraHU3Mbl U OKOJIOTUYECKUE CHU-
CTEeMBI, ¢ HEOOXOANMOCTBIO TIPUXOTUTCS UCIIONIB30BaTh (e-
HOMEHOJIOTHYecKoe onucanue. OXHUM U3 IPUMEPOB (peHOMe-
HOJIOTUYCCKOI'0 OIMUCAaHUA MONYIAINU ABJISICTCSA YPaBHCHUC
Oepxronsera. HecMoTps Ha To 9T0 (hopManbHO ypaBHEHHUS
Ha YHCJICHHOCTh MOYKHO HUCIIOIB30BATh JIMILb BOJIM3H Opora
BboKMBaHus nonyssinud (TopbOans u ap., 1982), ato ypaBHe-
HHE JIOCTaTOYHO XOPOILO ONHCHIBACT JUHAMUKY Pa3IHYHBIX
MPOLIECCOB: HAKOIUTEIBHOW KYJIBTYPhl MHKPOOPTaHU3MOB,
pa3BUTHS SMTUIEMHUH B (QPUKCHPOBAHHBIX YCIOBHSIX, PA3BUTHUS
HOIYJIALMHN IOCIIe HHBAa3UH U INHAMHKH IIPOJaXK B YCIOBHSX
OrpaHUYCHHOI eMKOCTH phIHKA. [10-BHIMMOMY, 3TO CBSI3aHO
C TEeM, YTO Ha 3aBepLIAIOLIeH CTaIMU Pa3BUTHS Ipolecca,
KOIZIa BeJIMYMHA IEPEMEHHOH MpuOmmKkaeTcss K 3HAYeHHIO
HpeeIbHON eMKOCTH CpeJibl, YACIbHAs CKOPOCTh POCTA IPH-
ommxaercst k 0, 4To, 110 CyTH, COOTBETCTBYET ITPUOIHIKEHHUIO
K TIOPOTY BBIKUBAHHUSL.

VYpaBHenue DepxroabcTa MOXKHO 3aINCaTh HECKOIBKUMU
BapvuaHTaMU, KOTOPBIM COOTBETCTBYIOT Pa3HbIC MHTEPIIPETA-
uu. PaccMoTpum st npuMepa aBa U3 HUX:

N:}'LO(Nmax_N)N’ (13)
N=poN—oN>. (1b)

B nepBoM Bapuante Ny, Ha3bIBAIOT EMKOCTBIO CPEJIBL, I10-
HUMaeMOM Kak Ipe/ieibHasi YUCIACHHOCTD MOIYIISIUN, KOTO-
past MOXKET CyLIeCTBOBATh B IAHHBIX yCIIOBHUSX, a IPOU3BEE-
HHE o N yax TPEACTABISET OO0 YACTBHYIO CKOPOCTh POCTa
TIOMYJISILIUY TIPH OJIM3KOHM K HYJIIO €€ YUCIeHHOCTH. EMKOCTB
cpens! (PeHOMEHOIOTHYECKH BKIIIOYAaeT BCEBO3MOXKHEIE (haK-
TOPBI, OTPAHMYHMBAIOLIHE POCT IOMYIISAIMI: OTPaHUYCHHOCTb
cyOcrpara, THruOupoBaHue MeTaboINTaMu, (PUKCHPOBAHHYIO
MMOBEPXHOCTh CBETOCOOpa JIJIsl pacTeHUH. DTOT BapHAHT XO-
POILIO COOTBETCTBYET MHTEPIPETAIIMH POCTA PACTUTEIBHOM
WJIN MUKPOOHOM TTOITYJISIIUH.

870

Bo BTOpOM BapuaHTe |l — yAenIbHas CKOPOCTh POCTa, 0L —
KO3((PUIINEHT, ONMUCHIBAIONINN BHYTPUBHUIOBYIO KOHKYPEH-
LIUIO, KOTOPasi MOJKET PEAN30BaThCs PA3HBIMHI MEXaHU3MaMU:
KOHKYPEHIIMEH 32 MUIILY W/UJIH BHITCCHEHUEM C OXOTHUYbCH
TEPPUTOPUH W TIPSIMBIMU CTOJNKHOBEHHUSAMH ocobeil. Takas
MHTEPIPETAINs IPECTABISIETCS O0JIee MOAXOAAIIEH JUTsl XK1~
BOTHOTO MHpa.

OTH npuUMepbI IPUBEIEHBI VIS HILTIOCTpanni (heHoMeHo-
JIOTMYECKOTO ITO/IX0/1a, KOTOPBIH yXBaThIBAaeT HanoboJee cyie-
CTBEHHbIE JIa)K€ HE 3aKOHOMEPHOCTH, a OOIIMe TPUHIIUIIBI
WJIN TIAaTTEPHBI B3aUMOJCHCTBUHN, IPUUEM KOHKPETHBIC 3Ha-
YEeHUS MTapaMeTPOB HE MOTYT OBITH BBIYMCIICHBI U3 NEPBBIX
IMPUHIUIIOB, a OIIPEACIIAIOTCA OSMITUPHUICCKH. BMHl/IpI/I'-ICCKI/I
U TIparMaTH4eCcKy BEIOMPAETCS TAKKE COOTBETCTBYIOIIAS HH-
TepIpeTaIusl.

OpnHako Ut MOJEIMPOBaHMs OoJiee IUPOKOTO Kpyra CH-
Tyaluii BO3HUKAET HEOOXOIUMOCTh MOHMKATh YPOBEHb (e-
HOMEHOJIOTH, MEPEXOIUTh Ha OoJiee JIeTaIbHOE ONUCAHUE
CHUCTCMBI, BBOJIA B3aHMO}1€ﬁCTBHe MCXKY BbIACIICHHBIMU 3J1C-
MEHTaMHM cucTeMbl. Tak, BCTpedaroTcs CiIydau, KOrJa ypas-
HeHre DepXIonbeTa ONUCHIBAECT AUHAMHUKY HAaKOMUTEIbHON
KYJBTYPbI HEJOCTATOYHO TOYHO. B atom cJ1ydac npuxoauTcs,
HarpuMep, yUUThIBaTh IUHAMUKY CyOCTpaTa u BBOJHTH, 10~
IIyCTHM, CyOCTpaTHOE MHIMOMPOBaHUE pocTa KyabTypsl. [pu
9TOM MBI BCE€ PaBHO OCTaeMcCs Ha OU€Hb BBICOKOM YPOBHE
(heHOMEHOIIOTMH, TIPOJIOIKAst OITUCHIBATH 3aBUCHMOCTh POCTA
KyJIBTYpbI (hopMyitoit MOHO 1 ee pa3nuaHbIME MOJM(DUKAIIN-
SAMHU U YCIIO)KHCHUSAMU, CBOS BECh MeTaGOJ’II/ISM KJICTKH WU
MHOTOKJIETOYHOTO OpTaHN3Ma K OJHOH KITI04eBOH (pepMeHTa-
TUBHOM pEaKI1H.

[ToTpeOHOCTh B IOHMKEHUH YPOBHS ()EHOMEHOJIOTHHU BO3-
HHKAET, KOT/a HCCIIEI0BATENb BCTPEUAETCs C SIBICHUSIMH, KO-
TOpBIE HE YKIIAABIBAIOTCA B UMEIOLLYI0ca Moaensb. [Tpu aTom
4acTO NPUXOAUTCA NEPEXOAUTH Ha YPOBEHb TeHEeTHYECKOM
W/WITH METa0O0IMYECKON PETYIAIMN KIECTOYHBIX MPOLECCOB.
OnuH 13 TpUMEpOB, TPEOYIOMINX MOHKEHNS (PEeHOMEHOIIO-
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THYHOCTH HCIIOJIB3yEeMBIX Mojiee, — KBopyM-3pdekt (KD)
(Miller, Bassler, 2001). [IpiMeuarenbHO U CHMBOJIMYHO, YTO
KBOPYM-3(QeKT (quorum sensing), mpeacTaBISIOMNi cOO0H
MPOSIBJICHHE COOBITHI MOJIEKYJISIPHOTO YPOBHSI Ha YpPOBHE
MOMYJISIIAN, OBIJT OTKPBIT Ha JIIOMHHECIICHTHBIX OAKTepHsIX,
Ybe CBEUECHHE CITY)KUT €CTECTBEHHBIM MH/IMKAaTOPOM TEKYILIETO
cocTosiHus KieTouHoro metabomnmu3ma (Nealson et al., 1970).

KBopym-3¢dexT 3axmodaeTcst B TOM, 9TO SKCIIPECCHS He-
KOTOPBIX TEHOB 3aITyCKAETCsl IPU JOCTHKEHHUHN OTIPEIEIICHHOH
TIOPOTOBOM IIOTHOCTH MOy iAuy. Ha ypoBHe 6akTepnii 3TOT
3¢ deKT OCHOBAH HAa CHHTE3€E U BBIICIICHUN BO BHEIIHIOIO Cpe-
JIy CUTHAJIBHBIX MOJIEKYJI (2yTOMH/IYKTOPOB), KOHIIEHTPAIINS
KOTOPBIX U3MEHACTCA B 3aBUCUMOCTH OT KOJIMYECTBA OKPY-
KAIUX KJIIETOK, U IIPU MPEBBINICHUN HeKOTOpOﬁ moporo-
BOM KOHIIGHTPAIINH 3aITyCKaeTCs IKCTIPECCHSI OIPEICICHHBIX
reHoB. [TockonbKy KBOpyM-3((heKT BcTpedaeTcst y IUpOKOTo
Kpyra oprann3MoB (HampumMep, y HacekoMmbIX (Anstey et al.,
2009) u ps16 (Makris et al., 2009)), To ero u3yuenue camo 1o
ceOe npezcraBisieTcs: BaXXHbIM. KpoMme Toro, BeIsSIBIEHHE 3a-
KOHOMEPHOCTEH MPOsIBICHHsI KBOPYM-3((eKTa 1 ero NporHo3
Ba)KHBI JJIs1 MUKPOOMOIOTHYECKOTO CHHTE3a MPOLYKTOB, 3a-
myckaemoro 3tuM 3¢ dexrom. [Ipumepom Takoro mpoaykra
ABJISIETCSI OaKTepHabHAs Jronndepasa, mpenaparsl KOTOPOH
UCTIONIB3YIOTCS JUTSI JTAOOPATOPHBIX M TOKCHKOJIOTHYECKHUX
aKcnpecc-ouorecToB. [Tpu 3TOM JTFOMUHECIIEHTHBIE OaKTEepUH
SBIISTIOTCSI YIOOHBIM MHCTPYMEHTOM HCCIEIOBAHHS KBOPYM-
3¢ pexTa, MTOCKOIBKY JTIOMUHECIICHITUS TPEICTABIAET COO0H
€CTECTBEHHYIO (DyHKIIHIO KIIETOK, UTO IacT BO3MOXXHOCTb U3Y-
4aTh MPOIecC Ha HATUBHBIX KIIETKax 0e3 BHEAPEHNUS CIICIH-
AIBHBIX (PITYOPECIEHTHBIX KpacuTeleld n 0e3 CTUMYIHpYIO-
11ero (GJIrOpeCSHIMIO U3y YeHHsI. DBOJIOIIMOHHBIN CMBICIT
KBOpyM-3(h(eKTa y JIOMUHCCIICHTHBIX OAKTCPHl HAXOMUT
00BsSICHEHHE B PaMKaX THITOTE3bI, YTO MEXaHU3M 0TOOpa CBSI-
3aH C pacCceMBaHHEM W pasMHOkeHHeM Oakrepuii (Nealson,
Hastings, 1979). fBnsisice MOPCKUMH SHTEPOOAKTEPHIMH,
CBeTsIIIMeCs OaKTepUH, pacTylye Ha cyocTpare (TOBEpXHOCTh
MEpTBBIX OPraHU3MOB WM (PEeKaJIbHBIE IIAPUKH ), TIPH 10CTa-
TOYHOM IJIOTHOCTH KYJIBTYPbI MOT'YT IIPOM3BOUTE CBEUCHHUE,
CrocoOHOE MPHUBIIEYh OPTaHN3MBI K HX MOIJIOMICHUIO, 00ec-
MeYMBasi TEM CAMBIM KPYTOBOPOT OAKTEPHH MO KHIIEYHBIM
TpaKTaM MOPCKUX )KHBOTHBIX.

Lenbto HacTosmei paboThl OblIa pazpaboTka MaTeMaTH-
YECKOW MOJIEJIN U €€ IIPOrPaMMHOMU peanu3aluu JJIs aHanu3a
9KCTIEPHUMEHTANBHBIX JTAHHBIX M0 KBOPYM-3(h(ekTy B HaKO-
MUTETHHOH KYJIBType JIIOMUHECIIEHTHBIX OakTepuid. J{7st KoH-
KpeTH3anuu TpeOOBaHUHA K MOJCIH CPOPMYITHUPYEM CBOE-
obpazHoe TexHuueckoe 3aganue (T3). Bo-mepBbix, Moaemb
JIOJDKHA OITHCBIBATH IMHAMUKY POCTa OaKTepHii B HAKOITUTEIb-
HOM KYJIBTYpPE, BO-BTOPLIX, OHA JOJDKHA OIMMChIBATH JIMHAMUKY
CBeUeHMsI OaKTepUaNbHON KyIBTYpHI, KOTOPAs PETyIHpyeT-
csl KBOpyM-3(h(heKkToM, T.e. COOBITHAMU Ha MOJEKYISIPHOM
YPOBHE, H, B-TPETbHX, MOJEIb JAOJDKHA OBITh MAaKCHUMAJIbHO
npoctoid. CIoXKHAsT MOJIEITb COIEPKUT OOJIBIIOE KOJTMYECTBO
rapaMeTpoB, 3HAYEHHsI KOTOPBIX HEM3BECTHBL, T. €. MBI CIIE/TY-
€M InapaaurMe, 4To 4YcM MEHBIIC MOATOHOYHBIX TapaMETPOB
B MOJICJTH, OIMCBIBAIOILECH CIIOXKHBIE MTPOIIECCHI, TEM OOJIbIIIE
OHa 0TOOpPAXKAET CYIIHOCTh MOAEIUPYEMBIX IPOLIECCOB.

B Tperbem myHKTE Hamiero yciosHoro T3 ymomuHaercs
CJIO)KHOCTB MOJIEIIH, M TOCKOJIBKY 3TOT ITyHKT B3bICKYET K IPO-
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CTOTE CO3/1aBacMOii MOJIEINH, TO TpeOyeTcs XOTs Obl KpaTKoe
obcyxienue aToro repmuHa. K coxaseHuto, yHuBepcaabHOTO
OTIPEAEIICHUSI CIOKHOCTH HET, 00 3TOM TOBOPHUT OIPOMHOE
(6omee copoka) KOMMYECTBO CYIIECTBYIOIIUX OMpEACTICHUN
cioxuocta (Edmonds, 1999). Ocobennoctn npuMeHeHUs
9TOTO TEPMHHA K OMHCAHHIO YXMBBIX 3BOJIOIIMOHUPYIOIINX
CHCTEM IT03BOJISIIOT CY3UTh HA0OP BO3MOXKHBIX ONpPEEIICHU
(bapues, baprera, 2010). B ciayyae maTeMaTHUeCKUX MO-
JieNield, TOCTPOSHHBIX B BHUJIE CHCTEM OOBIKHOBEHHBIX IH(D-
(hepenmmaneHpIx ypaBHeHHH (O/Y), 9acTO MCIONB3yEeMBIX
JUISL ONIMCAaHUS XUMHUYECKON (OMOXMMHUYECKOH) KHHETHKH U
JIMHAMHKH 9KOJIOTHYECKUX CHCTEM, €CTECTBEHHBIM (HITH TI0
KpaifHell Mepe MIMPOKO HCTIOIb3yEeMbIM) ITOKa3aTeIeM CII0XK-
HOCTH SIBJSIETCS] KOJTMYECTBO M (hepeHIIMaIbHBIX YpaBHEHHUIT
B cucteme. [To-BuaumMoMmy, He 3pst METO/IbI, TTO3BOJISIOIIHE MO-
HU3HUTH pa3MepHocTh cuctembl O/Y, Hanpumep, 3a CUeT BbI-
JICTICHUS! TIOJICUCTEMBI OBICTPBIX JBMIXKCHUH W MPUMEHEHUS
teopembl Tuxonosa (PomanoBckuii u ip., 1984), HazpiBarorcst
METOAAaMH YIPOIIEHHsI CHCTEM KMHETHYECKUX ypaBHEHHH.
[IpaBna ocraercst BONPOC O CIIOKHOCTH CAMHX YPAaBHEHUIH,
BEpHEe, UX MpaBbIX yacTe. OueBHIHO, YTO (GYHKIINH, BKITIO-
yaromye OoplIee Yuceio (€CIu Tak MOKHO BBIPA3UTHCS) He-
JMHEWHOCTEH, HalpHMep cIaraeMbIX ¢ OOIBIINMH CTEIIEHSIMU
B IPOOHO-pallMOHATIbHON (yHKIMH, MOTYT o0ecriednTs Ooee
pazHooOpasHoe nosesieHue. KonnuecTBeHHbIH OIX0/] K OLICH-
ke ciokHocTy cucteM OJ1Y ¢ yaeTom crerneHr HelTMHEHHOCTH
TIpaBBIX YacTel MOKET OBITH OCHOBAH Ha Teopeme Kop3yxmHa
(KabotuHckuit, 1974), koTopas yTBep)KIaeT, YTO JUIS CUCTE-
MBI C HEJTMHEHHBIMHU MPABBIMH YaCTAMH MOKHO TIOCTPOUTH
CHCTEMY YPaBHEHHH XMMHUYECKOW KMHETHKH (CONEpIKaIlyro
YJICHBI, KOTOPBIE OTIMCHIBAIOT PEAKIIMK HE BBIILIE BTOPOTO MO~
psilika) TaKkyro, 4TO MOBEJCHUE HEKOTOPBIX M3 MEPEMEHHBIX
HOBOH CHCTEMBI Oy/IeT COBIAaTh C TIOBEACHUEM IIEPEMEHHBIX
UCXOAHOH cucTeMbl. KoinnuecTBo ypaBHEHUI BTOPOA, pa3Bep-
HYTO CHCTEMBI MOIJIO OBI CITY>KHTh MEPOH CIIOKHOCTH MOJIe-
JIM C yYETOM CTETIeHH HEJIMHEHHOCTH UCTIONb3YEMBIX ITPABBIX
yacted. IlockonbKy Hallla 3azadya COCTOUT HE B IIOJYyYEHUU
TOYHOM OLEHKH CIIOKHOCTH pazpabaTbiBaeMOil MoJenu, a
JIMIIG B TOCTPOSHNHT MaKCUMaIbHO TIPOCTOM MOJieNH, odecre-
YHMBAIOIIEH aIeKBaTHOE ONMCAHNE PealbHOM CHCTEMBI, TO MbI
OyzeM MMUHUMH3HPOBATh KOJIMYECTBO AH(D(PEpeHINANTBHBIX
YpaBHEHHI MOJIEJIN U OJHOBPEMEHHO HCIIOJIb30BaTh MUHH-
MaJIbHBIE CTEIICHHU IIEPEMEHHBIX B [IPaBbIX YaCTSIX YPaBHEHHUH.

METOHbI 1N maTepuanbl
IKcnepuMeHTAJbHAA YacTh. OOBEKTOM HCCIIECIOBAHUS
SIBIISIFOTCSI CBeTsuecs oakrepuu Photobacterium phospho-
reum 1889 u3 xoyekuun MHcturyra 6nodusznkn CO PAH.
Poct OakTepuii olleHMBAJIM MyTeM U3MEPEHHsI ONTHYECKOM
TtoTHOCTH 1ipu 660 HM Ha cniektpodoromeTpe Agilent Cary 60.
Jnst u3MepeHnsi OHOTIOMHHECLCHIIMN PEaKLHOHHON CMecH
ucrosb3oBany momMuHoMeTp (Promega GloMax 20/20 Lumi-
nometer, CIIIA). BeipamuBanue 6axrepuii ObU10 IPOBEICHO
Ha XKHIKOHU cpefie 11t Mopckux Oaktepuit (r/m): NaCl—28.5,
KC1-0.5,CaCl,—0.5, MgCl, —4.5, apoxKkeBoii SKkcTpakT — 1,
nentoH — 10; pH 7.6.

MaremaTndeckasi MoJeJib. BUoNMOMUHECIICHTHAs CHUCTe-
Ma OaKTepHii K HaCTOSIIEMY BpEMEHH OYEHb XOPOIIO H3ydeHa
(Brodl etal., 2018). M3BecTHBI (hepMEHTBI, PKCIIPECCUPYEMBIC
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COBMECTHO I1pu cpabarbiBanuu KD, 10CTaT04HO XOPOILIO U3Y-
YEHBI ITyTH CUHTE3a CyOCTPATOB JIIOMUHECIIEHTHON PEAKIIHH.
Jiist Hac, 9TOOBI HE MOTPYKAThCS B JICTAIM KHHETUKH TTOJIH-
(hepMEHTHOI CHCTEMBI, BAYKHO CJISYIOIIEe: HENOCPEICTBEH-
HBIMH CyOCTpaTaMM JIIOMHHECIIEHTHONW PEaKINU SBISIOTCS:
BOCCTaHOBJICHHBIN (prraBuHMOHOHYKIeoTHx (PMH-H,), mma-
HOLETIOYEYHBIN ann(aTHIecKuil ajablIeru — TeTpaaekaHab
U MOJIEKYJSIPHBIA KHucIopon. DIaBUH BOCCTAHABINBACTCS
dhepmentom HAJTH:®DMH-okcumopenyKTa3oid, a ajabIeri
CUHTE3MPYETCsl ¢ MOMOUIBbIO (PEPMEHTHOTO KOMILIEKCa pe-
JTyKTa3bl )KUPHOU KUCIOTHI ¢ morpednennem AT®. Tem ca-
MBIM JIFOMUHECIIEHTHAs PEaKIUs HEMOCPE/ICTBEHHO CBS3aHa
C DHEPreTUYECKUM MeTabOJIM3MOM KJIETKH, U €€ CBEYCHHUE
3aBHCHT HE TOJIBKO OT KOJIMYECTBA TIOLU(EPa3hl B KIETKE, HO
1 OT COCTOSIHHUSI €€ SHEPTeTHIECKOr0 MeTadoIn3Ma.

CrnenoBarensHO, y/ke Ha yPOBHE OIMCAHUS POCTA KyJIBbTYPBI
B MOJIEJTb HYXKHO 3aKJIa/IbIBaTh OIIEHKY COCTOSTHHS €€ 3Hepre-
Trdeckoro merabommsma. [Torpo6Ho cBolicTBa nonmidepmeHT-
HOM CUCTEMBbI HEPTeTUYECKOT0 METa00JIM3Ma HCCIIEI0BAINCh
B [TOYTH 3a0bITOMN (€CITN CYAUTH MO CTATHCTHKE IUTHPOBAHUS
u3 ResearchGate) padore E.E. CenpkoBa, cocTaBisromien
4acTh KOJJIEKTUBHOW MoHOTpaduu (MBanuukuii u np., 1978).
OnHUM 13 Ba)KHEHUTIINX CBOWCTB YHEPTETHYECKOTO META00IH3-
Ma SBJISIETCS TTOJUIeP KaHKe B IOCTAaTOYHO IUPOKUX Mpe/ieiax
MOCTOSIHCTBA BHYTPUKIIETOUHON KOHIEHTparuun ATD, yto-
OBI 0OecIIeunTh Pa3BA3Ky (OTHOCHTENBHYIO HE3aBUCHMOCTD)
BHYTPUKJIETOUHBIX TOTpeOuTEeNneil sneprun. B ymomsayToi
paboTe paccMmaTpuBacs Ciiydaid OCTOSIHCTBA CKOPOCTH I10-
CTyIJIEHUS cyOcTpaTa Ipu BapbUPOBAHUY HArpy3KH (aKTHB-
HocTH 0000menHoi AT®-a3s1). B 3T0i MOneny HyXHO y4u-
TBIBAaTh U K3MEHEHUE CKOPOCTH TOCTYIUIEHUsI CyOcTpaTa (B Ha-
I1eM ciydae OyaeM paccMaTpUBaTh €ro KOHIIEHTPALHIO B Cpe-
ne), u nzmenennst AT®-a3Ho0i akTHBHOCTH, CBSI3aHHBIE C Pa3-
HBIMH (ha3aMu pocTa KyJIbTypbl. B Hatel Moziesi Best MOJIeb
CenpKoBa, B cooTBeTCTBUH ¢ 133, He OyzeT BoCcIpon3BeieHa,
HO HEKOTOPBIE €T0 Hien OyIyT NCTIOIb30BAHBI.

IIpu Hanucanuy Mozenu, KOTOpasi, ¢ OHOU CTOPOHBIL, OIIU-
CBIBAET TEPEMEHHBIE, XapaKTEePU3YIOIHEe OaKTEpUaNIbHYIO
KyJIBTYpY (KOHIIEHTPAIHIO CyOCTpaTa 1 INIOTHOCTh OMOMACChI
B KOJIOE), & C IPYTOii — IOJDKHA OITUCHIBATH CPEIHIOI0 BHY TPH-
KJIeTOuHYI0 KoHIeHTpanuio AT®, HeoOXoanMo coracoBarh
cKopocTH npoueccoB. Ecian 0603HaunTh 00beM KOJIObI 3a V,
a CyMMapHbIi 00beM OaKTepUalIbHbIX KIIETOK 32 V, TO MEXKILY
CKOPOCTSIMH TIPOIIECCOB, BBIPAKEHHBIMH B KOHIIEHTPAIHAX
3a eINHUILY BPEMEHH, — V. ¥ Vj, COOTBETCTBEHHO, BCIIC/ICTBUE
3aKOHA COXPAHEHUS O0JIKHO BBITIOIHATHCS CIIEYIOIIEe COOT-
HolleHue: v.' V.=vy V,, rie npasas 1 JieBas 4aCTH paBEHCTBA
OIMCHIBAIOT CKOPOCTh U3MEHEHHMS Macchl pearenTa. OTciona
CIIEYeT, UTO CKOPOCTH BHYTPUKJICTOUHBIX IPOLIECCOB TOJIK-
HBI [IPEBBIMIATH (KOHIIEHTPALMOHHbIE) CKOPOCTH TEX K€ IPO-
reccoB B V,./V}, pa3, u Mbl OylieM UMETh CHCTEMY C pa3ind-
HBIMHU XapaKTEePHBIMU BPEMEHAMH U3MEHEHUS TePEMEHHBIX.
0O0603Ha9UM OTHOIIEHHE V,/V, Kak MaJbIi TapaMeTp &.

C y4eToM BBIIIECKA3aHHOTO «IKOJIOTHYECKasi YacTh» MO-
JIeIT MOYKET OBITh 3allMCaHa B CIEAYIOILEM BUJIE:

S =-[f5(S.a) +fx(S.a)IN,
N=[£5(5,a) - My(@)]N, @)

. N kqa
goa = f(S,a)- &TN_fG(S’ a)- sz{ia’
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rae S — KOHIICHTpAIUs MUTATeIbHOTO cyocTpara; N — Ouo-
Macca OakTepuil; @ — yCpelHEHHas] BHYTPUKIIETOUHAsI KOH-
nenTrparys ATO B kieTkax 0akTepuabHOM KyJIbTypBI.

KG+S KaG+a
et AT®-3aBucumelil cuHTes 6uomaccsl, GyHkuus f(S,a) =

VES a
= K.1S K tq2 ~MPOU3BOICTBO AT®, BrIpakeHUC
E aF

[pu srom bynkuus f(S,a) = OIIUChIBA-

da
& +a
OTIHMCHIBAET AKTUBHOCTH 00001meHHOH AT®-a3b1, a PyHKITHS

m .
M, (a) = v+—;— — UHTEHCHUBHOCTH OTMHMPAHHUS OAKTEPHIi,
1+4 Na

3aBHCAIIYIO OT BHYTPHUKICTOUHOU KOHIIeHTpaunu ATO.

Kaxk M0OXHO BU/IETb, B JTAHHOM MOJIeTH 0000IIEHHBIC aKTHB-
HOCTH aHAOOJMTHBIX U KaTaOOJIUTHBIX MyTEH ONMUCHIBAIOTCS
OTZEJIbHBIMU (PYHKLIUSIMH, T0O9TOMY BBOAUTD CIELHATIBHO TaK
Ha3bIBAEMBII SKOHOMHYECKHH KOI(PHUINCHT HET HE0OX0U-
MOCTH, OoJiee TOro, COOTHOIIEHHE CKOpOCTeil cuHTe3a Ono-
MacChl ¥ OKHCIICHHs OPTaHUKU MOYKET MEHSTHCS B XOZIE pas-
BUTHA KyAbTypel. Bun Gynxuun f4(S,a), TouHee ee 4acTh,
OTMMUCHIBAIOIIAS 3aBUCUMOCTh aKTUBHOCTH cuHTe3a AT®D ot
e¢ KOHIIEHTpalnH, BEIOpaH B COOTBETCTBHUH ¢ MozENbi0 Celb-
xoBa (MBanuukuit n ap., 1978). Ilocnennee ciaraemoe B
ypaBHEHMH, OMUCHIBaONeM KoHLeHTparuio AT, npencTas-
nseT BKIa 0600mennoi AT®-a3bl, T. €. COBOKYITHOCTh BCEX
0a30BBIX MpoOIIECcCOB B KieTke. [Ipyu MabIX 3HaUeHUSIX KOI (-
¢unuenra g, aktuBHOCTh ATd-a3p1 OyneT ci1abo MEHSTHCS
B LIMPOKOM Juana3zoHe KoHUeHTpauuil AT®, u Tonbko npu
HU3KUX 3HAYCHUAX Oynet HaOmronarecs naneHne ATd-a3Hoi
AKTUBHOCTH, YTO MPECTABISACTCS €CTECTBEHHBIM.

Hannuane manoro napamerpa B TPEThEM yPABHEHNH JIETIACT
koHneHTpannio AT® GpICTpOi TepeMeHHOH U TI03BOJISET HC-
CJIeZI0BaTh CBOMCTBA 3TOTO YpaBHEHHUS OTAEIBHO OT OCTaJb-
HBIX IEPEMEHHBIX, TI0JIATasi OCTAIBHBIE (IKOJIOTHIECKHE) TIe-
peMenHble koHcTanTaMu (PomanoBckuii u i1p., 1984). Mb1 He
OyzieM JienaTh NOJNHBIN aHaIM3 YCTOMYMBOCTH ATOTO ypaBHe-
HUSI BCJIEACTBHE €r0 IPOMO3JKOCTH, HaM JIOCTATOYHO IIPO-
BEPUTH BO3MOXKHOCTh CYIIECTBOBAHUS yCTOMUMBOIO KBa3H-
CTALMOHAPHOTO COCTOSHUSI 3TOTO YPaBHEHUS TJAHHON TNHAMU-
YEeCKOW CHCTEMBI X OLIEHUTh 3aBHCUMOCTb €TI0 YCTOHYNBOCTH
OT 3HAUEHHH HKOJIOTUUECKUX NTEPEMEHHBIX.

W3 puc. 1 MOXKHO BHJIETH, YTO B 3aBUCHMOCTH OT Habopa
[apaMeTPOB YPABHEHHE CHCTEMBI MOXKET UMETh: 4) OIHO
YCTOWYHMBOE HYJIEBOE CTAllMOHAPHOE COCTOSIHUE JINOO TpHU
CTAI[MOHAPHBIX COCTOSHUS B 3aBHCHUMOCTH OT KOHILIEHTpa-
un cyoctpata S; b) 0IHO HEyCTOWYMBOE HYIIEBOE W OTHO
YCTOWYMBOE CTAIMOHAPHBIE COCTOSIHUS TPH JIIOOBIX 3Ha4e-
HUSX KOoHIeHTpamu S. [TockonbKy Ha JaHHOM 3Tare MbI He
03a004€HBl TOYHBIM COOTBETCTBHEM ITAPaMETPOB MOJAEITH
9HEPTEeTHYECKONW CHUCTEMBI KIETKH PEallbHBIM JIaHHBIM, TO,
cnenyst noaxony CenbkoBa M 3asiBiieHHOMY T3, BbIOEpeM
BapHaHT, C OMHON CTOPOHBI, 00ECIICUNBAIOIINI KIIETKE CTa-
OMIIbHOE YAOBJIETBOPEHUE €€ SHEPIeTHYECKNX ITOTPEOHOCTEH,
a C Ipyroi — JAeJIaroui 3T0 Hanboee MPOCThIM CIIOCOOOM.
OtoMy TpeOOBaHHIO YAOBIETBOPSET HAOOp MapaMeTpoB, Mo-
POXIAIOMINI 3aBUCMOCTH, IPEACTABIEHHbIE HA PUC. 1, 5.

[Ipu onpeneneHHBIX 3HAUCHUAX MapaMeTPOB CYIECTBYET
HWHTEpBaJ U3MEHEHHs KOHIeHTpauuu AT®, B KOTOpOM CKO-
pocts cunTe3a AT® nonoxuTeabHa, 4TO IPUBOIUT K POCTY €€
KOHIIEHTPAIUHU 10 TeX MOp, MOKa KOHIIEHTpaLus He MONaieT
B 00JIACTH C OTPHULATEIBHBIM 3HAUCHHEM CKOPOCTH, UTO U
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Puc. 1. 3aBUCMMOCTb CKOPOCTU U3MeHeHUsA KoHLeHTpaummn ATO oT ee KOHLEHTpaLMM Npu pasinyHbiX KOHLEHTpaLUmax cybcTpaTta (MokasaHbl cnpasa),

Npu PasnnyHbIX 3HaYEHNAX NapameTpa.

Cnyuaii A: B cuicteme npu S > Syip, MOTYT CYLLIECTBOBATD TPU CTALMOHAPHbIX COCTOAHMA, U3 KOTOPbIX OJHO HEYCTOMYMBOE, a OJHO COOTBETCTBYET HYIeBOW KOHLIEH-
Tpauun ATO. LiTprxoBoii oBan BbigenseT rpynny ManopasnnyrmblX CTaLMOHAPHbIX COCTOAHNIA NP Pa3nnyHbIX 3HaYeHusax S. Cyyain b: B cucTeme CyLiecTByioT
O[JHO YCTOMYMBOE 1 O[HO HEYCTONUMBOE HyNeBOe CTalOHapHble COCTOAHMA. KpacHbIMU Kpy»KKaMu nMokasaHbl yCTONYMBbIE CTaLMOHapHble COCTOAHNA MpK pas-
NNYHBIX KOHLeHTpauwmax cybcTpata. CooTBeTcTBYyOLWME HAboPbl NapamMeTpoB Ansa ciyyas A: V,=1.22, Kg=1.94,K;=0.01,V,=2,K,=1,Kze=0.2, k4=0.5,€,=0.05;
Ana cnyvan b: V= 2.18,K; = 4, K, = 0.004, V, = 3.299, K, = 4, K, = 0.008, k; = 0.026, £, = 0.85.

o0ecIeynBaeT CyIeCTBOBaHUE YCTOMYMBOTO CTAIIMOHAPHOTO
coctosHus (cM. puc. 1).

O0ecrieuns, yCIOBHO TOBOPS, JKU3HEAESTEIILHOCTD KIIETKH,
MOXKHO TIEPEHTH K TIOCTPOCHHIO MOJEIH KBOpYM-3(deKTa.
Paccmorpum mozens KO (Williams et al., 2008), xoropast
BIIOCIIE/ICTBUM OBbITa MCIOIB30BaHA B PAJE paboT Ipyrux
asropoB (Melke et al., 2010; Djezzar et al., 2019). Cornacno
9T0# MozenH, ayTounaykrop AHL (4) n peuentop LuxR (R)
00pa3yIoT AMMEPH30BAHHbINH KOMILIEKC, KOTOPBIA PEryanpyeT
BBIPaOOTKY Kak R, Tak 1 4. Kpome Toro, cymecTByer HeHyIe-
BOM, 0a30BBIH, HE3aBUCHMBII OT KOHIICHTPAI[MH HHIYKTOpa
cuHTe3 LuxR. Mozaenb uMeeT caeayouui BUI:

: VD
R= CR+Iﬁ—k3Rfk1RA +k,C,

C = kRA — kyC — 2k,C? + 2ksD, 3
D =k,C?—kD.

B 371011 cucteme nepBoe ypaBHEHHE OIUCHIBAET CKOPOCTh
W3MEHCHUS KOHIEHTpanuu LuxR, KOTOpasi MOJI0KHUTEIHHO
3aBHCHUT OT CyMMbI 0a30BOi (Cr) ¥ aBTOWMHIyLIUPOBAHHON
CKOPOCTEH CHHTE3a, PUYEM TTOCIEIHSS IIPOTTOPIIHOHAIBHA
BEPOSTHOCTH WHUIHAIIUH TPAHCKPUIIIIAN, KOHTPOIHPYSMOH
CcBsi3bIBaHHEM KoMmILIekca (LuxR-A), (D) c COOTBETCTBYIOIINM
CaliTOM CBS3BIBAHUS B PETYASTOPHON MOCIEIOBATEIFHOCTH
orepoHa. Bropoe 1 TpeThe ypaBHEHHS OIMCHIBAIOT 00pa3oBa-
Hue komiuiekca LuxR-A (C) ¢ mocnenyromuum o0pa3oBaHHeM
JuMepHoro komimiekca (LuxR-A), (D).

Crnenys (Williams et al., 2008) u T33, Gynem mpearmonararb
CYIIECTBOBAHUE KBAa3UCTALMOHAPHOIO COCTOSIHUSI ISt TIepe-
MeHHbBIX C 1 D. Torna ypaBHEHNE, ONICHIBAIOIIEE TOBECHIE
LuxR 1py KOHIIEHTPAINH ay TOMHYKTOPa, PacCMaTpPUBAESMO
KaK BHEIIHUH napamMeTp, UMECT BUM:

VR ’YR 2A 2

b 4 VRYRAT

kR, 4)

kyk}
ksk3’

ey =
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— 0.0
UJ —
e 0.3
= — 05
=
E 0.7
3 — 1.0
S

— 15

KoHueHTpauua LuxR, o.e.

Puc. 2. 3aBUCMMOCTb CKOPOCTN N3MEHEHNA KOHLeHTpauuu LuxR oT ero
KOHLIeHTpaLuy npu pasnnyHbiX KOHLEHTPaLMAX ayTOUHAYKTOpPa, MoKa-
3aHHbIX CrpaBsa.

KpaCHbIMVI KPY>XKamMu NMoKasaHbl yCTOI;NMBbIE CTayMoHapHble COCTOAHUA Npn
Pa3nnNyHbIX KOHUEHTPaunAxX ayTONHAYKTOpa, YepHbIMU — HeyCTOﬁHMBbIe co-
CTOAHNA. M3OFHyTaﬂ LWTPUXOBaA CTpesika yKa3blBaeT HanpassieHne nimeHe-
HNA KOHUEHTpaunn ayTOMHAYKTOpPa, NpAMana — HarnpasiieHne nepeknoyeHns
B HOBOE€ COCTOAHMeE.

1 aHanu3a cBOICTB 3TOr0 ypaBHEHHSI MOYKHO TPUMEHUTh
MpHUEM, UCIONb30BAHHBIN ISl TPETHETO YPAaBHEHHS CHC-
TeMbl (2), T.€. paccMOTpeTh ero B koopauHarax (R, dR/dt)
IIPH pa3HBIX KOHIIEHTPALUAX AyTOMHAYKTOPA, YTO SBIIAETCS
HECJIOXKHBIM enoM (puc. 2). M3 pucyHka BHIHO, YTO TIPH
HYJIEBOH U HU3KHX KOHIICHTPALUAX CyOCTpaTa MOXKET CyIIe-
CTBOBATH TOJBKO OJJHO YCTOMYHBOE CTALIMOHAPHOE COCTOSIHUE,
COOTBETCTBYIOIlEE HU3KOW KOoHLEeHTpauuu LuxR. Ilo mepe
IMOBBIIICHUSA KOHUCHTPAIMU aYTOMHIAYKTOpA IMOABJIAIOTCA
€l11e J1Ba CTallMOHAPHBIX COCTOSIHUS — YyCTOMYMBOE U HEYCTOM-
YUBOE, OJIHAKO CHCTEMa IMPOU3BOJIILHO HE MOXKET MepeiTH
B COCTOSIHHE C BBICOKUM ypOBHEeM 3kcipeccuu LuxR. IIpu
JlaNbHENIIEM POCTE KOHLUEHTPAUU ayTOMHAYKTOpa JEeBOE
KOJIEHO KPUBOH BBIXOJUT U3 OTPHULIATEAbHOM MOIYIIOCKOCTH,
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Puc. 3. CrauvoHapHble KprBble, MOKasblBaloLMe 3aBUCYMOCTb CTaLMo-
HapHOW KOHUeHTpaumn LuxR OT KOHLUEeHTpauuu ayToMHAyKTOopa npu
o =0.1,6 =1 1 pa3HbIx 3HaueHNAX NapameTpa [ (cnpasa).

YTO NPUBOJIUT K HCUC3HOBEHUIO HeyCTOﬁ‘-IPIBOFO u yCTOﬁ‘IH-
BOTO COCTOSIHUH, M CUCTEMA OBICTPO MEPEXOIUT B COCTOSIHUE
C BBICOKOM KOHLIEHTpauuei LuxR.

Bonee Hars11HO TIpOIIECC MEPEKITIOUSHNS MOXKHO MTOKa3aTh,
€CJIN TIPE/IIONIOKNTD, YTO PEATH3YETCsl KBa3UCTALMOHAPHOE
COCTOSIHHE CHCTEMBI, OITUChIBaeMO ypaBHeHneM (4). B atom
Cllyd4ae MOYKHO JIM0O0 TPUMEHHTH TOCTPOCHHE IPapHKOB HESIB-
HO 33/IaHHBIX (QDYHKIUH B cCHCTEMaX KOMIIBIOTEPHON aJIreOpsbl
tima Maxima, n00, MpUpaBHSB MPaBYIO 9acTh K 0, TOTyInTh
BBIPaKCHHUE IS SBHOW (PyHKIINH

_ 1 | o(R-0a)
BRGEE S ©

rae o = Kgy; o.= Crlks; B = Vi/ks. IIpu 3TOM JOIDKHO BBITION-
HATBCS ycimoBue <R <o+ .

JJI HaTIIITHO CTH MOJKHO TIPOTa0ymupoBarh (5) Kak 00bId-
Hyto (ynkimio B Excel, a morom nepeBepHyTh KOOpAWHATHI —
caenatb (A, R) (puc. 3). HamsiiHo BUIHO, YTO MPH MPEBBI-
IIICHUU HEKOTOPOW MOPOroBO¥ KoHIEeHTpauu A(B) mpouc-
XOIIUT PE3KHUI Mepexol B COCTOSHUE BBICOKOTO YPOBHS JKC-
npeccuu LuxR, mpudeM B CHCTeMe HaOIIOIaeTCs THCTEPE3HC,
KOTOPBIN B MPUPOIHBIX YCIOBHUAX MOKET HAONMIONATHCS TPH
YTHETEHUH pocTa OakTepHil M MOCTEHEHHOM pa3pyLICHUU
ayTOMHIyKTOpa.

[Tocne obkarku Moaenu KD 1 opueHTHPOBOUHOM OIIEHKH
3HAYEHUI MapaMeTpoB, KOTOPBIE HEOOXOAMMBI [T peajn3a-
n KO, BepHEMCs K TOCTPOeHHMT0 Moenn. HeckoapKo MoTi-
(hummpyeM paccCMOTPEHHYO BBIIIIE H3BECTHYIO MOJICITh, YTOOBI
00ecreunTs ee KOHIENITyalbHOE €IMHCTBO, @ UMEHHO CJIelIaeM
WHTEHCUBHBIN cuHTE3 LuxR »HeprozaBUCHUMBIM. [Ipu sTOM
(hOHOBBI CHHTE3 ayTOMHIYKTOpa U LuxR 0CTaBUM YCIOBHO
SHEProOHEe3aBUCUMBIM, CUMTAsl, YTO PACXOAbl HA UX CHHTE3
BXOJISIT B aKTUBHOCTH 00001eHHONH AT®-a361 (2):

A=C, k4,
. VRyR2A2 g (6)
k= CR+KR+yR2A2 esta 3R

3aberas Briepes, MOXKHO CKa3aTh, YTO MCITOJIb30BaHUE 00-
Jiee CJI0KHOTO YPaBHEHHS, TIPE/IIOJIAraroIero, 4To OHOBPE-
MEHHO C CHHTE30M LuxR UHTEHCUDHUIIUPYETCSI CHHTE3 ayTO-
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MHJIYKTOpa, KaK 3To czaeiano B monenu (Melke et al., 2010),
0Ka3a510Ch He 00s13aTebHbIM, YTOOBI OMHCATh IKCIIEPUMEH-
TaJIbHBIE JaHHBIE. Kpome Toro, Juis IpoCTOTHl Npesroara-
eTCsl, YTO KOHLICHTPALMS ayTOUHIYKTOpa B CpeJie M B KICTKE
COBIIAJIaeT, YTO MO3BOJISIET OOONTUCH Oe3 BBIICICHHS MaJIOro
napamerpa. B utore Hama Moesb, 00beIHHSIONIAs YKOIO-
TUYECKUE U BHYTPUKIIETOYHBIE MOJEKYISPHBIE MPOLECCHI,
BBITJISIIAT CJICAYIOIIUM 00pa3oM:

S = —[/5(S,a) + f(S,a)]N,
N=[f;(S.a) - My(@]N,
. . N kda
J €0a = f¢(S,a) ngN_fG(S’a) “ota @)
A=C, k4,
N VR'YRZAZ . a
R=Cpt Kpt+yR242 g3+a 3

3aiiMeMcst KOHCTPYHPOBAHHEM 3aBEPILAIOIIETO JTIOMUHEC-
LIEHTHOTO OJ0Ka Mojenu. Bo-nepBhIX, MPEeAnoaokKuM, 4To
CUHTE3 JIIOTM(epasbl HIET MapaieTbHO ¢ CHHTE30M LuxR u
TOXeE ABIISIETCS YHEPTro3aBHCUMBIM. Kpome Toro, yarem sHep-
TOHE3aBUCHUMBIH MPOIECC HHAKTUBAINH JTon(epassr. OmHa-
KO B IJaHHOM JKCIIEPUMEHTE MBI PETUCTPUPYEM HE KOTHUECT-
BO JIOLM(Eepasbl B KYJIBTYPE, a HHTEHCUBHOCTD JIIOMUHECIICH-
nuu. Kak ckazaHo BbIlIe, IJIs1 00CCICUCHHSI CBCUCHUS OT
KIeTKH T0oKHBI TocTtynath HAIH n AT®. YuurteiBats 3TH
MTOTOKH pa3fAeIbHO BO3MOKHO, HO BPS/I JTM IMEET CMBICI, TaK
kak ot Hamuuust HAJIH 3aBUCHT aKTUBHOCTH LUTOXPOMHOM
uenu, npousBosiieid ATD. [TockoabKy 3TH POLECCHI TECHO
csizanbl U Hanmuune AT® o3nauaet Hanuune HAJIH, Oynem
B Mozenu (cnenys T33) paccMaTpuBarh 3aBUCUMOCTD CBEYe-
HUs TonbKo 0T AT®. B pesynbrare nomydaem o0IIyo MOJIeTb
paccMaTpruBaeMOi CHCTEMBI, T1Ie HaOIIOIaeMBbIi TIOKa3aTelb —
CBET, ONHCHIBaeTCs PyHKIEH Light(t):

S =-[f5(S.a) + f(S. )N,
N=f5(S,a)N,
. _p . N kdd
goa = f(S,a) SITN*fg(S,a) Teta’
A=C,— kA, (3)
— VR"{RZAZ . a
R=C,+ Koyl a- IR,
. _ ViR g
L= KL+R 83+a 7deL’

Light(t) = L(7)- %

OTaryme SKOJIOTHYCSCKOM YacTH 3TON MOJIEIH OT (2) 3aKJIro-
Y4aeTCsl B TOM, YTO [OCKOJIbKY B 9KCIIEPHMMEHTE PaCCMaTpHBa-
€TCsl HAKOIUTENbHAsI KYJIbTypa OT HHOKYJISILIUK 10 Jorapud-
MHYECKO# (a3pl pocTa BKIIOUHUTEIHHO, 0€3 PacCMOTPEHHUS
cTanuoHapHO# ¢as3el U (ha3bl OTMHUPAHUS, TO CMEPTHOCTD
OakTepuiit MOYKHO B JJAHHOM 3KCIIEPUMEHTE HE YUUTHIBATD.

Maremarnueckasi MOJIeNTb OblJIa peajgn30BaHa B Cpejie OT-
kpsitoro I1O Scilab 6.1. [lnst onpenesieHus mapaMeTpoB Ma-
TEMaTHYECKON MOJIEITH 110 SKCIIEPUMEHTAIBLHBIM JJAHHBIM HC-
nosib3oBajcs merox Hennepa—Muna, Ko KOTOpOTO MPUCYT-
CTBYET CPEIy COMPOBOXK/IAIONIMX TPUMEPOB IPOrPAMMHOIO
obecrnicycHusI.
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Pe3ynbratbl

[IpoBeneHHbBIE TPOOHBIE YKCIIEPUMEHTHI Ha PEKOMEH/I0BaHHOH
no nponucsm 6oraroit (10 /1 nentona) u 6exnoit (0.1 /7
MIETITOHA) Cpeax MoKa3ali HaJimdue KBOpyM-3pQexra B 000-
nx ciaydasix. Kpusble tuHaMuky OnomMacchl 1 CBEUSHUS MPH-
BeJICHBI Ha puC. 4.

Ve paccMarpuBasi IOIy4YeHHBIE KPUBBIE, 0€3 BCAKOH MO-
JIeITH, MOKHO BHJETH (M. puc. 4, a), uto 10 Hadana KD (B Te-
YyeHre 6 4acoB KyJIBTUBUPOBAHNS) HAONIONAETCS MOCTENCH-
HOE CHIDKCHNE HHTEHCUBHOCTH JIIOMUHECIIEHIINH, OCYIIIECT-
BIISIEMOI JTrortndepasoi, MpruHECeHHOH ¢ MHOKYIsiToM. [Tocne
JIOCTHKEHUS MaKCUMyMa cBedeHus (~11 gyacoB) mpoucxoaur
Ppe3Kuii cria THTEHCUBHOCTH CBeueHUsL. [1o4T o4eBUIHO, UTO
TaKOM CIaJ] He MOXKET OBITh CBSI3aH C MHAKTHBAIMCH JTronude-
passl, 4TO MOTPeOOBao OBl MPEAMOIIOKHUTH CYIIECTBOBAHHE
CIeNHaIbHON CHCTEMBI, pa3pymaromeii gromudepasy cpasy
MOCJIE CUHTE3a, Aa €lI€ B YCIOBUSIX SHEPreTHUeCKOro roo-
na. [To-Bumumomy, UMeHHO majeHue konuentpamuii HAJIH
1 ATO Ha 3aKITIOUUTETHHON CTaANH JToTapu(MUIECKOH (pa3pl
pocTa KyJlnbTypsl 1 00yCIIOBIIIO 9TO MajieHue cBeueHus. Torna
KaK MCIJICHHOC MaACHUC NHTCHCUBHOCTHU CBECYCHUS, IIPOXO-
JIMBIIIEE B yCIOBHSIX N30BITKA cyOCTpaTa 1 MHTEHCHBHOH pa-
0OTBI PHEPTEeTUYECKOr0 METab0IN3Ma, IEMOHCTPUPYET MPO-
L[eCC MHAKTHUBAIMK JIolu(epasbl, TOUHEE BCEr0 KOMILIEKCa
(hepMeHTOB, 00CTY)KUBAIOIIINX CBEUCHUE OaKTEPHIA.

B 10 ke Bpemst TMHaMHKa CBEUCHNS! KYJIBTYPBI B YCIIOBHUSIX
OemHoM cpensl (cM. puc. 4, 6) CTAaBUT UHTEPECHBIE BOITPOCHI.
BunHo, uTo 3a 7 4acoB KyJAsTHBHPOBAaHUS OHOMacca OakTe-
pHii TOCTUIIIA TPUMEPHO TPETH OT OMOMACCHI, IOCTUTHYTOM
GaxTepHsiMH 3a 3TO ke BpeMs B Ooraroit cpene. Ilpu sTom
TEMITBbI POCTA KYJIBTYPbI OBUTH XOTh M HE OUYEHB OOJIBIINMH, HO
MPUMEPHO MOCTOSHHBIMY Ha BCEM PACCMOTPEHHOM NEPUOJE,
Yero Henb3sd CKaszaTh O JAPYroM dKcrepuMenTe. O4eBHIHOE
YCKOpEHHEe pocTa KyJIBTYpHI B Ooratoif cpee mocie 4-9aco-
BOTO POCTa MOXKET yKa3bIBaTh Ha CyOCTpaTHOE YrHETEHHE IPH
JIAHHBIX KOHIEHTpALUAX cyOcTpara.

WuTepecHo, uto mpu 3ToM Ha OenHON cpene KD Havamncs
Ha 2 Jaca paHbllle, 4eM Ha Ooraroil. He nckimoueHo, 9To Tak
BIMSAET CyOCTpaTHOe MHTHOWPOBAHKE, HO ATOT BOIIPOC Tpe-
OyeT manbHEHIIETO MCCIIeOBAaHNUS M OOJBIIETO KOJIMYECTBA
SKCIEPUMEHTANIBHOr0 MaTtepuana. Ha Texymem sramne uccie-
JIOBaHMH HAIlIa 3a/1a4ya COCTOMT B pa3paboTKe aleKBaTHON MO-
JIeITH, YOBJICTBOPSIIOIIEH 3asBICHHOMY B Havaje ctarbu 13,
W TIPEIBAPUTEIILHOM MPOBEPKE aJICKBATHOCTH 3TOW MOJIEIH
Ha UMCIOMIUXCA SKCIICPUMECHTAJIBHBIX JaHHBIX.

Pe3ynbraThl BBIYUCINTEIBHOTO MOACINPOBAHUS IPUBEIC-
Hbl Ha puc. 5 u 6. [loxcTpoiika mapameTpoB MOJEIH MPOXO-
quia B 1Ba stana. CHavyaja moJcTpanBajach IKOJIOTHIECKas
4acTh, ONMHCHIBAIOIIAS AMHAMUKY OnoMacchl OakTepruabHON
KyJIBTYpBl, KOHIICHTPALUH CyOCTpaTa u CpetHel 1o KyIbType
BHYTPHUKJIETOYHOH KoHIeHTpanun AT®. Pe3ynsrars! npuse-
JICHBI Ha TPEX BEPXHUX Ipa(uKax MpeicTaBICHHBIX PHCYHKOB.
Hazno orMeTuTs 10CTaTOYHO XOPOIIEe COOTBETCTBUE MEXKTY
MOJICTHON KPUBOMW, ONMHCHIBAIONICH TUHAMHMKY OHOMAacCHI,
1 9KCIIEPUMEHTAIBHBIMY TOUKaMH. Kak rmokazanu 1omnoiaHu-
TEJIGHBIC PacueThbl, HU Mojesb DepXIonbcTa, HU BBEICHHE
B MoJiesib (hakTopa CyOCTpaTHOTO MHTMOUPOBAHUS HE JAIOT
YIIy4IIEHHOTO ONHcanusl. Bo3MoXXHBI 1Ba BapuaHTa: 1100 Ha-
Oiro1aeMoe pacXoKICHUE UMEET CTaTHCTHYECKY IO IPUPOLY,
b0 B CUCTEME ACWUCTBYET MEXAaHH3M, YCKOPSIOIIMNA POCT
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Puc. 4. [lnHamuka pocTta 61MoMacchl U NIOMUHECLIEHLMN KynbTypbl Pho-
tobacterium phosphoreum 1889 Ha cTaHgapTHOW (a) n 6egHow (6) cpene.

nocie JOCTHKEHHsI HEKOTOpOro nopora. J{ias gaapHenero
aHaJM3a NoTPeOyIOTCs AOOIHUTEHbIE IKCIIEPUMEHTBI, KO-
TOpBIE TUIAHUPYIOTCSL.

CrnexyeT OTMETUTb OKHJJAEMOE ITOBEICHHE KOHLIEHTPaLUU
AT®, xoTopas, Kak BUIHO U3 PUC. 1, TOKHA IIpeTepIeBaTh
HE3HAYUTEIbHBIE U3MEHEHUS MPY BapbUPOBAHWN KOHIICH-
Tpamyu cyOcTpaTa B ONpe/ICICHHOM HHTEPBAJIE M JOCTaTOUHO
PE3KO MEHSTHCS IPH BBIXOJE U3 ATOTO HHTEPBAJIA.

Ha BTopoMm sTame moxacrpanBanachk 4acTb MOAEIH, OIU-
ceiBatonias KO u nroMuHECHEHIUIO, TPUYEM B Ka4eCTBE
OTIOPHBIX JAHHBIX UCTIOIB30BAJIUCH YK€ TAaHHBIE 110 AUHAMHU-
K€ JIIOMUHECIIEeHIUH. [Ipr 5TOM «9KOJIOT0-2HEPTETHYECKUEY
napaMeTpbl MOAEIH HE MEHSIINCh.

PucyHnok 5 neMOHCTpUpYeT MOAEIBHYIO JUHAMUKY ayTO-
MHAYKTOpa ¥ LuxR, a Taxke ITMHAMHUKY KOJIMYECTBA JIOLH-
(bepaspl, KOTOpast MOBTOPSIET AMHAMUKY dKcripeccuu LuxR.
Ba)XHO OTMETHUTH, YTO MOJIEIIH XOPOIIIO OIMCHIBAET MEJICHHOE
NaJICHUE CBEUEHHs Ha HA4alIbHOM DTalle Pa3BUTHUS KyJIbTYPbI
1 OBICTpOE ee yMEHBIICHUE Ha 3aBEpIIAIONIeH CTaJnH, OT-
JIMYAIOIeecs M0 TEMIIaM OT YMEHbIIIEHHS KOJTMUECTBA JIFOIH-
(hepassbl, YTO OTpaKAET SHEPTETUIECKOE COCTOSHHIE KIIETOK.

B ciryyae MonennpoBaHus HOBEACHHS KYJIBTYPBI Ha OeTHOM
cpene (CM. puc. 6) OTMETHM CJEAYIOMUNA MOMEHT. Moernb,
coziepKairas OOJbIIOe KOJMYECTBO MOJACTPANBAEMBIX Mapa-
METpPOB, CIIOCOOHA OIHMCHIBATH PA3HOOOPA3HBIC BAPUAHTHI 11~
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Puc. 5. MopenbHasa n peanbHaa AMHaMUKa NepemMeHHbIX B KynbType Jto-
MUHECLEHTHbIX 6aKTep|/||7|.

Kpy»Ku — 3KcnepumMeHTanbHble JaHHble.

HaMMKH, U BOIIPOC COCTOUT B TOM, HACKOJIBKO 3TH ITapaMeTPhl
COOTBETCTBYIOT OMOJIOTMYECKUM IIPECTaBICHUAM 00 Hcclle-
JlyeMoil cucreMe. MozienbHbIE KPUBBIE XOPOILIO COOTBETCTBY-
0T SKCHIEPUMEHTAIBHBIM JJAaHHBIM (cM. puc. 6). ComocTaBum
B pazzieiie «O0CykK/IeHNE» U3MEHEHHsI B KOHCTAHTaX, KOTOpbIE
MIPOM3BEIIa CHCTEMA MTOJICTPOHKH TapaMeTPOB IIPH ONMCAHUT
pocTa KyneTypsl Ha Oexnoii cpezne. [Ipu sTom oOmme ams
JIByX CJIyyaeB 3HAUECHUs IapaMETPOB MOJENIHU CIIEIYIOLINE:
Ve =218, K, = 3.99, K, = 0.0033, V, = 3.30, K, = 4.02,
K, =0.008, a, = 1.40, k; = 0.0315, k, = 0.082, Vx = 1.50,
C,=0.14, Cr = 0.011, &y = 0.057, y = 0.331, K = 0.06,
K;=0.17,£,=0.01,¢,=0.001,¢,=1.54,¢,=0.39, ¢, = 3.34.

O6cyxpeHue

YTOoOBI NOJIyYHTH XOPOILEE OITMCAHNE IMHAMUKY KYJIETYPBI B
000nX IKCIIEPUMEHTaX, MOTPEOOBAIOCH U3MEHUThH HE OUYCHb
00JIBIIIOE KOJIMYECTBO apaMeTpoB (cM. Tabuuily). OTMeTnM,
YTO U3MEHEHHE S ABIACTCS OKHIAEMbIM, IPYTroe JeJI0, YTO
MIOYTH IBYKPAaTHOE YMEHBIICHHE Sy B MOJIEIIH TIIOXO COTIacy-
€TCA CO CTOKpATHBIM YMCHBIICHUEM KOHIICHTPAIUHU NEIITOHA
B cpefe. DTO pacxXoKICHNE MOKHO TIPEIBAPUTEIBEHO 00BsIC-
HUTB TEM, YTO, HO-BHIMMOMY, TIETITOH HE SBISIETCS BEAYIIIUM
cyOCTpaToM M pPOCT JIMMUTHPYIOT OMOTEHBI, COJlepIKAIINECS
B JPOJOKEBOM DKCTPAKTE, KOHIIEHTPALUs KOTOPOTO B THX
9KCTIEPUMEHTaX HE M3MEHIIach.
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Puc. 6. MogenbHas 1 peanbHaa AMHaMKa NepeMeHHbIX B KyNbType Jito-
MUHECLLeHTHbIX 6aKTepuin Ha 6egHoN cpepe.

Kpy»Ku — 3KcnepuMeHTanbHble JaHHble.

ConocTaBneHvie NapameTpoB MOAENM
AN1A ABYX BUAOB NMUTaATENIbHbIX CPef,

B oTHOImIEHNM N3MEHEHUH ABYX APYTHX MapamMeTpoB BO3-
HHUKaroT Bompocsl. Ctoip cymectBerHoe (60 pa3!) magenne
KOHCT@HTHI }'; MO)KHO OOBSICHUTB TOJIBKO HATMYHEM HEKOTO-
pOI71 [[OHOHHHTeHLHOﬁ CHUCTEMbI KOHTPOJIA J'IIOMHHeCIleHTHOﬁ
peaxunu uepes mytH cuaTreza ®MH - H, nnm ammdarndaeckoro
anpaeruga. B aTom ciydae 06001ieHHOe onncanne BKJaaa
SHEPreTUUECKOro MeTado3Ma TobKo uepe3 ATD spisercs
CJIUIIKOM CHJIBHBIM YIIPOIIIEHUEM.

[Toutn nByKpaTHOE yMEHbIICHNE KOHCTAHTHI k7 TIPH poC-
Te Ha OCIHOM cpelie TOKE TPYAHO OOBSICHUTh. [ HITOTE3bI 1O
3TOMY MTOBOJY CTPOUTH NMPEKIEBPEMEHHO, K BOIIPOCY MOXKHO
BEPHYTbCS ITOCIIE ITOTYYCHNUS IOTIOITHUTEIIBHBIX 3KCIIEPUMEH-
TaJIbHbIX JaHHBbIX.

OTMedeHHbIE PACXOXKICHUS MEKLY OKUAAHUAMHU U PE3YITb-
TaraMu 00pabOTKM 3KCHEPHMEHTAIBHBIX JaHHBIX BMECTE C
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MIPEATNONIOKEHUAMH O TIPUYMHAX ITUX PACXOXKICHUH 3a1a10T
HarnpaBJIeHUE JalbHENIINX SKCIIEPUMEHTAILHBIX U TEOPETH-
YECKHX NCCIIEI0BAaHUN MEXaHU3MOB KBOPYM-3((eKTa B KyIb-
TYype JIIOMHHECIIEHTHBIX OaKTepuii.

3aknioyeHmne

Pe3ynbTars! CONOCTABICHUS MOZIENH, TOCTPOSHHOM B paMKax
MIPEACTaBICHHON JIOTHKH, U SKCIIEPUMEHTAIBHBIX JAHHBIX
MOKAa3bIBAIOT, YTO NPEAJIOKEHHAS! MOJIENb B LIEJIOM YIOBIIET-
BOPSIET YCIOBHOMY TEXHHYECKOMY 3a/IaHHIO, KOTOPOE ObLIO
chopMynupOBaHO BO BBEJACHUH. J|eHCTBUTEIHHO, MOAETH
BIIOJTHE Y/IOBJICTBOPUTEIBEHO OIMCHIBACT ANHAMUKY OMOMACChI
GaxTepuii B HAKOITUTEIBHOMN KyJIBTypE U XOPOIIIO OMHUCHIBAET
JMHAMHKY CBEUCHUsI OaKTepHaIbHON KyIbTYpBI, KOTOpas pe-
rynupyercst KBopyM-d(hexTom.

A BOT TpeTbeMy TpeboBaHHI0 T3 0 MakcHMalbHOM Hpo-
CTOTE MOJIEIIH TPYAHO JIaTh OKOHYATEIbHYIO OLeHKY. C OHOM
CTOPOHBI, HE UCKJIIOYCHO, YTO JIAHHASI MOJICIb MOXET OBITH
YIIPOILIEHa, YTOOBI ONMCHIBATH MOBECHHE KYJIBTYp OaKTepHii B
YCIIOBHSIX, MPUOIMKEHHBIX K YCITOBHSAM PACCMOTPEHHBIX JKC-
nepruMeHTOB. C Ipyroii CTOPOHBI, padoTa C MOZEIbIO (TToA00p
rapaMeTpoB) c(hopMHUpOBaJIa OLYIIEHHE, YTO JaHHASI MOJIEIIb
HEIOCTAaTOYHO podacTHa (HEOCTaTOYHO IpyOa) B OTHOIICHUN
BapHaluy MapamMeTpoB. JTO MPOSBIAIOCH, B YACTHOCTH, B
ToM, uTo Merox Hennepa—Muna, kak u 11000H MeTox JI0-
KaJILHOIO IMOMCKA, JOCTATOYHO YaCTO HAXOIUT ONFMKANIINKA
MHHUMYM IeIeBOH (DYHKIIUH, KOTOPBIH COOTBETCTBYET 3HAYE-
HUSIM [1apaMeTPOB, MMEIOLIHMX OT/IAJIEHHOE OTHOLIEHHE K OWOo-
JIOTHYECKOMY CMBICITY, HAIPUMEpP yCTPEMIICHHE KOHCTAHTHI
Momo k 0. He uckitoueHo, 4to MOfieNb, B KOTOPOH CMBICIIOBBIE
0JI0KHM (9KOJIOTHYECKHH, DHEPreTHYECKHI, KBOPYMHBIH, JIFO-
MHUHECIIEHTHBII ) 00JIee apTUKYIHMPOBAHEI, O0Iee aBTOHOMHBI
B pycue uzeit E.E. CenbkoBa, Oyzer 1o cBoel ycTOHYNBOCTH
K BHEIIHUM ¥ BHYTPEHHUM BO3MYILICHUSIM OOJIbIIE TTOX0XKA
Ha HMBOE CYIIECTBO.
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