JEKIIAS Ne9

BA30BBIE MOJEJU MATEMATUYECKOW BUO®U3UKU.
BUOJIOI'NMYECKHUE OCIIMJIJIATOPDBI

B marematnueckoil 6uodusuke, kak ¥ B J11000H Hayke, CyIIECTBYIOT IPOCTbIE MOJENH,
KOTOpblE  MOJAAIOTCA  AHAIUTUYECKOMY  HUCCIENOBAaHMIO U 00JaJal0T  CBOMCTBAMH,
MO3BOJISIIOIIMMHU ONKCHIBaTh LENbI CHEKTp NMPHUPOJIHBIX sABICHUNA. Takue MOAenu Ha3bIBaloOT
0azoBbiMH. B ¢u3suke kiaaccmyeckoii 0a30Boil MOJeJbI0 SABJIAETCS TapMOHHMYECKHil
OCHMJLIATOP (IIAPHMK - MaTepHAJIbHASA TOYKA - HA NPYyKUHKe 0e3 TpeHus). [locne Toro, kak
JOCKOHAJIbHO MaTeMaTHYeCKHd H3y4eHa CyTb IIPOLECCOB Ha 0a30BOM MOJEIM H €€
MOIU(UKALMAX, 110 aHAJOTMHU CTAHOBUTCS IOHATHBIMU SIBJICHHUS, MPOMCXOISIIME B TOpa3io
0oiee CIOXHBIX peallbHBIX cUcTeMax. Hampumep, pemakcaiusi KOHPOPMAMOHHBIX COCTOSHHNA
0MOMaKpOMOJIEKYJIbl PACCMATPUBAETCS AaHAJIOTMYHO OCLMIIIATOPY B BSI3KOH cperie.

Hecmotpst Ha orpoMHOE pa3sHOOOpa3ue KUBBIX CHUCTEM, MOXHO BBIJICIIUTH HEKOTOPHIE
Ba)KHEHIIINE PUCYIIHE UM KaueCTBEHHbIE CBOMCTRA!

. pocT;

. CaMOOTPaHUYEHHE POCTa;

. CHOCOOHOCTh K TEPEKIIOYCHUSIM — CYIIECTBOBAaHUE JBYX WJIM HECKOJIBKHX
CTaIlMOHAPHBIX PEKUMOB;

. aBTOKOJIe0aTeNbHbBIC PEKUMBI (OMOPUTMEI);

. NPOCTPAaHCTBEHHAS! HEOTHOPOIHOCTH;

. KBa3HCTOXaCTUIHOCTb.

Bce ot cBOWMCTBA MOXHO MNpOACMOHCTPHUPOBAT HA CPABHUTCIIBHO IIPOCTBIX
HEJTUHCHHBIX ANMHAMHUYCCKUX MOJCIIAX, KOTOPBIC MW BBICTYINAIOT B POJIU 0a30BEIX MOI[CJ'IGﬁ
MaTeMaTH4YeCKON OHOJIOTHH.

1. Heorpanu4eHHbIH POCT. JKCIMOHECHIUATBbHBINA POCT. ABTOKATAIN3

OnHo U3 pyHAAMEHTAIBHBIX MPEATIONOKEHHM, JIekKAIUX B OCHOBE BCEX MOJIENIEH pocTa -
NPONOPUHOHAIBHOCTh CKOPOCTH POCTA YHUCJEHHOCTH MNOMYJSAIUM, Oyab TO TMOMYJSALUsS
3aiilleB WIM TOMyJAlMs KIETOK. J[JIs MHOTMX OJHOKJIETOYHBIX OpPraHM3MOB WM KJIETOK,
BXOJISIIIMX B COCTaB KJIETOYHBIX TKaHEH, PA3MHOKEHHE - 3TO MPOCTO JEIEHHUE, TO €CTh YBOCHUE
4Hclla KJIETOK 4epe3 ONPEEIICHHbIM NHTEpBall BPEMEHH, Ha3bIBAE€MbIH XapaKTEPHBIM BPEMEHEM
neneHus. s CI0KHO OpraHM30BAHHBIX PACTEHHUM M KUBOTHBIX PAa3MHOKEHHE IMPOUCXOIUT IO
Oosiee CIOXKHOMY 3aKOHY, HO B INPOCTEHIIEH MOJENN MOXKHO HPEAINOJIOKUTh, YTO CKOPOCTh
Pa3MHOKEHHUS BUAA IPONOPLHUOHATIbHA YHCIEHHOCTH 3TOTO BUAA.

MareMaTHUeCKH 3TO 3alMChIBACTCS C TMOMOUIbI0 U PEpeHINaTBbHOIO ypaBHEHHUS,
JUHEHHOTO OTHOCHUTEIBHO TEPEMEHHOW X, XapaKTEpH3YyIOUIEH UYHUCICHHOCTHh (KOHIIGHTPAIIUIO)
ocobell B MOMyJISIHU:

—=Rx (M
dt
3necs R B ob0mem cioyyae MokeT ObITh (PyHKLMEH Kak caMOW YMCIEHHOCTH, TaK U
BPEMEHHU, WM 3aBUCETh OT IPYTUX BHEIIHUX U BHYTPEHHUX (DAKTOPOB.
3akoH (1) 6611 copmynupoBan Tomacom PoGeprom Manbtycom (1766-1834) B kHuTre
'O pocte nHapoaonacenenus' (1798). Cormacuo (1), ecimu K03(UIMEHT MPOMOPIIHOHATEHOCTH
R =r = const (kak 370 npeanonarag MajabTyc), YUCIEHHOCTh OyJI€T PacTH HEOTPAHUYEHHO IO
JKCIIOHEHTE:

— rt . —
X=X, ; X, —x(to)
Jlst GONBIIMHCTBA TMOIMYJISAIUN CYIIECTBYIOT OrpaHUUYMBAIONINE (AKTOPHI, U IO TEM WJIH

HWHBIM IPUYUHAM POCT MOMYJIAIMU IMPCKpAIACTCA. EnuHcTBEHHOE HMCKIIOYEHHE MMpEaACTaBIACT
YCJIOBCUCCKAas IOIMyJAlUA, KOTOpasd Ha IMNPOTAKCHHUH BCCTO HCTOPHUYCCKOTO BPEMCHH PACTET
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Jaxe ObIcTpee, 4eM Mo dKcnoHeHTe. MccnenoBanus ManbTyca oka3zanu OOJbIIOE BIMSHHUE Kak
Ha ’KOHOMMCTOB, TaK U Ha OMOJIOTOB, B YACTHOCTU TeopuI0 MaibTyca noJpoOHO aHATU3UpPYyeET
B cBoux aAHeBHHKax Yapab3 [dapBun. OnHy W3 npuyuH HapylleHus 3akoHa ManbTyca B
peanbHOM kuBOM mpupoje [lapBuH BUANT B 00phO€E BUAOB 32 CYIIECTBOBAHHUE.

3aKOH AKCHOHEHIMAIbHOTO POCTa CHPABEJIMB Ha OIPECIIEHHOM CTaJuu pocTa s
HOMYJIAUM KJIETOK B TKaHW, BoAopocied win OakTepuil B KyiapType. B mogmemsax
MaTE€MaTHYECKOE BBIPAKEHUE, ONMCHIBAIOIIEE YBEJINYEHUE CKOPOCTH W3MEHEHUS BEJIMYMHBI C
pPOCTOM caMOW 3TOM BEJNMYMHBI, HA3bIBAIOT ABTOKATAJIMTHYECKHM 4YJEHOM (aBTO - CaMo,
KaTajiu3 - MOAU(UKALHUSA CKOPOCTU PEaKIMU, OOBIYHO YCKOPEHHE, C NMOMOIIbIO BEILECTB, HE
NPUHUMAOIIUX YYaCTHs B PEAKLIUH), ABTOKATAJIN3 - «CAMOYCKOPEHHe» PeaKIu.

2. OrpanunyeHHblii pocT. YpaBHenue depxrobcra
ba3zoBoil MOAENBIO, ONUCHIBAIOLICH OrPAaHUYEHHBIM pPOCT, ABISETCI  MOAEIb
DepxroJibera (1848):
dx X
—=rx|l-— (2)
dt K
[Tapamerp K HocuT Ha3BaHME "eMKOCTH NONMYJSIMH'", BBIPAKACTCS B €IMHULAX
YUCJICHHOCTH (WIM KOHLIEHTpPALMM) M HOCUT CHCTEMHBIH XapakTep, TO €CTb ONpeIeseTcs
LEJIBIM PSAZIOM Pa3IMYHBIX 00CTOSTENIBCTB, CPEIM HUX - OTPaHUYEHUS HA KOJIMYECTBO CyOcTpara
JUI. MUKPOOPT'aHU3MOB, IOCTYITHOTO 00beMa ISl MOIMYJIALUHN KJIETOK TKaHH, MUIEBOH 0a3bl UIIH
yOexHI A7 BBICIIMX JXHUBOTHBIX. ['paduk 3aBHCHUMOCTH MpaBOM 4YacTH ypaBHEHUs (2) OT
YUCJICHHOCTH X U YUCJIIEHHOCTH MOMYJISIIMY OT BPEMEHH NPeJICTaBlIeHb! Ha pHC. 1 (a u 6).

0 K

A B

K x t

Puc. 1. OrpanndeHHbIi pocT. 3aBUCUMOCTb BEJIMUUHBI CKOPOCTH POCTA OT YUCIIEHHOCTH (@) 1
YUCJIEHHOCTH OT BPEMEHHU (0) I TOTUCTUYECKOTO YPABHEHHS.

N3ydeHue qucKkpeTHOro aHajgora ypaBHeHUs (2) BO BTOpoil mosioBuHe 20 BeKa BBISBHIIO
COBCPHICHHO HOBBLIC U 3aMCYATCJIbHBIC €TO CBOMCTBA. PaCCMOTpI/IM YUCJICHHOCTb MOIYJALUA B
nocie0BaTeIbHble MOMEHTHl BPEMEHM, YTO COOTBETCTBYET peasibHOM MpoLeaype Inepecuera
oco0eil (MK KJIETOK) B MOMYJIALNUU. 3aBUCUMOCTh YMCICHHOCTH Ha BpEMEHHOM I1are Homep n+1
OT YUCJICHHOCTHU MPECABIAYIICM IIare n MOXHO 3aliMcaTh B BUJC!

‘xn+1 = rxn (1 - xn) (3)

IloBeneHne BO BpEMEHM NEPEMEHHOW Xp B 3aBUCHMMOCTH OT BEJIHMYMHBI ITapaMmerpa r
MOYKET HOCUTh XapaKTep HE TOJIBKO OTPAaHUUYEHHOTO POCTA, KaK ObLIO JIs HEMPEPHIBHOW MOJIEIH
(2), HO TaKkxe ObITh KOsIeOAaTENbHBIM MM KBa3UCTOXAaCTUYECKUM, KaK 3TO U300pakeHO Ha pHC. 2
cieBa. CBepxy BHHU3 3HAUCHHE MapaMmeTpa COOCTBEHHOH CKOPOCTH POCTa I YBEITHYMBACTCS.
Kpusele, npeacrabisromue BHJ 3aBUCUMOCTH 3HA4YCHMSI YHUCICHHOCTH B JIAHHBIM MOMEHT
BpeMeHH (t+1) OT 3HauUEHUI YUCIEHHOCTU B MPEAbIYIIMIA MOMEHT BPEMEHU t IIPE/ICTaBIECHbI Ha
puc. 2 cieBa, 3Ta CKOPOCTh HapacTaeT NpH MajblX YHCICHHOCTAX, U YObIBaeT, a 3aTeMm
oOpamfaercss B HyJb MpH OOJNBIIMX YHUCICHHOCTSX. JIMHaMUYeCKUH THUI KpUBOM pocTa
HOIYJIAUK 3aBUCUT OT TOTO, HACKOJIBKO OBICTPO MPOMCXOJUT POCT MPHU MAJIbIX YUCIEHHOCTSX,
T.€. ONpEAENAeTCs] NMPOU3BOJHOM (TAHMEHCOM YIVIa HAKJIIOHA ITOW KPHUBOW) B HYyJE, KOTOPBIH
onpenensercs KodHPUIMeHToM r:

. s mHebonbmux r (r < 3) YUCIEHHOCTh MOMYJISIUU CTPEMUTCS K YCTOHYUBOMY
PaBHOBECHIO;
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. Korma rpaduk cneBa craHoBUTCS Oojiee KpPYTHIM, YCTOMYMBOE pPaBHOBECHE
NEPEXOIUT B yCTOWYMBBIE LUKIBL. [lo Mepe yBenMYeHHs YMCIIEHHOCTH JUIMHA LIMKJIA PacTeT, U
3HAYCHHS YUCICHHOCTH TIOBTOPSIOTCS uepes 2, 4, 8,..., 2N MOKOJEHUH;

. [Ipu Benmuumue mapamerpa r > 2,570 nmpoucxoaut xaotusanus pemeHuil. [lpu
JIOCTaTOYHO OOJIBIIMX ¥ JWHAMUKA YHCIEHHOCTH JEMOHCTPUPYET XAOTHYECKHE BCILIECKU
(BCTIBIIIKKA YMCIEHHOCTH HACEKOMBIX). YPaBHEHHUS TaKOrO THIA OMNMCHIBAIOT TUHAMUKY
YUCJIIEHHOCTH CE30HHO Pa3MHOKAOIINXCSI HACEKOMBIX C HENEPEKPBIBAIOIIMMUCS ITOKOJICHUSMMU.

FN) N

N

1.

N+

FN) - NN

N

Puc. 2. Bua pyHKIMM 3aBUCUMOCTH YUCIEHHOCTH Ha
MOCTIeIYIOIIEM IIare OT YUCICHHOCTH Ha MPEbIAYIIEM I1are
(a) ¥ TOBEICHUE YUCIEHHOCTH BO BPEMEHH (6) TIPHU Pa3HbBIX
3HAYEeHUAX MapaMeTpa r JUIsl TUCKPETHON MOJenu
JorucTryeckoro pocta (3): I — orpaHUuEHHBINA pocT; 2 —
KosiebaHus; 3 — xaoc.

JIuckpeTHOE ONMCaHUE OKa3ajloCh IPOAYKTUBHBIM I CHUCTEM CaMOW pas3IMYHOMN
OpUPOABL. AmNMapaT MNPEICTAaBICHUS IUHAMHUYECKOrO IIOBEJIEHUS CHUCTEMBl Ha IUIOCKOCTH B
KOOPIMHATAX [X¢, X¢+1] TIO3BOJISET ONPEACTUTH, SIBISCTCS HAOM01aeMasi CUCTeMa KoJiebaTebHOU
WIM KBasMcTOXacTudeckoil. Hampumep, mnpencTtaBieHue TaHHBIX AJIEKTPOKapIUOTPaMMBbl
MIO3BOJIMJIO YCTAHOBUTD, YTO COKPAILEHUS YEJIOBEYECKOTO CEpALia B HOPME HOCAT HEPETYIIAPHBIN
XapakTep, a B IMEpPUOJl MPHUCTYNOB CTEHOKapAWU WIH B TNpeAbIHGAPKTHOM COCTOSHUU PUTM
COKpAILEHMS Ceplilla CTAaHOBUTCS CTPOro peryssipHeIM. Takoe "yxecToueHue" pexuma sBiseTcs
3aIIUTHOM peakIell opraHu3Ma B CTPECCOBOW CHUTYyaIluu M CBUICTEIHCTBYET 00 yrpo3e >KH3HU
CUCTEMBI.

3. Orpanuyenusi mo cyocrpary. Moaean Mono u Muxasauca-MeHTeH
OpnHOM U3 IPUYUH OTPAHUYEHUS POCTA MOKET OBITh HEJJOCTATOK MUIIH (JIMMUTHUPOBAHUE

nmo cyOcTpaTy Ha s3bIKE MUKPOOMOJIOTHH). M3 MHUKPOOHMOIOTHYECKUX HCCIICIOBAHUN HU3BECTHO,
YTO B YCJOBUSAX JTUMHTHPOBAHHS IO CyOCTpaTy CKOpPOCTh pOCTa PACTET MPOMOPIUOHAIBHO
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KOHIIEHTpaluu cyOcTpara, a mpu H30BITKE CyOCTpaTa BBIXOJWT HA IMOCTOSHHYIO BEJIWYUHY,
OIIpEICTIEMY IO TeHETHYECKUMH BO3MO)KHOCTSIMH TONYJISIIMK. B TedeHne HEKOTOPOro BpeMeHH
YUCJICHHOCTh MNONYJAIUKU PpaCTCT ISKCIIOHCHUOMWAJIBHO, IIOKAa CKOPOCTb PpOCTa HC HAYUHACT
JUMUTUPOBATbCA KaKUMHU-THOO APYrUMH (akTopaMu. 3aBHCUMOCTh CKOpocTH pocta R B
¢dopmyiie (1) ot cyOcTpaTa MOKET ObITh ONIMCaHa B BUJIE:

R(S)=-45_ 5)
K,+S§

3nech Kg - koHCTaHTa, paBHasi KOHIIEHTpAIMU cyOcTpaTa, Mpu KOTOPOH CKOPOCTh POCTa
paBHa MOJOBMHE MAaKCUMaJbHOM. Ly - MakCUMalibHas CKOPOCTb POCTA, paBHAasl BEJIMYMHE I' B
dopmyne (2). VpaBHenue (5) BIEpBbIE HANMHMCAHO KPYMHEHIINM (HPAHIy3CKUM OHOXHMMHUKOM
Kakom Mono (1912-1976). CoBmectHo ¢ Ppancya XKakoboMm um ObulM pa3paboTaHbI
IPEJCTaBICHUS O pOJM TpaHCHOPTHOM puboHykienHoBod kucinotel (T-PHK) B anmapare
pPa3MHOXKEHUS KJIETKU. B pa3BuTHE MpencTaBiIeHH 0 TeHHBIX KOMIUIEKCAaX, KOTOpbIe ObLIH MU
Ha3BaHbI onepoHamu, JKako0 1 MOHO MOCTYyIMpOBaIM CyIIECTBOBAaHUE Kilacca F€HOB, KOTOPbIE
perynupyroT (yHKIIMOHUPOBAHUE OPYTHX T'€HOB IMyTeM BO3ACHCTBUS HA CHMHTE3 TPAHCHOPTHOMU
PHK. Takoii MexaHU3M IreHHO# peryJjasiiuy BIOCJIeICTBUU MOJHOCTHI0 MOATBEPAMUICH IS
O0akTepuii, 00oMM yuyeHbIM (a Tak:ke AHApe JIbBoBYy) Oblia mpucy:xiaeHa HobeneBckasi
npemus 1965 r. )Kak Mono Obur Takxke QuiocopoM HayKH M HE3aypsIHBIM mHcareneM. B
cBoel 3HaMeHUTON KkHHUre «Ciay4dailHOCTH M Heo0xoaumocTh» (1971) MoHO BbICKa3bIBaET
MBICII O CIIy4allHOCTH BO3HHMKHOBEHHS JKU3HHM U HBOJIIOLIMH, a TAK)KE O POJIM YEJIOBEKAa U €ro
OTBETCTBEHHOCTH 32 MPOUCXOSAIINE HA 3eMJIE€ TPOLIECCHI.

Mopaeas Mono (5) no popme coBnagaer ¢ ypapuenuem Muxajziauca-Menrten (1913),
KOTOPOE OMHUCHIBAET 3aBUCHUMOCTh CKOPOCTH (DEPMEHTATHBHON pEAKIMH OT KOHIEHTpPAlUU
cybcTpara TpH YCIIOBUH, KOTI/a oOOIIee KOJUYEeCTBO MOJEKYJ (EepMEHTa TOCTOSHHO U
3HAYUTENBHO MEHbIIIE KOJIMYECTBA MOJIEKYJI cyOcTpara:

u(S) =K‘i (6)
w+S

3nece Ky - koHcTtanTta Muxajiamca, OlHA U3 BaXHEWMUX IS (epMEHTATHBHBIX
peaKkuil BENWYMHA, ONpenesieMas SKCIEPUMEHTAIBHO, MMEIOIAas CMBICI W Pa3MEpPHOCTh
KOHIICHTpAIlUU CyOCTpaTa, MpU KOTOPOW CKOPOCTh PEaKIUU paBHA MOJIOBUHE MaKCHMAaTbHOU.
3akoH Muxasnnca-MeHTEeH BBIBOJAUTCS HAa OCHOBAHUM YPaBHEHUN XUMHUYECKON KHUHETUKH M
OIMCBIBAET CKOPOCTH 00pa30BaHUs MPOAYKTa B COOTBETCTBUU CO CXEMOM:

E+SUI[ES]UE+P.

Q®opmyna Muxasnuca-Menten (6) oTpaxkaer Oosnee TayOOKHE 3aKOHOMEPHOCTH
KUHETUKH  (EepMEHTAaTUBHBIX  peaklMi, KOTOphle B  CBOIO  O4YEpedb  OIMpPEAESIOT
KU3HECSATENILHOCTh U POCT MUKPOOPTaHU3MOB, OMHCHIBAEMbIe IMMHpUdeckoil hopmynoit (5),
STUM U OTPEJEISIETCS CXOACTBO ypaBHeHHH (5) u (6).

4. Konkypenuusi. OT00op

buonoruyeckne CHCTEMBI BCTYyHarOT BO B3aUMOJICHCTBUE IPYyr C IPYyroM Ha BceX
YPOBHSX, OyJb TO B3aMMOJECHCTBHE OMOMaKpOMOJIEKYJ B Ipoliecce OMOXUMUYECKUX PEAKIIHM,
WM B3aMMOJICICTBHE BUIIOB B MOMYJALUAX. B3anumoaeiicTBie MOKeT MPOTEKaTh B CTPYKTypax,
TOrJa CHUCTEMa MOXET OBbIThb OXapaKTepHU30BaHa OIpPEAEICHHbIM HAa0OpPOM COCTOSIHUM, Tak
MPOUCXOANT HAa yPOBHE CYOKJIETOUHBIX, KJIETOUHBIX M OpPraHM3MEHHBIX CTPYKTyp. KuHeTnka
IIPOLIECCOB B CTPYKTYpax B MaTeMAaTUYECKUX MOJENAX KaK MPAaBUJIO OMHUCHIBAECTCS C MOMOIIBIO
CUCTEM YPaBHEHMI ISl BEPOSITHOCTEHN COCTOSHUN KOMILIEKCOB.

B cnywae, korga B3aMMOAEHCTBHE TMPOUCXOAUT CIy4allHO, €ro HWHTEHCUBHOCTH
OTIpe/IeNIAeTCS KOHIICHTpAIMe B3aMMOICHCTBYIOIIUX KOMIIOHEHTOB M WX MOJBI)KHOCTBIO -
0000menHONW auddys3ueii. VIMeHHO TakWe NPEICTABICHUS NPHHATH B 0a30BBIX MOJEISIX
B3anMoJeiicTBHs BUIOB. Kimaccuueckoil KHUTOM, B KOTOPOW paccMaTpUBAIOTCS MaTeMaTHYECKUe
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MOJIETIM B3aUMOJEICTBHS BUJIOB cTana KHUra Buto Boabreppa '"MaremaTnueckass Teopust
00opbObI 3a cymecrBoBanme' (1931). B Hell nocTyiaupoBaHbl B MaTeMaTHdeckoil Qopme
CBOWCTBA OMOJIOTMYECKHX OOBEKTOB M MX B3aMMOJICHCTBHIA, KOTOPBIE 3aTE€M HCCIEAYIOTCS Kak
MaTeMaTHYeCKUEe OOBEKTHI.

Buto Boabteppa (1860-1940) 3aBoeBan MUPOBYIO M3BECTHOCTH CBOMMH paboTaMu B
00J1aCTH MHTETpalbHBIX YpaBHEHUH U (YHKLIMOHAIBHOTO aHanu3a. Kpome uucToil MatemMaTuku
€ro MHTEPECOBAIM BOMPOCH MPUMEHEHHS MaTeMaTHYECKHX METOJ0B B OHoioruu, (usmke,
couualbHBIX Haykax. B roasl ciyx6s B BBC B Utamuu, oH MHOro pabortan HaJ BOIpPOCAMHU
BOCHHOW TEXHUKU M TEXHOJIOTHH (3a7auv OayumcTUKd, OOMOOMETaHwMsI, dX0JIoKanun). B aToMm
YEJIOBEKE COUYETANICSA TAJaHT YYEHOIO M TEMIIEPAMEHT aKTUBHOIO IOJIMTHUKA, IPUHIAIIAAIBHOIO
npoTuBHUKA ¢ammuizMa. OH ObIT €MHCTBEHHBIM HUTAIBSHCKAM CEHATOPOM, MPOTOJIOCOBABIIMM
npoTuB mnepenaun Biaacth Mycconunu. Korma B romel dammcrckoil aukratypsl B Mrtanun
Bonbsreppa paboran Bo ®pannuu, Mycconunu, xenasi MPUBJIEYs HA CBOIO CTOPOHY BCEMHUPHO
U3BECTHOI'O YYEHOTO, MpeJylarajl eMy pa3jMuHble BBICOKHME MOCTHI B (amuctckoi Wrtanuu, HO
BCET/Ia TOJTy4ajl PeIIUTEbHBIA 0TKa3. AHTHU(AIINCTCKAs TIO3UIUS TpuBena Bonbreppa K 0TKazy
oT kKageapsl B PUMCKOM YHHUBEPCUTETE U OT YICHCTBA B UTANBSIHCKUX HAyYHBIX OOIIECTBAX.

Cepbe3Ho Bonpocamu IrHaMUKU nonyisiuuil B. BoasTeppa ctan nntepecoBathes ¢ 1925
r. mocie Oecex ¢ MOJIOABIM 300i0roM YMOepto /I’AHKOHa, OyAylMM MyXeM €ro AOo4epH,
Jlymzpl. JI’AHKOHA, wu3y4yash CTaTHCTUKYy pBIOHBIX pPBIHKOB Ha AJpHATHKE, YCTAaHOBUI
JTIOOOMBITHBIN (haKT: KOrJa B TOJbI TMEPBOMl MHpPOBOM BOWHBI (M cpa3y Bcled 3a Hei)
MHTEHCUBHOCTh IPOMBICIIA PE3KO COKPAaTUJIach, TO B YJIOBE YBEIUYMJIACh OTHOCUTENIbHAS JOJIS
XUIHBIX pbI0. Takoil 3ddekT mpenckaszpiBaics MOJENBIO «XUIIHUK-XEPTBA», MPEATIOKEHHOM
BoubTeppa.

Bonbreppa mpeamonokuia MO AQHAJIOTUM €O CTATUCTMYECKOW  (U3UKOM, UTO
MHTEHCUBHOCTh B3aUMOJECHCTBUS MPONOPLUOHAIBHA BEPOSITHOCTH BCTPEUYH (BEPOSTHOCTU
CTOJIKHOBEHHUSI MOJIEKYJ), TO €CTh NPOU3BEACHUIO KOHLEHTpPALMi. DTO U HEKOTOphIE Ipyrue
IIPEI0JIOKEHNS I03BOJIWIN MOCTPOUTh MATEMATHUUECKYIO TEOPUIO B3aUMOAECHCTBUS TOMYJIALAN
OJTHOTO TPO(UYECKOTO YPOBHS (KOHKYPEHIUS, CHUMOMO03) WM Pa3HBIX TPOPHUUYECKUX YpPOBHEH
(XUILHUK - XKepPTBa, MAPa3UT - XO3A1H).

[IpocTeiimmasi U3 Mojaene - Moaenb OTOOpa Ha OCHOBE KOHKYPEHTHBIX OTHOIICHHH -
paboTaeTr mpH  PAaCCMOTPEHUM  KOHKYPEHTHBIX  B3aMMOJACHCTBHMA  JII0OOW  MPHPOJIBIL:
OMOXMMHUYECKUX COEIMHEHMH, Pa3IMYHOrO THUMA ONTUYECKOH AKTMBHOCTH, KOHKYPHPYIOLIUX
KJIETOK, 0cobOel, momymsauuii. Ee Moaudukanum npuMeHsoTcs: Uis ONMUCaHUsS KOHKYPEHLUH B
skoHOMHUKE. IlyCcTh MMeeTcsi 1Ba COBEPIIEHHO OJMHAKOBBIX BUAA C OJUHAKOBOM CKOPOCTBIO
Pa3MHOXXEHHS, KOTOPBIE SIBJISIOTCSI @aHTarOHUCTAMM, TO €CTh IPU BCTPEUYE OHM YTHETAKOT APYr
npyra. MoJienbs uX B3auMOJICHCTBUS MOXET ObITh 3anucaHa B Buje (UepnaBckuii, 1984):

% = ax — bxy;

t ™
@ _ ay — bxy
i Y

CornacHo Takoil MOJIeNH, CUMMETPUYHOE COCTOSIHUE COCYIIECTBOBaHMSI 000OMX BHIOB
SIBIISICTCSI HEYCTOMYMBBIM, OJTUH M3 B3aUMOJCHCTBYIOIINX BHIOB 0053aTENBHO BEIMPET, a JPYTOi
Pa3MHOXXUTCS 10 OECKOHEUHOCTH. BBeneHue orpaHwdeHusi Ha cyOcTpar — (Tuma S5) — uim
CUCTEMHOTO (DaKTOpa, OTPAaHUYMBAIOIIECTO YHUCICHHOCTh KaXKIOTO M3 BUIOB — (THma 2) —
MO3BOJISIET TOCTPOUTh MOJEIH, B KOTOPBIX OJMH W3 BHUJOB BBDKHBAET M JOCTUIaET
OTIpeNieIeHHON CTaOMIbHOM YuCIeHHOCTH. OHM OMUCHIBAIOT M3BECTHBIM B 3KCIIEPUMEHTAILHON
SKOJOTMHM NPUHUMI KOHKypeHuuu I'ay3e, B COOTBETCTBUM C KOTOPBIM B KaXIOu
HKOJIOTUYECKOM HUIIE BBKUBAET TOJIBKO OAWH BUJI.

B cnydae, xorma Bumbl 00JIafalOT pa3TUYHOM COOCTBEHHOW CKOPOCTBIO POCTA,
KOX(PQOUITMEHTHl TP aBTOKATATUTHUYECKHX YJICHAX B TMPaBhIX YaCTAX ypaBHEHUU OyayT
pa3IUYHBIMH, a (a30BBIA MOPTPET CHUCTEMbI CTAHOBUTCS HECUMMETPUYHBIM. [Ipu paznmuyHbIx
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COOTHOHICHUAX MapaMCTPOB B TaKOH CHCTEME BO3MOKHO KaK BBRIKHBAHIC OAHOI'0 U3 IBYX BUIOB
U BBIMUPAHUC BTOPOI'O (CCHI/I B3aMMHOC YT'HCTCHHUC Ooinee HHTCHCHUBHO, YEM CaMOpCTyJIAlIus
‘II/ICJ'ICHHOCTI/I), TaK U COCYHICCTBOBAHUC oboux BUIOB, B ClIy4dac, KOraa B3aUMHOC YTHCTCHHUC
MCHBIIC, YCM CAMOOTPAaHNYCHUC YUCIICHHOCTH KaXXI0Ir'0 U3 BUIOB

5. Tpurrep Kako6a u Mono

Eme OJHOM  KJIACCUYECKOU oucTaOuIBLHOU CUCTEMOH  SBJIIETCI  MOIeJb
AJIbTEPHATUBHOIO CHUHTE3a IBYX (pepMeHTOB Kakoda m Mono. Cxema cHTE3a ITpUBECHA HA
puc. 3a. T'eH-perynsaTop KaxAOW CHUCTEMbl CHHTE3UPYET HEAKTHBHBIM pernpeccop. ITOT
penpeccop, COCIUHSSACH C TMPOJYKTOM TIPOTHBOIIOJIOKHONW CHCTEMBI CHHTE3a (hepMEeHTOB,
o0pa3yeT AaKTUBHBIH KOMIUIEKC. AKTHBHBIA KOMIUIEKC, OOpaTUMO pearupyss € Yy4acTKOM
CTPYKTYpPHOTO TeHa - omepoHoM, Oyiokupyer cuaTe3 mPHK. Takum oOpa3oM, poayKT BTOPOU
cucteMbl P, sBisieTcss kopenpeccopoM nepBoil cucrtemsl, a Py - kopenpeccopom BTopoil. [lpu
TOM B TIPOIIECCE KOPEMPECCHU MOTYT y4acTBOBAaTh OJHA, /IBE M Oo0jee MOJEKYJd MPOIYKTa.
Od4eBHAHO, YTO MPHU TAKOM XapakTepe B3aUMOJEHUCTBUN IMPH WUHTEHCUBHOW paboTe mepBOi
CUCTEMBI BTOpasi OyneT 3a0J0KHpoBaHa, U HA000POT. Mozenb TakoM CUCTEMBI IpEIOKEHa U
nonpo6Ho u3yueHsl JI.C. UepnaBckum [locne cOOTBETCTBYIONIMX YHPOIICHUN, YpaBHEHUS,
ONKMCHIBAIOIIME CUHTE3 NMPOAYKTOB P 1 P, nmerot Bua:

dP, A
- = : -~ ahs
dt B +P
8
oA ()
= " _Q2Pz
dt B,+P

3necs Py, P; - KOHLIEHTpaluu NpoayKTOB, BEIMYUHBI Aj, Az, B1, B2, Beipaxatorcs yepes
napameTpsl cBoMX cucTteM. [lokaszarens cTeneHr m IOKa3bIBAaeT, CKOJBKO MOJIEKYJl aKTUBHOTO
pernpeccopa (COCIMHEHUH MOJIEKYJl NPOAYKTa C MOJIEKYyJIaMH HEAaKTUBHOIO pempeccopa,
KOTOPBIM TpearnoiaraeTcs B M30BITKE) COCAMHSIOTCS C OIEPOHOM il OJOKUPOBKH CHHTE3a
mRNK. ®a30Bblif HOPTpEeT cUCTEMBI, (M300pa)KeHHE TPACKTOPUNM CHCTEMbl TPU Pa3HBIX
HAaYaJIbHBIX YCJIOBUAX Ha KOOPJAMHATHOM IUIOCKOCTH, IO OCAM KOTOPOM OTJIOKEHBI BEINYHMHBI
IEPEMEHHBIX CHUCTEMBI), Ul M = 2 U ONPEAEICHHOM COOTHOLIEHWH OCTAJIbHBIX MapamMeTpoB
n300pakeH Ha puc. 36. Tak ke kaKk ¥ Pa30BbIid MOPTPET CUCTEMBI IBYX KOHKYPHUPYIOIIUX BUIOB,
OH MMeeT TPUITEPHbIH XapakTep. CXOACTBO CBUAETENBCTBYET O TOM, YTO B OCHOBE CIIOCOOHOCTH
CUCTEMBI K NEPEKIIIOUEHUSIM JIC)KUT KOHKYPEHIUS BUJIOB, (PEPMEHTOB, COCTOSSHUN. BaskHbIM A5t
MOJIEH KIETOYHOro LuKiIa, AU(GQEepeHUnpOBKH U JPYrHX SBISETCS BONPOC O BO3MOKHOM
NEPEKIIIOUEHUHN TPUITEPA U3 OJTHOTO B JPYroe YCTOMUMBOE cTallMOHapHOE cocTosiHue. Cucremy
MOYKHO «T1€peOpOCUTh)» Uepe3 cenapaTpucy AByMs CIIOCOOaMMU:

. 7n00aBUB  JOCTATOYHO  OONBIIOE  KOJNMYECTBO  BEIIECTBA, KOTOPOE B
[EPBOHAYAJILHOM COCTOSIHUM HAXOJMJIOCh B MUHUMYME,
. WINM TIapaMeTPUYECKH M3MEHHMB Xapaktep ()a30BOr0 IMOPTpETa TakuM 00pas3om,

YTO TEPBOHAYAIBLHOE COCTOSHHUE CHUCTEMBI CTAHOBHTCS HEYCTOWYMBBIM (TIEpexox yepes
Ooudypkanuio cemyo-y3en) M CHCTEMa MPHOOPETAET JHIIb OJHO YCTOMYMBOE CTAIlMOHAPHOE
COCTOSIHHE, KOTOpO€ OBUIO OT/JENICHO OT NEPBOHAYAIBLHOTO CeMapaTpPHCOM.

VIMEeHHO TakoW THI PETYJISIUU MPEAJIaraeTcsl B MOJEIAX KIETOYHOrO IUKiIa. M3menenue
napaMeTpoB CHCTEMBI MPU 3TOM MOXKET OBITh OOYCIOBIEHO TEHETHYECKOW IPOrpaMMON,
HarpuMep B CIydae KJIETOYHOTO IUKJIA, IPOUCXOAUTH B IIPOLIECCE POCTa KIETKH.



Reg-2 0." G,
Puc. 3. a - cxema XKako6a 1 MoHO 11715 cHHTE3a IBYX
(bepMeHTOB; § - (a30BbIil MOPTPET TPUTTEPHON CUCTEMBI.

6. Knaccnueckne monean Jlorkn n Boabreppa

[TepBoe moHMMaHKE, YTO COOCTBEHHBIE PUTMBI BO3MOXKHBI B 00TaTol dHEPruel cuctemMe
3a c4eT crenuuKd B3aUMOACHCTBHS €€ KOMIIOHEHTOB MPUIILIO MOCIE MOSBICHUS MPOCTEUIITIX
HEJIMHEMHBIX MOJIENIC B3aMMOJCUCTBUSA XUMHUYECKUX BEIIECTB B ypaBHeHusix JloTkum, u
B3aMMOJIEMCTBYSI BUZIOB - B MoJeJisiX BoinbTeppa. YpaBHenne Jlotku paccMoTpeHo um B 1925
I. B KHUI'e «JIeMEeHThbI (PU3NKO-XUMHYECKOH OMOJIOTHMU» U ONHCHIBAET CUCTEMY CIEAYIOIIHNX
XUMUYECKUX PEAKLIUN:

A->X<Y—>B

B HexoTopoMm oO0beMe HaxoauTcs B M30BITKE BEIIECTBO A. MoseKynbl A ¢ TIOCTOSHHOU
CKOpOCThIO (KOHCTaHTa Kg) TpeBpamarTcs B MOJIGKYJIBI BemiecTBa X (peakuus HyJIEBOTO
nopsiika). BemectBo X MOXeT mpeBpamiaTtbesi B BEUIECTBO Y, MPUYEM CKOPOCTh 3TOH peakiuu
TeM 0oJblle, YeM OoJiblie KOHIIEHTpalus BemecTBa Y - peakiiysi BToporo nopsijaka. B cxeme ato
OTpa’keHO OOpaTHOW CTPENKOW Haja CUMBOJIOM —>. Moinekynbl Y B CBOIO o4yepeab HeoOpaTuMo
pacrnagaioTcsi, B pe3yipTaTe oOpasyercs BemectBo B (peakumsi mepBoro mopsiaka). Cuctemy
YpaBHEHUH, ONMCHIBAIOIINX PEAKIINIO, UMEET BU/L:

dx

Z = ko - klxya

d

d_); =kxy—k,y Q)
dB

Z =Ky

3nech X, y, B - KOHIEHTpaluu XUMHUYECKUX KOMIIOHEHTOB. llepBble N1Ba ypaBHEHUs
CHUCTEMBI HE 3aBHUCAIT OT B, MO3TOMY WX MOXHO paccMaTrpuBath OTAeibHO. [Ipu ompeneneHHbIX
3HAUEHUSX MApaMeTPOB B CUCTEME BO3MOXKHBI

3aTyxarolre KojaeoaHus.

ba3zoBoii MoOZENb0  He3aTyXaKIIHX
KoJIe0aHu i SBJISIETCS KJIACCHYECKOE
ypaBHEHUE BonbTeppa, OMMCHIBAIOLIEE t T~
B3aUMOJICCTBME BHUJOB THNA  XHIIHUK- '
skeprBa. Kak u B Mojensx koHKypeHuuu (8),
B3aUMOJICICTBHE  BHUJOB  OIHUCHIBACTCA B
COOTBETCTBUM C NPUHIUIAMU XUMHYECKOU Puc. 4. Mojenib XUMAYECKUX PEaKIHiA
KHHCTUKH: CKOpPOCTh YOBUIM  KOJIMYECTBA JloTku. ®a3oBbli MOPTPET CUCTEMBI TPU
XKEPTB (X) U CKOPOCTh MPUOBUIM KOJNMYECTBA  3HAYEHHMSAX APAMETPOB, COOTBETCTBYIOIIMX
XHIIHUKOB (y) CUMTACTCS 3aTyXaroIUM KOJICOaHHsM.




MMPOMNMOPUUOHATIBHBIMHA UX MPOU3BCACHUIO.

?zax—bxy

” (10)
y

—=cxy—d

i y—day

Ha puec. S npezncrasiensl (pa3oBblif MOPTPET CHUCTEMBI, IO OCSIM KOTOPOI'O OTJIOXKEHBI
YHCIICHHOCTH XEpTB (X) W XUIIHUKOB (y) - (4) W KHHETHUKA YHCICHHOCTH OOOWX BHJIOB -
3aBHCUMOCTb YHCJIIEHHOCTH OT BpeMEHHM - (0). BuiHO, 4TO YMCIEHHOCTH XMIIHHKOB U >KEPTB
koneOmroTcss B mpotuBodase. Ilpocreiimas moaean BoabTeppa (10) wumeer oauH
CYLIECTBEHHBI HEJOCTaTOK: THapamMeTpbl KoJeOaHUil ee TMepeMEHHBIX MEHSIOTCS MpU
(GuyKTyalusx napameTpoB U IEPEMEHHBIX CUCTEMBI (Herpyoasi cucrema).

Puc. 5. Mojenb XUIIHUK — skepTBa BonpTeppa, onuckiBaromias He3aTyxarolue KojaeOaHus
YUCICHHOCTHU: @ — (Da30BbIi NOPTPET; 6 — 3aBUCMOCTD YMCIEHHOCTH KEPTBBI M XUIIHUKA OT
BPEMEHHU

7. Moaeaun B3auModeiiCTBHUS BHIOB

C cepenunbl 20 Beka B CBS3M C Pa3BUTHEM HHTEpPeEca K DKOJOTHH U C OBICTPBIM
YCOBEPIICHCTBOBAHUEM KOMIIBIOTEPOB, IO3BOJIMBIIMM YHUCIEHHO peliaTh M HCCIeA0BaTh
CUCTEMBl HEJIMHEHHBIX YPaBHEHUM, CTal0 pAa3BUBATbCS HAIIPABICHUE IIOIYJISLUOHHOU
TUHAMHKH, MOCBSIICHHOE BBIPa0OTKE OOLIMX KPUTEPUEB C II€JIbI0 YCTAaHOBUTH, KAKOrO BHUAA
MOACIN MOTYT OonmcaThb TC HIIn HHBbIC OC06€HHOCTI/I IIOBE€ACHUA YUCIICHHOCTU
B3aUMOJICUCTBYIOIINX MOMYJISIIIMI, B YaCTHOCTH, YCTONYMBBIC KOJICOAHNS.

Ot paboThl pa3BUBAJIMCh MO JBYM HampaBieHusiM. [IpencraBurenu mnepBOro
HalpaBJIEHUS, OIMUCHIBas BXOJSIIME B MOJEIbHBIE CHUCTeMbl (QYHKIUH, 3aJal0T JIHIIb
KauyeCTBEHHBIE OCOOCHHOCTH JTHX (DYHKIMIA, TaKhMe KaK IOJIOKHTEIbHOCTh, MOHOTOHHOCTb,
oTHomeHus tumna Oombine-meHbine (Koamoropos (1972), Rosenzweig (1969), Pielou (1969),
Mac’Arthur (1971), Nisbet and Gurney (1982)).

[Ipumepom cayxutr pabora A. H. Koamoroposa (1935, mepepaéorana B 1972),
KOTOPBIA paccMOTpenl OOOOIICHHYI0 MOJETh B3aUMOJCHUCTBUS OHMOJOTMYECKHX BHUIOB THIIA
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XMIIHUK-)KepTBa WIM MNAapasMT-X03siMH. Mogenps npeacrtaBisier co0oil cucteMy IBYX
ypaBHEHMI 00I11ero Buaa

dx
—=k (x)x - L(x)y
dt
J (11)
4
—=k, (x ) y
dt
B Mozienb 3a10kKeHbl caeIyomue NpeanoaoKeHHS:
1. XUUTHUKY HE B3aUMOJIEUCTBYIOT APYT C IPYTOM, T.€. KO3()(PUIINEHT pa3sMHOKEHUS

XUIIHUKOB K; ¥ umucno xepTB L, ucTpebnseMbIX B €AMHUIY BPEMEHU OJIHUM XMITHHUKOM, HE
3aBHUCHT OT Y;

2. [Tpupoct yncna xepTB MPU HAJTUYUU XUIIHUKOB PABEH MPHUPOCTY B OTCYTCTBHE
XUIIHUKOB MHHYC YHCJIO JKEpTB, UcTpeOisembix xumnHukamu. Oyuakumn Ki(x), kz(x), L(x), -
HENPEPBIBHBI M OMPEJICTICHBI Ha MOJOXUTEIHHOM MOJIYOCH X, Y;

3. dk; / dx < 0. Dro o3Hauaer, 4T0 KOA(PPHUIMEHT pPA3MHOXKEHHUS >KEPTB B
OTCYTCTBHE XMUITHUKA MOHOTOHHO YOBIBAa€T C BO3pAaCTaHHUEM YHMCIECHHOCTHU KEPTB, YTO OTPa’KaeT
OTrPaHMUYEHHOCTD MUILIEBBIX U UHBIX PECYPCOB;

4. dk; / dx > 0, k(0) < 0 < k»(0). C pocToM YHCIECHHOCTH XEPTB KOIPHUIIHECHT
Pa3MHOXEHHUsI XUIIIHUKOB MOHOTOHHO YOBIBAaeT C BO3pacTaHUEM YHCICHHOCTH KEPTB, MEPEXOIs
OT OTPUIATENIbHBIX 3HAYEHUH, (KOT/1a HEYEro €CTh) K MOJOKUTEIIbHBIM;

5. Yucno xepTB, UCTPEOISIEMbIX OJHUM XHITHUKOM B enuHHIy Bpemenu L(x) > 0
npu N> 0; L(0) = 0.

Hccnenosanne monenu (11) m ee 4acTHBIX Ciay4yaeB, Hampumep, moiean Rosenzweig
(1965,1969), npuBeno kK BBIBOLY O TOM, YTO PETYJISIPHBIC KOJICOAHUS B CUCTEME MMEIOT MECTO,
€CJIM YUCJICHHOCTb XUIIHUKA OTPAHWYMBAETCA HAJIMYMEM >KEPTBbI. ECIM YMCIEHHOCTH >KEpPTBbI
OTPaHUYMBAETCS KOJUYECTBOM HEOOXOIMMBIX €M pecypcoB, WM YHCIEHHOCTh XHWIIHHKA
OTPAHHYUBACTCSI HE KOJIHMYECTBOM XKEPTBHI, a APYTUM (HaKTOPOM, STO MPHUBOJIUT K 3aTyXAIOIIUM
konebanusM. K 3aryxanuio KonebaHuil MPUBOAUT TaK)Ke HaIHUKE yOEKUII [Tl )KEPTB, KOTOPhIE
JIeNAlOT UX HEJAOCTYNHBIMH Ul XWIIHUKOB. AMIUIMTYJa KojeOaHuii OyAeT Bo3pacTaTrh, U 3TO
IpHUBENET B KOHIIE KOHIIOB K BBIMHPAHHUIO OJAHOTO WMJIM OOOUX BHUIOB, €CIM XHUIIHUK MOKET
NPOKOPMUTHCSI TPU TAKOW TUIOTHOCTH TOMYJISIHUU KEPTB, KOTOpas 3HAYUTEIIBHO HUXKE
JOTTYCTUMON €MKOCTH Cpeibl (KOTOpas CielyeT U3 JOTUCTHUYECKOTO YpaBHEHU).

Momudukamms monenu Bombreppa ¢ yd4eToM OrpaHMYEHHOCTH cyOcTpara B ¢opme
MoHo (ypaBHEHHE 5) U yUET CaMOOTPAHUUYEHUS YUCICHHOCTH (KaK B YPaBHCHUH 2) IPUBOJIUT K
mozaenu, wuzydeHHod A.J[. ba3pikunbiM B kHure «buodusnka B3aMMoOAeHCTBYIOIIHX
nonyJasiuuin» (1985).

D gy B gy

dt 1+ px

7 D (12)
—y:—Cy+¢—My2

dt 1+ px

Cucrema (12) oOwvenuHsieT cBoiicTBa 0a30BbIX ypaBHeHuit (1, 2, 5, 10). Ilpu manbix
YUCIIEHHOCTAX H B OTCYTCTBHE XMWIIHHUKAa JKepTBa (X) OyIeT pa3MHOXaTbCi IO
AKCMOHEHIMAIbHOMY 3aKoHy (1); XUITHUKY (y) B OTCYTCTBHE KEPTB OyAyT BHIMUPATH TAKXKE 11O
9KCIIOHEHTE; €CIIU 0c00ei TOTO WM MHOTO BUIAa MHOTO, B COOTBETCTBUU C 0a30BOM MOJETHIO (2)
cpabaTbIBaeT CUCTEMHBIN (hepxronbcToBCkmid paktop (unen -Ex; B mepBoM ypaBHenuu, u -My; -
BO BTOpPOM). VIHTEHCHBHOCTH B3aUMOJCHCTBUS BHUAOB CUMTACTCS MPOMOPIHOHATHHON
MPOU3BEIICHUIO UX YKclIieHHOCTeH (kak B Mojenu (10)) u onmceiBaercst B popme MoHoO (Mo€eb
5), ponb cyOcTpaTta wurpaeT BHUI-KEPTBa, a pOJIb MHUKPOOPTAaHU3MOB - BHJI-XUIIHUK.
[TapameTrpudeckoe mpoctpanctBo Mojenu (12) pasgeneHo Ha psg o0acTeid ¢ pa3HBIM
xapaktepoM (a30BOr0 MOPTPETa, C €€ MOMOIIBI0, MOXXHO OIMHUCATh CIOXHBIE TUIBI TTOBEICHUS
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B3aMMOJCHCTBYIOIIMX BHUIOB: HaJIW4YME JBYX YCTOMYMBBIX CTAllMOHAPHBIX COCTOSIHMM
3aTyxarolme KojieOaHus YHUCIEHHOCTEeH, aBTOKoyseOaHus M mpod. TeopeTHueckuil aHanus
Mozenel B3aumonelcTBui  BuAoB JaH B kHure A. JI. ba3spikmna '"buodusuka
B3aUMOJCHCTBYIOIIMX nonmyasinui', a Taxxke B KkHurax Csupexkesa, Jlorogera (1978),
3acaasckoro, [Toayskroa (1988) u ap.

Hcnonp30BaHne KOMIBIOTEPHOM TEXHUKM TO3BOJWIO IPUMEHUTh  PE3YyJbTAaTHI,
nojiyueHHble Ha Mozensax Tuna (11-12) K KOHKpETHBIM HOMYJISIMSM, B YACTHOCTH, K 3ajadyaM
ONTUMAJILHOTO TPOMBICTIA U pa3padoTKe OMOJOIMYECKUX METOIOB OOpbOBI C HACEKOMBIMHU -
Bpenutensimu. OcoOblii MHTEpEC Uil MPAKTUKU MPECTaBIseT BEIPAaOOTKA KPUTEPUEB OJIM30CTH
CUCTEMBI K OIACHBIM TIpaHUIAM, I[pU MEPEXONe dYepe3 KOTOphIE CHCTEMa IepecTaeT
CYILIECTBOBATh WJIM MEPEXOJUT B KAUECTBEHHO MHOE cocTosiHue. [Ipu 3ToM xapakrep TMHAMUKU
HOIYJISIIUA PE3KO MEHSETCS, HalpUMep, MOMYJALUUs IMEePEXOAUT OT MOHOTOHHOIO pocTa K
pPe3KUM KoyieOaHUSIM YHCIIEHHOCTH, WM HPOCTO BbhIMHUpaeT. Takue TIpaHUIbl Ha3bIBAIOTCA
oudypxaunonusiMu. VccrienoBanue CBONWCTB MoJesiel MOKa3bIBAET, YTO OJHUM U3 MPHU3HAKOM
OJIN30CTH K ONACHOW IpaHMILIE SIBJISETCS OYEHb MEAJICHHOE BOCCTAHOBJIEHUE YHCIEHHOCTH IOCIIE
BO3/€UCTBUS HeOIaronpusaTHoro gaxkropa. MHAMKATOpPOM OMACHOCTH CIYXKHUT TaK)Ke U3MEHEHHE
dopmbl KONEOAHUI YMCICHHOCTEW XWIIHWKA W KepTBBI. Eciu u3 ONM3KMX K TapMOHUYECKUM
KOJICOAHUsI CTAHOBATCSl PEIAKCALMOHHBIMH, TO €CTh XapaKTepHble BpeMeHa HW3MEHEHHUs
YUCJIEHHOCTH BHUJOB HAUYMHAIOT CWJIBHO pa3inyarbCs, NpUYEM aMIUIMTyJa KojeOaHui co
BPEMEHEM HApacTaeT, 3TO MOXKET MPUBECTU K MOTEPE YCTOMYMBOCTH CUCTEMBbI U BBIMUPAHHIO
OJIHOTO WJIM 00OMX BUIOB.

8. Moaesn pepMeHTATHBHOIO0 KATAJIM3a

@depMeHThl ~ NPEJICTaBISIIOT  CcOOOH  BBICOKOCHEIMATN3UPOBAHHbBIE OenKoBbBIE
KaTaJau3aTophl, yCKOPSIONIUE TeUeHnEe OMOXUMHUYECKUX PEAKIMi B COTHHU THICSY, MUJUTMOHBI Pas3.
JIroboe (epmMeHTaTHBHOE IpPEBpAIICHUE HAYMHACTCS CO CBSA3BIBAHHMS MOJIEKYJl CyOCTpaToB C
aKTHUBHBIM IICHTpOM (epMeHTa | 3aBeplIaeTcsi pa3phblBOM JTHX cBszeid. I'mmore3a 00
00pa30BaHuM JAOWIBHOI0 cyOcTpPaT-(epMEHTHOI0 KOMILJIEKCA ObLIA BIlepBble BbICKA3aHA
B 1902 r. bpaynom u AHpu. [IbITasich 1aTh KOJUYECTBEHHOE TOJIKOBAHUE SBJICHUIO HACBHIIICHUS
aMHJIa3HBIX peakuuii cyOctpatamu AsHpu B 1904 r. momycTuis, 4to peakuus oOpa3zoBaHUs
(bepMeHT-CyOCTpaTHOTO KOMILJIEKCAa HaXOJUTCS B PABHOBECHU UM BbIBEJI ypaBHEHHE HayalIbHOMN
CKOPOCTH peakLuu

u(s)=—th_
K, +S§

K aromy xe ypaBHenuto npunuid B 1914 r. Muxadnuc u Meren, a nozaiee B 1925 r.
Bpurrc m XoaaeiH, KOTOpble NOIYYWJIM AHAJIOTUYHOE BBIPAKEHHE B IPENNOJIOKCHUU
KBa3HMCTAIIMOHAPHOCTH peakuuu obOpa3oBaHusi (epmeHT-cyOcTpatHOoro xomiuviekca. B 1943 r.
YaHc HKCIEPUMEHTAIBHO HOJATBEPAMI oOpa3oBaHue TaKoro KOMILJIEKCa
CHEKTPO(POTOMETPUUECKUM METOJIOM M MPOCIEINT 32 U3MEHEHHEM €ro KOHIEHTpAaIUU B XOJe
peaKIy, KaTau3upyeMoil remocoiepkamumM dpepmenTom nepokcuaazoi. B 1930 r. Xonaeitn
pacrpocTpaHul TEOPETHYECKUE TPEACTABICHUS O (epMEHT-CyOCTPAaTHOM KOMILIEKCE Ha CIydaii
NBYCYOCTpaTHBIX M OOpaTHUMBIX peakUuil M IOCTYJIMpPOBal CYIIECTBOBAaHME pa3IMUYHBIX
(bepMeHT-CyOCTpaTHBIX, (EPMEHT-IPOAYKTHBIX U (HEPMEHT-UHIMOUTOPHBIX HPOMEKYTOUHBIX
KOMILIEKCOB. B HacTosiee BpeMsi MHO)KECTBO TaKUX KOMILIEKCOB SKCIIEPUMEHTATIBHO U3YUYEHO.

VYdyer Hanmuuusg WHTHUOMTOPOB B CHUCTEME, B YAaCTHOCTH B Cllyyae, KOrja B KayecTBE
MHIUOUTOpa BBICTYIAIOT MOJIEKYJbI CyOcTpaTa, 00pa3yroliye Kak akTUBHbIC, TaK U HEAKTUBHBIE
KOMILIEKCHl € CyOCTpaTroMm, MPHUBOAMT K 0OOJee CIOXHBIM HEIUHEHHBIM BBIPAKCHHUSIM IS
CKOpPOCTH pEaKLUu:

b ks
K, +s+s2/KS
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Hamuyme  Takoro THma  HETMHEHHOCTH  OOYCJIOBIMBAECT  BAa)KHBIE  CBOWMCTBA
(epMEHTATUBHBIX CUCTEM:

o MHOXCCTBCHHOCTh CTAlMOHAPHBIX COCTOﬂHHﬁ;
. KoJIeOaTeIbHBIH XapaKTep U3MCHCHUA TICPCMCHHBIX
o KBa3UCTOXACTHYCCKUEC PCIKUMBI.

9. Moaeb NPOTOYHOM KYJbTYPbl MUKPOOPTaHU3MOB

Mukpo61osiornyeckue MomyJssiuy SBISIOTCS XOPOIIUM 3KCIIEPUMEHTAIBHBIM 00BEKTOM
JUIsL TIPOBEPKM WJEH M PE3yJIbTaTOB KaK AKOJIOIMYECKHX, TaK U HBOJIIOLMOHHBIX Teopuil. B
OOJIBIIMHCTBE CBOEM MHUKPOOPIaHU3MBI - OJHOKJIETOYHBIE OPTaHU3MBbl, OHHM HUMEIOT BBICOKOE
OTHOIIIEHHE TIOBEPXHOCTH K OO0bEMYy M IIO3TOMY BBICOKME HWHTEHCUBHOCTH OOMEHa ¢
OKpY’Kalollel cpe/od, BBICOKHE CKOPOCTH Pa3MHOXKEHUs, 00JbIIoi mpupoct 6uomaccsl. s
MaTEMaTUYECKOT0 ONHCAHMSI MHUKPOOHBIX MOMYJSIUM OOBIYHO MCHONB3YIOT —amnmapar
OOBIKHOBEHHBIX AM(depeHnnanbHbIX ypaBHeHU. B oTHOEHNH MUKPOOHOIOTHYECKUX CUCTEM
TaKo€ ONUCaHWe ropasgo 0Oojee 0OOCHOBAHO, YEM NPUMEHUTENIBHO K HAa3€MHBIM M BOJHBIM
BBICHIMM OpraHusmMaMm. B 1aGopaTopHbIX HCCleZOBaHMSX, In Vitro paboTal0T ¢ KOJUYECTBOM
ocobeit mopsika 10" ¥ Bbire. B GOJTBIIOM MPOMBIIIICHHOM (GEpMEHTEPE MOTYT OJHOBPEMEHHO
xute 10" - 10" JIPOXKAKEBBIX KIETOK. OTKJIOHEHHE YHUCIEHHOCTH OT CpPEJHUX 3HAYCHUH,
BBI3BAaHHOE CIYYalHBIMH OOCTOSITENTLCTBAMH, MPOMOPIIMOHAIBHO 1/N"? rne N - gmcieHHOCTH
nomynsanuu. Takum oOpa3oM, Ui MHOTOYMCIEHHBIX MOMYJISIMA MOXHO CTPOUTh MOJENb B
TEPMHHAX CPEIHUX YMCICHHOCTEH, MM KOHLEHTpauuil. Bropoil ¢axTop - oTHOCUTeNnbHas
OJTHOPOJHOCTb KYJBTYpbl MHKPOOPTaHU3MOB B 00beMe KyJIbTHBAaTOpa. IJTO MO3BOJSET
npeHedpeyub MPOCTPaHCTBEHHBIME () (heKTamMHu.

B mMukpoGuonoruu oOLENpUHAT SMOUPUYECKUN MOIXOA K MOCTpOeHHI0 Monened. M3
BceX (PaKTOPOB, BIMSIOIIMX HAa POCT KJIETKH, BHIOMPAIOT JTUMHUTHUPYIOUIMHA, U ONBITHBIM ITyTEM
HaXoJAT 3aBUCHUMOCTh CKOPOCTH pPOCTa OT €ro KOHIEHTpauuu. B o0mem BuAe KUHETHKA
KOHILICHTPALMU KJIETOK B HEIIPEPHIBHON KYJIbTYPE OIMCHIBAETCS YPABHEHUEM:

dx
—= x(m - n) (13)
dt

31ech X — KOHIIEHTpalusl KJIETOK B KyJbTHBAaTOpe; M - (DyHKIMS, OMMCHIBAIOIIAs
pasMHOXeHrne nonyisaiud. OHa MOXET 3aBUCETh OT KOHIIGHTPAIlMH KIETOK X, KOHIIEHTPAIHH
cyOctpara (00byHO oOo03Hauaerca S), Temmeparypsl, pH cpenbl u mpouux ¢GakTopoB; n -
CKOpPOCThH BBIMBIBAHUSI.

Jns mopnepxaHus KyJIbTypsl B 00JacTH HEITMMHUTUPOBAHHOIO pocTa TpelyroTcs
BHEIIHUE PETYJISATOPBHL. B cioy4yae JNMMUTHPOBaHHMS POCTa BHEIIHUM (aKTOPOM, HAIpUMED,
HEJI0CTaTKOM CyOCTpara, CTallMOHAPHBIN peXUM paboThl KyJbTHBATOpPA YCTAHABIMBACTCS ITyTEM
CaMOpPETyJISIMA. DTO HMMEET MECTO B TPUPOAHBIX IPOTOYHBIX CHUCTEMax W B HambOoiee
pacIpOCTPaHEHHOM THUIIE HENpPEPhIBHBIX KYJbTHBATOPOB - XeMOCTaTe, IJe 3aJacTCsi CKOPOCTb
pa3baBieHHsT KyJNbTYphl, WM CKOPOCTh MpOTOKa. Teopusi Xemocrata - BIIEpBBIE OblIa
pa3pabotana Mono (1950) u I'ep6epTom (1956) 1 ¢ TOIl MOPHI MOCTOSHHO COBEPILICHCTBYETCS.
B coBpeMeHHBIX MOJENSIX YYUTHIBACTCA CTPYKTYpHast HEOJHOPOTHOCTh OMOMACCHI, BO3pacTHAs
HEOJHOPOAHOCTD KYJIBTYPHI U IpyTHe A€TalIN KyJIbTUBUPOBAHHUS.

[Ipu HempepsIBHOM TNEpEMEIIMBAaHUM MOXXHO CUYHTATh BEChb OOBEM KYJIbTHBATOPA
OJTHOPOJIHO 3aIOJHEHHBIM, KOHLIEHTPAIMK cyOCTpaTa M KJIETOK B KaX/10i TOUKE KyJIbTUBATOPA
OJTMHAKOBBIMH, U OTIMCHIBATH MTOBEICHUE 3TUX KOHIICHTPAIUK BO BPEMEHH C TIOMOIIBIO CHCTEMBI
O0OBIKHOBEHHBIX U (pepeHITNaNbHBIX YPaBHEHUH]:
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(a)%:,u(S)x—Dx
(b)%zDSo—a,u(S)x—DS (14)
S
S — m
(€)u(S) =225

3nech S - KOHIIGHTpaIus CcyOCTpara; X - KOHIIGHTpallus KJIETOK B KyJbTHBATOpeE; Sy -
KOHIIEHTpaIus cybcTpara, MOCTyUBIIETO B KyJIbTUBATOP; D - CKOPOCTH poTOKa (pa30aBieHMs )
KyJBTYPBL; O - «<9KOHOMHYCCKHiT KOO MUIHEHT, MOKA3BIBAIONIHIT, KAKAS JACTh TTOTTIOMCHHOTO
cyOcTpara uaer Ha mnpupaiieHue Ouomacchl. CMBICT YICHOB, BXOMSIIUX B MpaBble YacTu
ypaBHeHHH : W(S)X - mpupocT OMOMacchl 3a cueT MOIVIoNIeHHsa cyOcrpara; -Dx - orrok
O6uoMaccel M3 KyJIbTHUBaTOpa; -olM(S)X - KOJWYECTBO cyOcTpara, MOTJIOUIEHHOTO KIIETKaMu
KyJIbTypbl; DSy - mpuTOK cybcTpaTa B KynbTuBaTOp; -DS - OTTOK HEHCIOIb30BaHHOTO CyOCTpaTa
u3 KyinptuBaTtopa. CKOpoCTh pocTa OHMOMAacChl MPEANOIaraeTcsi 3aBUCSIIEH TOJIBKO OT
KOHIIEHTpaIuu cyOcTpaTa B COOTBETCTBHH ¢ (hopmynoit MoHo (5).

Paccmotpennast Mozenb SBISETCS YNPOIICHHOM W ISl ONMUCAHMS PEATbHBIX MPOIECCOB
TpeOyeT nomnonHeHuit. Hampumep, npu OONbIINX KOHIIEHTpAIUSAX CyOCTpaT MOXKET OKa3bIBaTh
WHTHOUpYIOIIee IeHCTBUE, U TOTa GOPMYITy JUISl CKOPOCTH POCTA CIICAYET 3alUChIBATh B BH/IE:

- a8
#5) K. +S+A8° (15)

B cucreme, rae cymiectByeT Takas 3aBHCHUMOCTb CKOPOCTH pocTa OT cyoOcrTpara,
BO3MO’KHbI TPUITEPHbIE PEKUMBI - HAJTHYHE ABYX YCTOHYMBBIX CTANMOHAPHBIX COCTOSAHMIA
U 3aBHCHMMOCTHb CTAIMOHAPHBIX 3HAYEHHIl KOHLEHTpauuii cydocTrpara m OmomMacchbl OT
HAYaJIbHBIX YCJIOBHUH (OT BEJIMYMHBI 3aTPaBKU U HAa4aJIbHOM KOHIIEHTpAaLUU OMOMACCHI).

Ha ckopocte pocta Guomacchl MOKET OKa3bIBaTh BIUSHUE KOHIEHTpALUS MPOIYKTOB
MeTaboau3Ma B Cpele, OKpyXkaromled kiaeTky. Torma K JByM YpaBHEHHUSIM, ONUCHIBAIOIINM
JTMHAMUKY KOHIICHTPAaLMU OMOMacchl U cyOcTpaTa B HEMIPEPHIBHOM TPOIIECCE KyIbTUBUPOBAHHS
ciefyeT N00aBUTh TpPeThe ypaBHEHME, BbIpaXkarollee IUHAMUKY KOHLEHTpAalMHU MPOTYyKTOB
MeTabonu3ma

e M— (16)
(K, +8)+{K+P)
®opmyna (16) uzBectHa kak popmyaa Mono-Uepycanumckoro.
B OworexHomormm UIs  pacyera  ONTHMANBHBIX PEKUMOB  KYJIBTHBHPOBAHHMS
OPUMEHSIOTCS (POPMYJITBI, TPUHUMAIOIINE B pacyeT W JIpyrue ocoOOEHHOCTH Kak MeTaboin3ma
CaMUX MHUKPOOPTaHU3MOB, TaK M YCJIOBUI NX BBIPALMBAHUS

Jluteparypa

—_—

http://www.dmb.biophys.msu.ru
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