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! Mockoeckuii 2ocyoapcmeennviii ynusepcumem um. Jlomonocosa M.B., gpaxynomem
BLIYUCTUMENbHOU MAMEMAMUKU U KUOEepHemuKu
2 [lenmp "Buounicenepus" PAH

Knrouesuie cnosa: Mema60ﬂu3M, buocunmes Kaydyyka

Beenenue. HarTypanbHblii KaydyK - BaKHEHIIMM HPUPOIHBIM Marepual, IIHPOKO
UCIOJIb3yeMblii B BOGHHOMN, TPAHCHOPTHOM U Apyroi npomseliuieHHOCTH. 1o 3HauuMocTH Juist
NPOMBIIIICHHONH 3KOHOMUKH OH 3aHHMAeT TPETbE€ MECTO IIOCIIE YHEPrOpecypcoB: HEDTH H
rasa. HarypanbHblii Kayuyk SIBIs€TCS CTPAaTErMUECKUM IHPUPOJHBIM PECYPCOM, MMEIOLIUM
MHOXecTBO mnpuMeHeHnid. M3pectHo Oonee 40,000 BapwaHTOB €ro WCIOJNB30BaHUS 0Oe3
BO3MOXKHOCTH 3aMEHbl HCKYCCTBEHHbIM KayuykoM. Poccuiickas ®Penepauuss He HMeeT
COOCTBEHHOT0 HCTOYHHMKA MPOIYIEHTa HATYPaJbHOTO KaydyyKa W TMOJHOCTHIO 3aBUCHT OT
umnopra. [TocraBku HaTypangbHOro kKayuyka B Poccuiickyro @enepannio 3aBUCAT OT MHOTHX
¢daxTopoB. B mocnennee BpeMsi 3HAYMTEIBHBIN POCT LIEH Ha HATYpaJbHBIA KaydyK CBSI3aH C
POCTOM II€H Ha HE(PTh.

Kayuyk npencrasnsier coboii amopdHOe, CIoCOOHOE KPUCTAJUIM30BAaThCA TBEPIOE TETIO.
OH He Ha0yxaeT M HE pacTBOpSETCS B BOJIE, CHUPTE, alleTOHE U psAAe APYIHX KHUJIKOCTEH.
Habyxass u 3aTeM pacTBOpsSICH B KHPHBIX M apoOMaTHYEeCKHX YIieBojopoaax (OeH3WHe,
OeHzone, spupe W JpYyrux) M MX MPOU3BOAHBIX, KaydyK oOpa3yeT KOJUIOMJHBIE
(xk1eeo0pa3HbIe) pacTBOPHI, ITUPOKO UCTIOIH3YEMbIE B TEXHHUKE.

HarypanbHblil kaydyk npejacTaBisgeT coOOH MoiIMMep H30IpeHa, €ro cocTaB OTBEYAeT
dbopmyre:

-CH,-CH =CH -CH, -

|
CH,

[TpuponHBIX pecypcoB HATypalbHOIO Kaydyka HEIOCTaTOYHO JJIsi TOTO, YTOOBI
HOJHOCTBIO YJOBJIETBOPUTH OBICTPOPACTYILYIO MOTpeOHOCTh B HEM. B HacTosIiee Bpems BO
BCE BO3pacTaOIIMX MaclTabax MPOU3BOJUTCS CHHTETUYECKHMH Kaydyyk. Meroabl
IIPOM3BOJICTBA CHHTETUYECKOI0 KaydyKa ObUIM pa3paboTaHbl el B Hayaje Mpouuioro sexka. B
1910 rogy C.B. JleGeneBy BrepBble yAanoCh MOJTYYUTh CHHTETHYECKHUM KaydyK U3 OyTaaueHa.
ChIpbEM Ul NOJIYYEHUSI CUHTETHUYECKOTO KaydyKa CIIYKWJ 3TUJIOBBIM CHHUPT, U3 KOTOPOIO
noydasim Oyraaued 1,3 (OyragueH okasayics Oosiee TOCTYIMHBIM MPOAYKTOM, Y€M H3OTPEH).
3areM 4Yepe3 peaklMIo MOJIMMEPU3alud B MPUCYTCTBUU METAJUIMUECKOTO HATPHS IMOJIYydaau
OyTaaMeHOBbIM cuHTeTHYecKui kKaydyk. B 1932 roay uMeHHo Ha 6a3e 3TOro yrieBoaopoja
BO3HUKJIA KpYIHAas IPOMBIIIJIEHHOCTh CHUHTETHYECKOro Kaydyka. OpaHako CBOMCTBa
CUHTETMUYECKOTO KaydyKa II0 MHOTHMM IIOKa3aTesIIM YyCTYNalT CBOWCTBAM MPHUPOJHOIO
Kaydyka. HarypanpHbli KaydyK HEHHUTCS OOJblle Oyiaromaps 3JIaCTUYHOCTH, YIPYTOCTH U
CTOMKOCTHU K 0oJiee BBICOKMM Temreparypam. [1oaToMy nosiydeHue npupogHoro Kayayka Bcé
emé OCTaéTcs aKTyaJbHOU 3aa4eil.
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[IpupoaHblii Kaydyk BCTpedaeTcsi BO MHOrux pacrenusx. [locnmennue wuccnenoBaHus
noKa3anu, 4to Kayuyk coxaepxkutrcs B mnoutd 2000 BumoB pacrenuit ([4]). Jlyummm
MIPOM3BOJUTENIEM KaydyKa, sIBJIsieTcs Opa3uiibCKas reses, Jaromiasi o pa3HbiM olleHKaMm oT 90
10 96% MHpOBOIro NMPOU3BOJCTBA HATypalbHOro Kayuyyka. Kayuyk B reBee COJEpKUTCS B
MJIEYHOM COKE, paclpeieNéHHOM B MIICYHBIX KaHallaX, KOTOpble 00pa3yloT B CTBOJIE
KOHIICHTPUYECKHE KOJIbLA.

Jl1s KaydyKOHOCOB TpeOyeTcsl OUeHb TEMIbIM U BIAXHBIA KIMMAT U TUIOJOPOIHAS I1OYBA.
KayuykoHochl nydiiie Bcero mpouspactaroT He nainee 10° oT skBaropa Ha ceBep U IOT, B
IOxnolt Awmepuke, Adpuke u Ha Maaiickom apxunenare. I[lompITKM BBIpalIMBaThH
Opa3sWiIbCKYI0 TEBEI0 B JPYrUX KIMMAaTHYECKHX YCIOBHAX 3aKaHUMBAIHCH HEyHauei.
YMeHbIIamuyecs: MmIomaad KaydyKoBbIX IUIAHTAUMWA M ajlieprus, BbI3bIBaeMas reBeei, B
COBOKYITHOCTH C BO3pAacTaOLICHi BO BCEM MHUpE MOTPEOHOCTHIO B KaydyKe, BHI3BAJIU HOBYIO
BOJIHY HMHTEpeca K Ipoleccy OHMOCHHTe3a Kaydyka M pa3paboTKe ero ajibTepHATUBHBIX
HUCTOYHUKOB.

[TpuponHbIii Kaydyk BCTpeudaeTcsi BO MHOTHX pPACTEHUSX, HE COCTABIAIOIIUX OIHOTO
onpenenéHHoOro OOTAaHUYECKOTO ceMeiicTBa. B 3aBUCHMMOCTH OT TOro, B KakKMX TKaHIX
HAKaIlJIMBACTCs KaydyK, KaydyKOHOCHbBIE paCTEHUS JETAT Ha:

* TIAPEHXMMHBIC — KaydyK B KOPHSIX U CTEOJIAX;

*  XJIOPEHXHMMHBIE — Kay4YyK B JIUCTHSAX U 3€JIEHBIX TKAHIX MOJIOABIX MTOOETOB;

*  JIaTEKCHbIE — Kay4yyK B MJICYHOM COKE.

Jns mpumepa MOXXKHO TPHUBECTH JaHHBIE HCCIEIOBAaHUI O COJEp)KaHUU Kaydyka B
Pa3IUYHBIX PACTCHUSX.

Pacrenue ConepxkaHue KaydyKa MouekyasipHasi Macca
(%) (kD)

bpaswibckas reses

B JIaTEKCE 32.10 +/- 0.65 1500
F.elastica

B JIATEKCE 6.08 +/- 2.6 590
Purosoe AepeBo

B JIaTEKCE 4,10 +/-0.35 190

B JIUCTBSIX 0.15 +/- 0.05

B KOp€ 0.35 +/- 0.10

IMoxcoaaeuHuk 2

Kak BugHO 13 Tabau1ibl, cojiepkaHue Kaydyka B IPYTrHMX PACTEHHUSIX MaJlo [0 CPABHEHUIO C
Opasunbckoi reBeeld. [loaTromy B Hacrosiiiee Bpemsi BEAyTCs HaydHble pabOThl C LENbIO
BBIBE/ICHHUS DPACTEHUIN C IOBBILIEHHBIM COJAEpKaHMEM Kaydyka. B wactHocTH, B lleHTpe
«buounxenepus» PAH pa3paboTaHbl TEXHOJOTMM T'€HETUYECKOM TpaHchopManuu
MOJICOJIHEYHUKA W MCCIENYETCSI BO3MOXKHOCTh CO3JAaHMsI IOJCOJIHEYHHMKA - IPOAYLIEHTA
HATYpaJIbHOTO Kay4yyKa.

Jns  Toro, 4ToOBl HMMETh BO3MOXXHOCTb IPOTHO3MPOBATh TIOCIEJACTBUS BBEICHUS
reTepOJIMYHBIX T€HOB, KOAUPYIOMNX (PEPMEHTHI CUHTE3a KaydyKa, JJil pacTeHHs B LIEJIOM U
JUIs COJepXKaHUs Kaydyyka B YaCTHOCTH, HEOOXOAMMO JETalbHO M3YYHUTh METaboIM3M
pactenus. Ilpu 3ToM moJe3HOH, a BO3MOXKHO, U HEOOXOIUMOM SBISETCS MaTeMaThyecKas
MO/JIeNIb OMOCHHTE3a Kay4yKa.

B Opasunbckoii reBee KayuyyK CHHTE3UPYETCS Ha MOBEPXHOCTH YaCTHUII, B3BEIIEHHBIX B
narekce (MjedHoM coke). dusnonornyeckas posib JaTekca U MOJIEKYN KaydyKa OcTaércsi He
BIIOJIHE MTOHSTHOM. 3aueM pacTeHHUs TPATAT TaK MHOTO SHEPruu Ha OnocuHTte3 kayuyyka? W kax
npoucxoauT HToT mporecc? HemaBuue pabotel ([3]) B pacTUTENbHONH TE€HOMHKE Jalld
BO3MOXXHOCTh JIJIi OTBETAa Ha O3TU BONPOCHL. AHAaIN3 TPAHCKPUITOHA B JIATEKCE MOKET
IPEOCTaBUTh MH(OPMAINIO 0 METa0OIMYECKONW aKTUBHOCTU B TKaHU. B Xone nccienoBanmii
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NPEeABIAYIIUX JIET ObUI0O OOHAPYKEHO, YTO HAMOOJBIIyI0 JKcmpeccuto mposiBisasior REF
(rubber elongation factor), HMG-CoA, SRPP (small rubber particle protein). M3BecTHO, 4TO
uzonentisn  gudocdar  (isopentenyl  disphosphate  — IPP) um  demethylallyl
diphosphate(DMAPP) — ocHOBHBIE CcyOcCTpaThl Ui NMpPOHM3BOJACTBA KaydyKa B PAaCTCHUSIX.
CrnenoBarenbHO, OJJTHUM M3 OCHOBHBIX (PaKTOPOB JUIsi OMOCHHTE3a KaydyKa sIBISCTCS HaJIHIUe
B J0cTaToOuyHOM KonmdectBe IPP, KOTOpBIii MOXKET OBITh CHHTE3UPOBAH W3 META0OIMYECKOTO
nytd MeBasioHaTa. Kak mokasanu nocnegnue ucciaenaoanus ([4]), IPP moxer ObITh Tak ke
NOJYy4YeH W M3 Jpyroro meradosimueckoro mytu cuHTe3a 1-deoxy-D-xylulose 5-phosphate,
TaK)Ke MPUCYTCTBYIOIIETO B Opa3uiIbCKOi resee (CM. puc.2).

PaccmoTpum Moiens MeTabonmM3Ma Kaydyka B pacTeHUsIX 0oiiee moapooHo. M3BecTHO, 4TO
CHHTE3 Kay4yKa SIBJSICTCS YacThI0 METa0O0JIMYEeCKOTo IMyTH OMOCHHTE3a cTeposia, ButamuHa K,
BUTaMUHA E 1 KapOTEHOU0B.
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I STEROL, VITAMIN K, VITAMIN E, CAROTENODE BIOSYNTHESIS I
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Puc. 1.

Hac HHTCPCCYCT YaCThb OTOI'0 IIYTHU, HEMOCPCACTBCHHO Y4YaCTBYHOLIAsA B 6I/IOCI/IHTC3G
Kay4dyka ([4]).
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Mevalonate Pathway DXP/MEP Pathwa
Acetoacyl-CoA Puruvate+glyceraldehyde 3-P
HMGS l DXPS
HMG-CoA 1-deoxy-D xylulose 5-P(DXP)
HMGR
DXPR
Mevalonate
MK 2C-methyl-D-erythritol 4-P(MEP)
/
/
Mevalonate-5-P ,/
PMK 7
/
Mevalonate-5-PP 7
//
/
DPMDC //
% IPPI
Isopentenyl PP(IPP) < Demethylallyl-PP
Isoprenoidg—----—-—-- D i
|
\4
Rubber (cis 1,4-polyisoprene)
Puc. 2.

31ech NMYHKTUPHBIMHU JIMHUSIMH OTMEUEHBl PEAaKIMH, JETalud KOTOPHIX JO KOHIIA HeE
u3BecTHHI. [loaTOMYy B JaHHOH pabOTe MBI paCCMOTPUM HECKOJIBKO BapUAHTOB OMUCAHUS ITHX
peaKunii.

IIpr wm3yyeHHM MoJenel OCHOBHOE€ BHUMAHHUE YACISIETCA IBYM THUIIAM COCTOSIHUM, B
KOTOPBIX MOKET HAaXOJMUTHCS CHUCTEMA PEaKIUid. DTO CTAlMOHAPHOE M KBAa3HCTAI[MOHAPHOE
COCTOSIHUSI.

Cmayuonapuvim Ha3bIBACTCS COCTOSIHUE, B KOTOPOM KOHIIEHTPAIIMM BCEX META0OJIUTOB
HE MEHSIOTCS BO BPEMEHU.

Keazucmayuonaprvim Ha3bIBAC€TCd COCTOSHHE, B KOTOPOM HEHU3MEHHBIMU OCTAKOTCS
KOHIIEHTpAlluu BceX cyOcTpar-pepMeHTHBIX KOMIUIEKCOB. [Ipu 3TOM KOHIIEHTpauu
MEeTa0O0JIMTOB MOTYT U3MEHSTHCS BO BPEMEHHU C TTIOCTOSTHHBIMHA CKOPOCTSIMU.

CranuoHapHOE COCTOSIHHE CYIIECTBYET JHIIL ISl CUCTEM OOpaTUMBIX peakuuid. Jlis
TaKMX CHCTEM 3aja4a COCTOMT B TOM, YTOOBI pPacCYMTaTh KOHIICHTPAIIMM KOHEYHBIX
MPOJYKTOB U MPOMEXKYTOUHBIX META0OJIMTOB B PABHOBECHOM COCTOSHUU B 3aBUCHMOCTU OT
napamMeTpoOB CpeJlbl: HadalbHBIX KOHIICHTpAWi (EPMEHTOB YYACTBYIOIIUX B PEAKIIHIX,
KOHCTaHT CKOpPOCTEH 3TUX (DEPMEHTOB M HAdajdbHOW KOHIIEHTpAIlMH TEepBOTO cybcTpara B
e PEAKIIHA.

Jlnst cucteMbl ¢ HEOOpPAaTHMMBIMHU PEAKIUSMHU, B YaCTHOCTH MJisi OMOCHHTE3a Kayyyka,
WHTEpPEC MPEACTABIISIET KBA3UCTAIIMOHAPHOE COCTOsSIHHE. B 3TOM cilyyae 3ajaya COCTOMT B
TOM, 4TOOBI paccuuTaTh CKOPOCTH MPOU3BOJICTBA KOHEYHBIX MPOIYKTOB M MPOMEKYTOUHBIX
MEeTa0OJIMTOB B 3aBHUCHUMOCTH OT TE€X JK€ IMapaMeTPOB, a TaK XK€ HCCIEI0BaTh CXOJIUMOCTH
pELIEHUs CUCTEMBI K KBa3UCTALlMOHAPHOMY COCTOSIHHUIO.

45
MATEMATHYECKAA BUOJIOT A H BHUOMH®OPMATHKA, 2006, T. 1, Nel, http://www.matbio.org/downloads/Vasin2006(1_41).pdf



BACUH u np.

WHTepecyIoNyio Hac COBOKYITHOCTh PEaKIlfii OMOCHHTE3a KaydyKa MOKHO pas3/e/uTh Ha
JIBE TMOCJeNOBaTeIbHbIE dYacTH. IlepBas dYacTh COCTOMT M3 JBYX HE3aBHCHMBIX
meraboanueckux myreii (Mevalone Pathway m DXP/MEP Pathway). Oum mpeacTaBiasiioT
c000¥ MoCIIeI0BaTEIbHOCTH U3 HECKOJIBKUX HEOOPATUMBIX PEaKIUii:

) S, S, S, S, S,

rae So — anetun-CoA, Si — 3-ruapokcu-3Merunriyrapui-CoA, Sz — MeBaioHaT, S3 —
MeBaioHat-5P, S4 — meBamonar-5PP.

) S/ S/ S/

rae S'o — puruvate+glyceraldehydes 3-P, S1 — 1-deoxy-D xylulose 5-P(DXP), S» — 2C-
methyl-D-erythritol 4-P(MEP).
WX cymMapHbIil BEIXOAHOM 1OTOK V=V, + V; MOCTYNAET HA BXOJ MOCJIEIHEN pPEAKLINHU

Vs

B MeTa0OJIMYECKOM nyT OuocHHTE3a Kaydyka.

Isopentenyl PP(IPP) <—————> Demethylallyl-PP
Isoprenoid—------- -

Rubber (cis 1,4-polyisoprene)
Puc. 3.

JInneiiHas nmocjieqoBaTeJIbHOCTh HeOOpaTUMBbIX peakuuil. Hauném ¢ ananusa nepsoit
yacTh Metabosmdyeckoro myT. bynem paccmarpuBate 6osee oO1munit ciyyail, Korja nemnoyka
peakuuii CocTOUT U3 N+1 mocnenoBaTeNbHON peakuu.

E E E
S,—2—> S, ——>3S, >... >S, —— P

Paccmotpum, kak Ben€r ceOs oTaenbHas peakuusi B 3TOM menu. MexaHu3Mm OTAeTbHOU
HEOOpaTUMOMN peakiuu, u3ydeHHbld Muxasmicom ([1], [2]), 3akmrouaeTcss B CIEIYIOIIEM.
®epMeHT U cydcTpat 00pa3yroT pepMeHT-CyOCTpaTHBIM KOMILIEKC, KOTOPBIHM 3aTEM 4aCTUYHO
pacragaeTcss Ha MPOAYKT W (EPMEHT, a YaCTUYHO paclajaercs OoOpaTHO Ha cyOcTpar u
bepmenT. CxeMaTHUeCKU TO BBITJISANT CISAYIOIINM 00pazoM.

®epmeHT + CyOcTpaT 5 (Kommineke pepment-cyocrpar) —#DepmeHT +

IIponykr
k _
—t k
S+E - ES —> P+E 1)

3nech Ki+ — KOHCTaHTa CKOPOCTH, C KOTOpOW cyOcTpar U (hepMeHT 00pa3yroT cyOcTpar-
(bepMeHTHBII KOMILIEKC,

Ki- — KOHCTaHTa CKOPOCTH, ¢ KOTOPOH cyOCTpaT-(epMEHTHBIN KOMILICKC pacragaeTcs
o0paTHO Ha cyOcTpaT u (pepMeHT,

K2+ — KOHCTaHTa CKOPOCTH, C KOTOPOU KOMIUIEKC pachafacTcsl Ha MPOJAYKT U (hepMeHT.

Ckopoctb peakuuu (V) — 3T0 CKOPOCTb, C KOTOPO 00pa3yeTcs NPOIyKT peakiuu P:

v(t) =[PT'(t) =k[ES](®). )
rae [ ] — o6o3HaYaeT KOHIICHTPAIIMIO BEIIECTBA, CTOSIIIIETO B CKOOKaX.
KoHnenTpanus cy6crpata npeanonaraercs nocrosuuoi: d[S]/dt=0.
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Cxopocth pocTta (hepMeHT-CyOCTpaTHOTO KOMILIEKCA paBHA CKOPOCTH €ro 0Opa3oBaHUS
MHHYC cKopocTh ero pacmana: [ES] =k, [E][S]—(k_ +k)[ES].

B TeueHme Bcero BpEeMEHHM pEAKIMU CyMMapHOE KOJHMYECTBO (epMeHTa B BHJE
cBobonHoro depmenta([E]) m depmenta B depment-cyocTtpatHom komiuiekce([ES]) He
MEHSIETCS. ¥ PaBHO KOHIEHTpaluu (epMeHTa B HadanbHblii MoMmeHT Bpemenu ([Elo), T.e.
[El, =[E]+[ES]

CnenoBaTeibHO

[ES] =k, ([E], ~[ESDIS]-(k_ +Kk)[ES] ®)

Keazucmayuonapnovim Ha3bIBAaCTCSI COCTOSHHE, B KOTOPOM HEHU3MEHHBIM OCTa&TCs
KOHIIEHTpaIus CyOCcTpaT-hepMEHTHOTO KOMILIEKCA.

CKopoCTb peakiui B 3TOM COCTOSIHUH, KaK ObLIO 1MoKa3aHo B padore [1], paBHa:

\7=lZ[ES]=[SVimX%,

rne V., =K[E], — MakcuManpHas CKOpOCTh peakIMM, KOTOpas HAacTyNaeT TOrja, Korjaa

depMenT moHOCTHIO cBs3aH ¢ cyberpatom, K,, = (K_ +k)/K, — Kkoncranta Muxasmuca.

YrBep:kaenue 1. Ilpu t— oockopocte HeoOparumoin peakmuu (1) cxomutest K
CTallMOHAPHOU CKOPOCTH V .
PaccMoTpuM Teneps 1enouky, cocToAlryo u3 N+1 nocaeaoBarenbHON peaKkiuu:

Eo E E
N 1N N \ n\
SO 7 Sl 7 82 7 nan 7 Sn 7 P (4)
3,I[eCL Si ) i= 1,..., N,- OPOMEKYTOUYHEBIC M6T8.60J'II/ITLI, Ei — Q)epMeHT, Iona ﬂeﬁCTBHGM
KOTOpOro ImpoTEeKacT i-s1 pE€aKknus, P — xoneuHsit IIPOAYKT. O603HaUNM Vi = [Si+1], )

i=0,..,n, - ckOpocTH 00pa30BaHUs COOTBETCTBYIOIIUX META0OIMUTOB-TIPOAYKTOB PEAKIIHH.
MexaHu3M TPOTEKAHUS KaXIAOW pEeaklUu B JIMHEHHOW IIEMOYKE AHAJIOTMYEH MEXAHU3MY,
pPacCMOTPEHHOMY BBIIIE JUISI OAMHOYHOM peakmuu: MeTaboinut S,,, obOpasyercsa wu3
merabomuta S, mox nedictBueM ¢epmenta E;, npu aToM 00pasyercs NpOMEKYTOUHBIH
depmenT-cyocTpatHblii komiuieke ES,. Ilpm 3TOoM ykazaHHBIE >J€MEHTapHbBIE PEAKINUU
XapaKTepH3yIOTCsl KOHCTaHTaMu ckopocteid K, , K., Kk;. OTiaudme oT OQMHOYHOW peakuuy,
PacCMOTPEHHOM BBILIE, 3aKIIFOYACTCS B TOM, YTO KOHLECHTpAlWs MeTabonuTta S, He ABISeTCs
MOCTOSIHHOM, a ONPEEAeTCs MPEeAbIAYIEN PeaKIue.
Hac O6yzner unrepecoBath MoBeACHHUE 3TOM CUCTEMBI B KBa3UCTALlMOHAPHOM COCTOSIHUU
U BOMPOC O CXOAMMOCTH K OTOMY cocTosiHMIO. Kak W B ciydae OTAENbHOM peakiuu,
K6a3ucmayuoHapHplM  HA3bIBACTCSl COCTOSIHUE, B KOTOPOM HEU3MEHHBIMH OCTaloOTCA
KOHIIEHTpalluu Bcex cyOcTpar-GpepMeHTHBIX KOMIUIEKCOB. I[Ipu 3TOM KOHIEHTpaluu
MEeTa0O0JIMTOB MOTYT U3MEHSTHCS BO BPEMEHHU C TTIOCTOSTHHBIMHA CKOPOCTSIMU.
[TpriMEeHMB MMOTYYEHHBIH BBIIIE PE3YNbTAT AJI IEPBOM PEAKIIUH B LIETIH, MBI TOITYUUM:
o VimeolSal _ K [EJo[S,]
0 - )
[Sol+Kuo [Sel+ Ky,

— MakCuMaJibHasd CKOPOCTb HepBOﬁ pcaKknuu, [EO]O_ HadaJibHasi KOHOCHTpansa

roe V

max, 0

(I)epMCHTa E C Y4YaCTHEM KOTOpPOro IMPOTCKACT IICpBasd pCaKnus, KM o~ KOHCTaHTa

0°
Muxasnnca st pepmenra E, [S,]- koHuentpanms cyéerpara So.

B mnocnenyromux peakuusx LENH CKOPOCTh IOCTYIUICHHMsI CyOCTpaTa oOIpenensercs
OpeIbIAYIIMMU peakuusMu. [ peakiuu | crpaBeainBa ClIeAylollas CUCTeMa YpaBHEHMIA:

[Si ]' =Viat ki—[EiSi ] - ki+[8i][Ei]
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[Eisi]’ =k, [S[E]1- (k- +k)IE;S;] ®)
Vi =[Sia] =kil[E;S]
B pesymprate 9TOM menum  peakuuii  oOpasyeTcss  KOHEUHBIA  HpPOAyKT  P:
v, =[P] =k, [E,S,].
YTBepxnenue 2. B KkBasuctanMoHapHOM COCTOSIHUM CKOPOCTh pOCTa KOHIIEHTpALUU
HPOAYKTA, SBJISIFOILEroCsl KOHEYHbIM METa0OJUTOM LIENH IOC/IEA0BAaTENbHbBIX HEOOPATUMBIX
peakuuii, OIpeAcisaeTcs MUHHUMAIBHOM W3  MAaKCUMAIBHBIX  CKOPOCTEH  pEeakLMi,

COCTaBJISIONIMX 3Ty LEMOouKy:V, = min( vo,mlin Vi) Ilpu 3TOM aisi KOHICHTpauii
1=1,n ’

IIPOMEXXYTOUHBIX METAOOJINTOB CIIPABEIIINBO: €CIU V, <V mpu i =1...,n, TO

Ky iV Ky VvV S
[Si]: M,i"0 — M. i rmx,O[ 0] ’ Vi EVO |=1, n,
Vrmx,i _VO [SO](Vrmx,i _Vnax,o)+vnax,iKM,0
ST Vmaxi —Via, Vmaxi SVi—l Vrmxi’ Vmaxi SVi—l 1
. = ' ' V. = ' Y |1 = yruny n
e [ I] O’ Vmax,i > Vi—l1 I Vi—l’ Vrmx,i > Vi—l ’

Hccnenyem ycTOWYMBOCTh KBa3UCTALIMOHAPHOTO COCTOSIHUA. J[J1s mepBoi peakuu B LieNU
MbI B YTBep:KkAeHUuH 1 mokasanu, 4ro V(t) ——>V. JlomycTum, 4T0 3TO BEPHO Il PEAKIUU

I —1, ¥ MOKa)keM, 4YTO CKOPOCTh PEAKIMU | TaKXKe CXOAUTCS K CTalnoHapHOW. PaccMoTpum
OJIMHOYHYIO PEaKIMI0, Ha BXOJl KOTOPOM MOCTYyMaeT cyocTpar co ckopocteio V(t). Dta

PEaKIys ONMCHIBACTCS CIEAYIOIEH HEMMHEWHOW cucTeMoi udepeHInatbHbIX YpaBHEHUH:
[ST = v(t) + k_[ES](t) -k, [SI()([E,] - [ES](1))
[EST =k, [SI([E,]-[ESI(t)) - (k_ +K)[ES]() (6)
[P]' =K[ES]().
YrBep:xknenue 3. Ecau ckopocTh mpUTOKa cyOCcTpaTa MEHBIIE MPOMYCKHON CIIOCOOHOCTH
peakuuu (V <V, =K[E],), To ckopocTs peakiun (6) cCXOQUTCS K CTAI[HOHAPHOM U SBISETCS

aCUMNTOTUYECKU ycroiunBoi. Ecmu xe V >V

V

mex » TO CKOPOCTb peakiuu (6) cTpeMuTcs K

a[S]owomput—owo.

max >

HOCJICI[OB&TGJIBHO IMPUMCHSA YTBEPKIACHUC 3 AJIA Ka)I(,HOI>'I p€aKknuuu B LCIIHU, MBI ITIOJYIUM,
qTO IJI1 CHUCTEMbI ypaBHCHI/Iﬁ KBa3UCTAIIMOHAPHOC COCTOAHHC SABJIACTCA aCUMITOTHYCCKH
YCTOI\/’ILII/IBBIM B CMBICJIC CXOOAUMOCTHU CKOpOCTeI\/’I.

Mopens pa3BeTBJCHHOH peaknuu. Temepp pacCMOTPUM — IOCIEOHIOK — 4acTb
MEeTabOoJIMYECKOTo MyTH, MpeCTaBIeHHYI0 Ha pucyHKke 3.ITockonbKy, Kak yxe OblIO CKa3aHo,
3Ta YacThb HE J0 KOHIIA M3ydeHa, Mbl PACCMOTPHUM HECKOJBKO Ppa3HBIX BAPHUAHTOB 3TOTO
y4yacTka.

[TepBbIif BapHaHT — KOTJa 3TOT y4acTOK MPEACTaBIsIeT COO0M JBe HE3aBUCHMBIE PEaKINH C
obmum cyoctparom Isopentenyl-PP ('S ), mocryrienue KOTOporo M3 mpeiplIyniero ydacTka
IyTH, PAaCCMOTPEHHOI'O HAMM BBIILIE, OCYIIECTBIAETCSA €O CKOpocThio V. IlepBas peakums —
oOpartuMas, IPOIYKTOM KOoTopoit siisiercs Demethylallyl-PP (P, ). Bropast peakuus siBisiercs
HEOOpaTHUMON JIBYXIIPOAYKTOBOH peakiueir, e€ mnpoaykramu sBisitotcs Rubber(R) wu
Isoprenoids (| ), u ona nporekaeT nox felcTBUEM OHOTO (PEPMEHTA.
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P>

Ora cxema peakuuil omnucelBaeTcs ciuenyomei cucremoil  auddepeHnnanbHbIX
YPaBHEHUN:

[T =v—k.[S]E]-k..[S]E, ]+ k_[ES]+k, [E,S]
[P.] = [E.P. ks, —ks [P ]E,]

[Pl =k[E;S]

[Els], =k, [S][El]_ (kl— + lleElS] (7
[E.5] =k.[S]E.]-(k, +K.. JE.S]+k, [E.P.]

[E, ] —k2+[E s]- k3—[P2][E2]_[E2P2](E2—+k3+)
[E.]+[ES]=[E],
[E.P.]+[E, ]+[ES]=[E. |-

Y1Bepxknenue 4. B KBa3uCTalMOHApHOM COCTOSSHMM  CKOpPOCTh  00Opa3oBaHUs
pe3ynbTHpyIoLIero npoaykra R onpenensiercs ciaeayrouieit popmysoi:
[R] =min(v,V ) ,

e V - BXOISIuiA 0ToK cyOctpara S, V- MakcumaibHast ckopocTs peakiui (S->R).

OTO yTBEpXKIEHHE TOBOPUT O TOM 4YTO, IEpEe] TeM KaK paccMaTpuBaTh BIIMSHHE
Metabonuueckux myreit MmeBanona u DXP/MEP Ha npou3BoacTBO Kaydyka, Haa0 yOeauThCs,
4TO caMa peakius 00pa3oBaHUs KayyyKa He SIBJISETCS Y3KMM MECTOM.

3aMeTHUM, YTO KakK CIIEJCTBHE W3 YTBEp)KJIEHUS 4 MOXKHO BBIBECTH YTBEP)KICHHE JUIs
cilyyasi, KOrja y OJHOrO M3 CyOCTpaToB, BOOOIIE rOBOps, MPOU3BOJIBHOIO, €CTh OOpaTHUMast
MoOOYHAas PEaKIUs.

YrBep:xkaenue S. Hamnune o6patumMoii moO0o4HON peakiuy B KBa3HCTALMOHAPHOM Ciydae
HE OKa3bIBAaeT BIUSHUS HAa CKOPOCTh IPOTEKAaHUsI OCHOBHOM HEOOpAaTUMOMN PEaKIIUH.

PaccmoTpuMm BTOpOM BapuaHT, Korja IIOJ JEHCTBHEM pa3JIMYHbIX (DEPMEHTOB,
MOCPEACTBOM HEOOpaTHUMBIX peakuuil oOpasytorcs | — wuzompenoua, R — kayuyk u,
nocpeacTBoM oOpartumoit peakimu P — nemutynanui. Kak u B mpeapaymem ciryyae, UMeeTcs
TIOCTOSTHHBII IPUTOK V cyOcTpara S .

Hac wuHTepecyer kak cuTyauus, KOrJa JaHHBI TIPOLECC YK€ HAaXOIUTCS B
KBa3UCTAIlMIOHAPHOM COCTOSIHUHU, TaK W BOINPOC O CXOAMMOCTH K KBa3HCTAallMOHAPHOMY
cocrosHuto. Takum oOpazom, panee B pabore Mbl OyaeM paccMaTpuBaTh YCIOBHS
JOCTHKUMOCTH KBa3UCTAIIMOHAPHOT'O COCTOSTHUSI.

Kak OpuIO0 J0Ka3aHO BbIIE, B CiIy4ae KBa3HCTAI[MOHApHOTO Ipolecca BeTBb P,
OTBEYAromas 3a 0OpaTUMYIO peakIuio, He OyJIeT OKa3bIBaTh BIHMSHUS Ha BeTBH | 1 R BHe
3aBUCHUMOCTH OT IapaMeTpoB 3TOM peakiuu. [[oaToMy naHHas BETBb paccMaTpUBAThCS HE
Oyner.
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| +E,

P+E,

Takum oOpa3zom, s 3TOW CXeMbl MOXXHO HAaIUCaTh CIEAYIOIIYI0 CUCTEMY
muddepeHIMaTbHBIX YpaBHEHU, OMUCHIBAIONINX MPOTEKAIOIINUNA MTPOIECC:

[SEI]’ = k1+ [S][El] - kl—[SEl] - lz1+ [SEl]

[SEZ], = k2+ [S][Ez] - kz—[SEz] - lz2+ [SEz]

[S] =v -k, [SI[E,] -k, [SI[E,]+k, [SE,]+k,_[SE ]

IMoncrasnss B cucremy [E; ], =[E,]+[SE.], [E,], =[E,]+[SE,], nonyunm ypaBHeHus
JUTSL pacyeTa KBa3UCTAIIMOHAPHOTO COCTOSHUS:

[SE\T =k, [SI[E,]-[SE,](k, +k,, +k;,[S]) =0

[SE.T =k,.[SI[E, ], ~[SE,I(k,. +k,, +k,,.[S])=0 (8)

[ST' =v—k,, [SI[E, ], — k. [SI[E.], +[SE,I(K,_ +k,.[S]) +[SE,J(k._ +k.[S]).

VYrBep:xknenue 6. Ilycte Vv>V +V

mexR FViec1» TO  €CTh  KOJMYECTBO  BEILIECTBA,
IOCTYMAIONIETO B CHUCTEMY, ITPEBOCXOJUT MaKCHMAaJIbHO BO3MOXKHOE KOJMYECTBO BEUIECTBA,
MCXOJAIIET0 U3 CUCTEMBI, TOTJa MPOLECC CTPEMUTCS K KBa3UCTAIIMOHAPHOMY COCTOSIHUIO, TJIE
cyOcTpaT-hepMEHTHBIE KOMIUJIEKCHI W CKOPOCTH PEaKIUi JOCTUTal0T MAaKCHMAaJbHBIX
3HAYCHUH, T.€. [SE,]—[E,],, [SE;]1—[E,],

Vg =V Vi >V o Tpu t >0,

max, R !
Ecma xeV <V ¢ +V o, TO €CTh KOJIUYECTBO BEUIECTBA, MOCTYNAOUIErO B CUCTEMY, HE

MMPEBOCXOAUT MAKCUMAJIbHO BO3MOXKHOC KOJIMYECTBO BCIICCTBA, UCXOAAIICTO U3 CUCTCMBI, TO
CYIIECTBYCT CAMHCTBCHHOC KBA3UCTALIMOHAPHOC COCTOAHUE CHUCTEMBI, TAC CKOPOCTH HMMCIOT

3HAYECHUS
—B—\B* —day - B—\B? —4ay
k2+ 2 [EZ]O _ kl+ 2 [El]O _
Vv, = “ \/27 Koo Vg = “ \/27 Ky,
= - B —+B° —day = =B —~B° —day
(k, +k,, +k,, » ) (k. +k,, +k;, o )

U TapaMeTpbl ONPEAEISIOTCS CIeIyIOIUM 00pa3oM:

a= k2+k1+ (V _Vma\x,R _Vrmx,l )
ﬂ = k2+ (kl— + lz1+)(V _Vmax,l ) + k1+ (sz + lz2+)(V _Vmax, R)
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7 = V(k2— + k2+)(k1— + I(1+) '

VTBepkeHHe 6 O03HAYaeT, YTO B Cilydae M30BITOYHOTO IIPUTOKA METaboIMTa S 3TOT
METa0OoIUT HaKarBaeTcsi B cucteMe. COOTBETCTBEHHO, JIUISl TOJICP)KaHUSI PAaBHOBECHS BECh
dbepMeHT TepexouT B cyOcTpar-hepMeHTHBIE KOMIUIEKCHI, U UX MOJIIpHAs Macca JOCTUTaeT
CBOMX MAaKCHMAJIbHBIX 3HAUYCHUI. 3aMETUM TaKXKe, YTO YKa3aHHas BBIIIC CXOIMMOCTh UMEET
MECTO MPH JIFOOOM UCXOTHOM COCTOSIHUH. Y TBEpXKAeHUE 6 TI03BOJISIET HAM MOJy4YaTh pelieHue
IPU JIFOOBIX UCXOJHBIX (PU3MUYECKUX XapaKTEPUCTUKAX CHUCTEMBI, 00Jiee TOTO, OHO TIO3BOJISIET
IO THUNY KBa3HUCTAIlMOHAPHOTO  PELICHHS  ONPEACIUTh  HEKOTOphle  (hU3MYECKHe
XapaKTEPUCTHUKU CUCTEMBI.

B paccmarpuBaemoil 3amaue OJHUM M3 CaMbIX Ba)KHBIX BOIIPOCOB SIBJISIETCSI BOIPOC O
pacrpe/ieieHul BXOJISIIIEro MOTOKa 10 pykaBaM. HalileHHOe pelieHHe SIBISETCS JJOBOJIBHO
rpoMO3aKuM. PaccMOTpUM HEKOTOpbIe TMPABAONOJOO0HBIC JOMYIIEHUS, OTHOCHTEIBHO
apaMeTPOB CHCTEMBI U MOJIYYUM 0O0JIee MPOCThIC U KOMITAKTHBIC BBIPAKECHUS ISl CKOPOCTEH
peaKuui.

PaccMoTpuM cuTyaruoo, Korjaa CKOpOCTh MPSIMOM peakIii HAMHOTO BBIIIE, YEM CKOPOCTh
obpatHoit peaxim, T.e. K,_/k,, =ce, k,, [k, =be, k,_/k,, =ag,k, /k,, =¢,

rae a,b,c >0 HekoTopble KOHCTAHTHI MOpAAKa | ¥ rae & - Manas BeIUYHHA.

OnucaHHbIe BbILIE YCIOBUS OyAeM Ha3bIBaTh Y Ca108UAMU COOMHOULEHU.

Tenepb, 4TOOBI pewIUTh Hally 3agady B VYcrnosusax coomuowieHus HEOOXOIUMO
OIpeNieNIUTh, KakuM o0pa3oM V COOTHOCHTCS CO CKOPOCTAMHU peakuuid. EcrecTBeHHO
paccMOTpeTh JBa cilydas, Korja V sBJS€TCS BEIMYMHOW TOro K€ IHOpsAKa, 4TO U

K,..K,,,K,_,K, , M KorJla V siBIsleTCs BETMYMHOM TOTO ke Topska, uto u K, ,K,, . Yenosus
coomnouienusl, TOTIONHEHHbBIE OIPE/ICIICHUEM 3Ha4YeHHs V, Oy/JeM Ha3bIBaTh COOTBETCTBEHHO
Venosusimu coomnowenus nepeo2o pooa v Ycaosusmu coomuoulenus mopo2o pood.

YrBepxnenue 7. Eciu BbeIMOIHEHBI Ycnosus coomuowleHus nepeoco pooa W

K
(K,\v—K,,[E,1,) = —>L (K,v—k_[E,],), TO KBasMCTALHOHAPHOE COCTOSHHE CHCTEMbI
M,R

HMMEET CJICAYIOUIUN BU:

K
(K,V—k2+[E2]O)— KMYI (K|V_k1+[E1]o)

[SEl]: K w2 )
(Kv—=ky, [E, 1) + KMI (K,v—=k,[E ], —2k,.[E,],)
(K,V—k2+[E2]O)— EMYI (K|V_k1+[E1]o)
[SEz]: M ’
(8K, v =3k, [E, ] — 2k, b[E, ],) + KMI (Kyv—k[E;],)
< R
(Klv_k2+[E2]o)_TW(K|V_k1+[E1]o)
Vg = K R lzl+’
(Klv_k2+[E2]o)+K7M’I(K|V_ k1+[E1]0 _2k2+[E2]0)
R <
(Klv_k2+[E2]0)_K7NH(K|V_k1+[E1]o)
v, = Ka..
(8K, v =3k, [E, ] — 2k, b[E,],) + KMI (K\v—k.[E],)

re K, =k,, /K,, .

o1
MATEMATHYECKAA BUOJIOT A H BHUOMH®OPMATHKA, 2006, T. 1, Nel, http://www.matbio.org/downloads/Vasin2006(1_41).pdf



BACUH u np.

K
Venosue (K,v—Kk,,[E,],) > —~-(K,v—k,_[E,],) roBOpAT O TOM, YTO HpPOMyCKHas

M,R
crocoOHOCTh y pykaBa | Oonpiie yem y R. BBuay mpousBosnbHOCTH BbIOOpa mapamMeTpoB
a,b,c>0 u CUMMETPHYHOCTH pPYKaBOB perieHue s ciryyas

K
(K,v—=k,,[E,],) £ =21 (K,v—k,,[E,],) BHIHCHBaETCS aHATOTHIHO.
M,R

VYTBepkaeHue 7 AaeT HaM OTBET Ha BOMPOC O PACHpPEACICHUHM BXOISIIETO IOTOKA IO
pyKaBaM, TO €CTb MBI MOXEM YBUJIETb, KAK COOTHOCSATCSI CKOPOCTH V| U V.

K
(3K|V_3k2+[E2]o - 2k1+b[E2]0) + TW(KN - k1+[E1]o)

R M,R

v K
[ M1
(K,V—k2+[E2]0)+ (K,V—kl+[E1]0—2k2+[E2]0)
K g
Yr1Bepxnenue 8. Eciu BINONHEHBI Yenosus coomuouenuss 6mopoz2o pooa, T0 HauaeTCst
&,, TaKoe 4YTO I JIOOOroe < &, CHCTEMa MMEET EIUHCTBEHHOE KBa3UCTALIOHAPHOE

<
=

1+

2+

=~

peuieHwue,

B KOTOpOM Vp —V Vi, >V, Tpu t — 0,

max, R 1
Takum 06p830M, MBI IOJYYWJIA, YTO B Yenosusx coomunowenus 8mopozo poda UMECT

MECTO HM30BLITOYHOCTD BXOJHOTO MoToKa. COOTHOIICHUE HCXOAAIIMX IIOTOKOB B 3TOM cjydac
HUMECT BU. V—R = M .
VI k2+[E2]0

I/ITaK, Ha OCHOBC yTBCp)K,Z[CHI/IH 6 MBI MOXEM MOJIYYNUTb PCUICHUC TTpU JIFOOBIX HUCXOOHBIX
(1)I/I3I/I‘~I€CKI/IX XapaKTCPUCTHKAX CHCTCMBI. HOJIy‘IGHHI)Ie PCIICHHA IMO3BOJIAKOT OIIPCACINTD, B
KaKOM OTHOIICHUH BXOISIIIMH ITIOTOK JACIIHUTCS I10 pykaBam, a yTBep)KI[eHI/ISI 7 ¥ 8 TI03BOJISIFOT
MOJIYYHUTHh 3TH COOTHOHICHUA U PCIICHHUEC CUCTEMBI B YIIPOIICHHOM BUAC. Taxum o6pa30M, MBI
HUMECM JOBOJIBHO ITIOJITHOC OIIMCAaHUC MeTa00INYECKOro nponecca it paCCManHBaeMOﬁ
MOACIIH.

3akawvenue. B manHoM pa60Te OBLI PacCMOTPCH MPOUECCC OmocuHTEe3a HATYypaJbHOTO
Kaydyka, SIBJITIOIIMICS YaCThI0 METAa00INYECKOro nyTH OouocuHTE3a CTCpOJIa, BUTAMHHA K,
BuTaMuHa E n KapOTCHONIOB. brina MNPEIJIOKCHA MATCMATH4YCCKasA MOJCJIb, OIMCHIBArOIas
JaHHBIN npooecc B BUAC  CHUCTEMBI ,I[I/Iq)(l)epeHI_II/IaJ'ILHBIX ypaBHeHHfI. Onucansl
KBAa3UCTAlIUOHAPHBIC COCTOAHUSA, B KOTOPBIX CKOPOCTU NMPOMCKYTOYHBIX peaxuuﬁ B IICTIN HE
MCHAKOTCA BO BPEMCHH, YCTAHOBJICHA CXOAUMOCTD K 3TUM COCTOSSHUSM. HOCKOJ’IBKy nponecc
e He J0 KOHIA HU3Y4YCH, TO B pa60Te ObLIN PACCMOTPCHBI PA3HBIC BO3MOXXHEIC BapUAHTHI
MeTaboa13Ma KaydykKka. I[J'IH 9TUX BAPHAHTOB IMOJTYYCHBI q)OpMYJ'ILI JJIA pacqéTa CKOpPOCTH
06pa3OBaHI/I$[ Kaydyka HOpHu pPas3sjiMdHbIX HWCXOJHBIX OJaHHBIX. Ot q)OpMy.]'II)I IIO3BOJIAIOT
BBIYMCINTL, KaKO€ BJIMAHHC Ha BCCb MeTa0OoJINYeCKui nmponecc OKa3bIBACT HN3MCHCHUC
XapaKTEPHUCTHUK OTACIbHBIX q)epMeHTOB.
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IMpuaoxenne

Hoka3aTeabcTBO yrBep:kaenusi 1. Iloacrasuss [ES] =08 (3), Haitném crarpoHapHoe
K[EL,[S]
[S]1+ Ky

Tenepb MOKaXXeM, 4YTO CKOPOCTh PEAKIIUU CXOAUTCS K CTAlMOHAPHOMY 3HAYCHHIO.
Pemenue nunelinoro auddepeHmaasHoro ypaBHeHU (3) ©UMeeT BU:

_ oteasiewsor . KIELG[S]
[ES)D) =e " k,[S]+k_ +k
k+[E]0 [S]
B T [ST+Hk +k

Orcrona momyuaenm, ato V(t) = k[ES](t) ——>—>V . Uro u TpeboBanock J0Ka3aTh.

3nauenue [ES]u u3 (2) nomyuum: V =[P] =k[ES] =

Tockombky K, [S]+k_+k >0, To[ES]

JlokazaTteabcTBO yTBep:kIenuss 2. Paccmorpum pemienne cuctemsl  (5) B
KBa3UCTALlMOHAPHOM COCTOSIHUMU.

0=v, +k_[ES;]-k,[S]IE]

0=k [S][E]-k_[ES]- lzi[EiSi]

Vi = IZ. [E:Si]

Bo3MoxHBI 1Ba BapraHTa €€ pelIcHHUs.

=1,...,N, TO B KBa3UCTAIIMIOHAPHOM COCTOSIHUHM CKOPOCTH PEaKIIHi B

[[ENTU CTAHYT PaBHBI V, =V, = Vi oLSo ] = KolEoJolS,] :
[Sol+Kuo [Sel+ Ky,

[Tpu 5TOM KOHIIEHTPALUY TPOMEKYTOUHBIX METAOOJIUTOB COCTABSAT
[S.]= (ki—+Ei)[EiSi] _ K Vi _ K iVivex 0[S0

7K (Elo ~[ESD Vi =i [So]lMVimmxi =Vinexo) + Vi Ko ,

1) Ecim v, <V

max, i ! I

i=1...,n.

2) Ecmm 3 i:Vy>V i, To o0603HaunM r=argminV, ,, - HOMEp peakuuHu C
i

MUHMMQJIBHOM  MAaKCUMaJbHOM  CKOpPOCTBIO. PaccMOTpuM  BO3MOXKHBIE — BapHUaHTHI
cooTHomeHuit Mexay V., 1 =1...,n.

L "
Fimax,i1f— — — —o P e, it |— — — —
I I
| y |
Vmax,z‘ S _cl;. il —— — .|..
| |
V=Y e — e — — —# v =Fmaif- — ——— — - *
i | | i | |
| | | |
| |
| | ‘ | | :
i-1 i i i
@ &

Puc. 4.

a) Ecom v, <V TO CKOPOCTb PEaKIMH V; CTaHET PaBHOU V,,, KaK ObLIO IOKa3aHO

max, i !

BBIIIIC.
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U cooTrBETCTBEHHO

K. .v.
S- — M,ivi-1
[$.]=

max,i  Vi-1
06) Ecomm v, 2V

MaKCUMaJlbHasi CKOPOCTh peaknuu. [Ipu 3ToM OyaeT MpOUCXOMUTh HAKOIUIEHHE CyOcTparta
[S;] co ckopoctsio [S;] =V, , -V,

TOTa CKOPOCTb PeakUuu V, ycraHoBHUTCH V IIOCKOJIBKY 3TO

max, i ° max, i °

max, i *

COOTBETCTBEHHO TOJIy4aeM PEKYPPEHTHOE COOTHOLIEHUE
[S ], _ {Vmax,i _Vi—li Vmax,i < Vi—l v Vrmx,i’ Vmax,i < Vi—l
g =
0,

o= i=1..,n.
) 1 ’ Y ’
Vmax,i >Vi—l Vi—l' Vmax,i >Vi—l

Takum 06pa3zom, B 3TOM ciydae V, = min Viei =V, . YTBepxkIeHue 10Ka3aHo.

Jloka3zateabcTBO yTBepakaenusi 3. Paccmorpum cnyuail, korga Bxoasimuid motok V(t)
MEHBIIIE NIPOITYCKHON CIIOCOOHOCTU CUCTEMBL, T.€. V , = IZ[E]0 > V(t).
B kBasucrammonapHom coctosiHuu, korma [ES] =0,[S] =0,v(t)=V, mnomxyuum

CIIEAYIONINE BBIPAKECHUS [UIS KOHIEHTparmidi (epMmeHT-cyocTpatHoro komiuiekca ES

Bs-V §=9(1+k_—j Al
k k k

[Tyctp v(t) =V+AV(t), S(t)=S+AS(t), ES(t)=ES +AES(t). Torma cucrema (6)
IIPUMET CJICTYIOUIUN BU:

cyOctpara S :

AS’ = Av+Kk_AES —k,[AS(E, — ES — AES) — SAES]
AES’ = —kKAES —k_AES +k,[AS(E, — ES — AES) — SAES]

Jlannast cucrema siBnsieTcst HenuHenHoM. [IpuBeaém 3Ty cucteMy K JIMHEHHOM, 0TOpOCUB
YJIEHBI BTOPOI'0 MOPSAKA MaJIOCTH.

AS' ~ —|<+(E0 - %)AS +(k_+k, S)AES + Av

AES' ~ k+(E0 - %]AS ~(k +k_+k, S)AES
Uccnenyem cucteMy Ha yCTOMYMBOCTD. 7151 3TOro paccMOTpUM OJTHOPOJHYIO CUCTEMY:

AS' = —k{Eo _ ::JAS +(k_+k,S)AES

AES' = |<+[E0 —%JAS ~(k +k_+k,S)AES .

XapaKTepI/ICTI/ILICCKI/Iﬁ MHOTOYICH OJIA 3TON CUCTEMBI UMEET BU/.
Lm k{EO —%B(m K+k +k.§)- k{EO —%J(k +k,§)=0

Pemas YpPaBHCHUEC, HAXOJAUM KOPHHU, ABJIAOIIUCCH COOCTBEHHBIMH 3HAYCHUSIMH MaTpUulbl:

— — 2 —
—(k{EO —\k_/J+E+k_ +k+S_Ji [k{EO —EJ+E+k_ +k+8_] —4k+(E0 —‘k_’jﬁ

2

2'1,2 =
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Bunno, yro cobctBeHHble 3HaueHus A, A, <0, cienosarenbHo, 1o Teopeme JlamyHoBa
HYJIEBOE pEIICHNE OJTHOPOAHON CUCTEMbl aCUMIITOTUYECKH YCTOMYHMBO.
Paccmorpum ciydaid, korna V(t) >V, ., . Kak Obu1o mokazaHo B yTBEpXKICHUH 2, B 3TOM

ciayqae [S] >v(t) -V,,, >0. CrenoBarensno, [S] — c mpu t — .

Jloka3atenbcTBO yTBep:kaeHusa 4. Pemas cucremy (7) B KBa3UCTallMOHAPHOM
COCTOSIHUH, MBI ITOJIyYUM CJEIyIoLIee pemeHHe:

[S]=v-ki[ES]=0 = [ES]=

kT
k. [SIE], v
Bl Tk, ok &
vik,_ +k vik,_ +k,
[S]‘kkh([e - ((Elo))

Takum obpasom, B ciyuae eciu K [E 1]0 =V . >V, CKOPOCTh O0pa30oBaHHs MPOAYKTa
ycTaHoBuTtcs papHoii: [R] = [E S]

Ecnm xe kl[El]0 rox <V, TO [R] = =k, [E,],-

Hpyrumu cioBamu [R]" = min( V,Vmax) .

Jloka3aTeJbCcTBO yTBep:kaAeHust S. Jloka3aTenabCTBO YTBEPXKICHHsS ClEAyeT U3
yTBEpKACHUS 4.

Z[OKa?.aTeJIBCTBO YTBEPIKACHUA 6. PaCCMOTpI/IM TCIICPb CUTyallutO Koraa
v>V g +V

max, |

Jlokaxkem, 4TO B YKa3aHHBIX YCIOBHAX [S]— oo mpu t — 0.

O6mee npupamnienne koianuectsa Bemectsa ectb [S] +[SE; ] +[SE,]’, ¢ apyroii cropons!
3TO ecTh v—[SE,] k", +[SE,],k',, =a =const, CIIeJOBATEIBHO,
[S] +[SE, ] +[SE,] =a=const. 3uaunr, xomuuectBo BemecrBa [S]+[SE]+[SE,]
MOHOTOHHO HEOIPaHHYEHHO BO3PACTAET.

Ho [SE,] u [SE,] orpannuensl, tak kax [SE,], [SE,;]1< max([E,], +[E,],).

Orcrona momy4aem, 4to [S] HeorpaHUYEHHO BO3paCTaeT, TO eCTh [S] — oo mpu t — .

U3 (8) mpu t — o0 umeem:

[SE,] = k. [SI[E,], —k.[SE,]) -[SE,1(k,_ +k,.) OrpaHUYEHO TOJBKO npu
[SE,]—[E,],. Orpanuuennocts [SE,;]" cnenyer us orpannuennoctn [SE, ].

Ananornuno [SE;]—[E,],. WUrax, nomyuwmu [SE ]—[E,],, [SE,]—I[E,],. Hanee,
yautbiBas uto Vp =[SE, Ik, , v, =[SE,Ik,., monyuum Vg —> k.. [E. 1o, Vp, = k,.[E,], mpu
t—> .

PaccmoTpum Teneps cutyanuro korga V<V, o +V

max, |

Pemas cucremy (8), momyunm:
[SEl] — klJr[_S][El]O

(k. +ky, +k,[S])
[SE ] — k2+£s][E2]0

(ko +ky, +k,, [S])
[ST =v -k, [SI[E; ], — ki [SI[E ]y +[SE I(k,- +k;,[S]) +[SE 1(ky_ +k,,[S))=0.  (11)
Cnemnaem moacranoBky u3 (9), (10) B (11). [Tonyuum ypaBHeHHE:

9)

(10)
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Ky, [SI[E, ]
(ky- + Ky, +k. [S])

[S]’ =V- k2+ [S][Ez]o - k1+ [S][El]O +

Ky, [S1LE, I
(kp +ky, + K, [SD)

(ko +k,,[S])

(kl— + k1+[s]) =0.

~ BB —4ay

Pemast 30 ypaBHeHHe, moayuuM KopHu: [S],, = 5
' a

rae a =K, ki, (v=k,, [E, ], ki [E]o),

B =Ky, (ki + Kk )V =Ky [Ey]o) + ko (Ko + Ko )V =K, [E o)

y =V(k, + K )k +ky, ).

3aMeTuM, 4TO MPU OIpPEICTICHHBIX YCIOBUAX HA @ U [, TOTO WM UHOTO PEHICHUS] MOXKET
HE CyIIeCTBOBaTh. PaccMoTpuM, mNpH KakuX 3HAYEHUAX [MApaMETPOB CYIIECTBYIOT
ToNTydeHHbIe pemenns. HetpyaHo yoemuThes MOACTaHOBKOM, uTo (2 — 4oy >0 mpu mo0bIX
3HAYEHUSIX MapaMeTpoB 3agaud. TakuMm oOpa3oM, KBaJpaTHBIM KOPEHb BCETAa CYIIECTBYET.

~BEpi—day
20 -

3ameruM Takxke, yro u3 ycinosus V<[E,] k,, +[E ] k.., cienyer, uto a<O0. [lanee

Heo0xoauMo dTOOBI BBIMONHAIOCH emE omHo yciaoBue [S], =

2
yuuthiBas, uto y >0 u «a <0, nomydaem, uto /fB° —4ay > |ﬂ| U, ClIeIOBaTEIbHO, BCETIa

~BANp —day

20 '

Y
? 20

3HA4YCHUU [ .

[S]l =

Takum O6p330M, OCTacTCA TOJIBKO OAHO PCUICHUC

. O‘ICBI/I,I[HO, 4TO 3TO PCHICHHC 6yz[eT AOCTUIaTbCA IIPH JIF000M

Kak Obuto ToONlyueHO HaMH BBINIE, CKOPOCTh OOpa3oBaHMs MPOAYKTa B HEOOpPATUMOIA
peakuuu BbIpaxkaeTcs B CIEIYIOIIEM BH/IE:

__ kSIEL o KISHEL
Tk, kg [S) (kg ko [SD)
2
-p—\p -4
IMTocpencTBoM moncraHoBkH [S], = p f i MOJTy4aeM:
a
~ B ~day ~ BB’ —4ay
k1+ 20 [El]o _ k2+ 2a [EZ]O _ ( )
Vg = - K., V, = - k,,.(12
— - B - - - —-f—-p -4
(kl— + k1+ + kl+ 'B ﬂ 4a}/) (k2— + k2+ + k2+ ﬂ ﬂ ay)

2a 2a
Jloxka3zaTeJbCTBO yTBep:kaenus 7. Ilpumensist Yciosus coommowenus nepeoeo pooa K
(12) u orGpachiBasi BHICOKHE MOPAIKU MAJOCTU &, YUYUTHIBAs MPU PACKPBITUU MOAYJISI, UTO

K
(Kyv=ky [E ]o) 2 KMJ (Kv =k, [E],) , momysmm:

M,R

(c+b)(v'—k,, [E,],) — (@+D(vV—k.[E ],)
(C + b)(Vl_szr[Ez]o) + (a +1)(V._k1+[E1]0 - 2k2+[E2]o) ’
. (c+b)(v'—k,,[E,],) — (@a+D(v'—k,[E,],)
- (C + b)(3V'—3k2+[E2]0 - 2k1+b[E2]o) + (a +1)(Vl_k1+[E1]o) ’

[SEl] =

[SE,]
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_ (C + b)(Vl_k2+[E2]o) B (a +1)(V'_k1+[E1]o) be
" (c+b)(v'—k,,[E,],) + @+D)(v'=k, [E ], — 2k, [E;],) e
_ (C + b)(Vl_szr [Ez]o) B (a +1)(V'_k1+ [El]o) c

| (c+b)(Bv'=3k,. [E, ], — 2k, b[E, ],) + (@+1)(v'—k,, [E;],) =
3neck V'=V/e. Jlanee, mens Ha (C+b) u moncrasmas k,_/k, =cs, k,/k, =be,

k, /k,, =ag,k, /K, =&, nonyuaem:

K
(Klv_k2+[E2]o)_K7N“(K|V_k1+[E1]o)

[SE,]= K s J

(K,V—k2+[E2]0)+ KM’I (K|V_k1+[E1]o _2k2+[E2]0)
(Klv_k2+[E2]o)_EW(K|V_k1+[E1]o)

[SEz]: M K )

(3K|V_3k2+[E2]0 - 2k1+b[Ez]o) +K7M’I(K|V_ k1+[E1]0)
(Klv_k2+[E2]o)_EW(K|V_k1+[E1]o)
Vg = K 2 lzl+’
(Klv_k2+[E2]o)+K7M’I(K|V_ k1+[E1]0 _2k2+[E2]0)

K
(Klv_k2+[E2]0)_K7NH(K|V_k1+[E1]o)

vV, = MR K lz2+’
(3K|V _3k2+[Ez]o - 2k1+b[E2]o) + KiMI (K|V N k1+[E1]o)
M,R
rne K, =k,, /K,. .YTBepenne 10Kka3aHo.
, v v
Jloka3aTejbCTBO yTBepKIeHus 8. Bosbpmem £, = min( , ),
T 2K [B, ] 20k, [E ]

TOrAa s M060T0 £ < &, umeeM V/2 > [E,],K,, u v/2>[E,],k,,, ®,  crenoBatensHo,

v>[E,1,k,, +[E ] K,, . Torma momydaem, 4To cHCTeMa MMEET TOJNBKO KBA3HCTAIMOHAPHOE
peurenue, mpudeM V, = K, [E ] =V i Ve = K [Ei ]y =V g TIpu t — 0, yTBepikaeHHE

JIOKA3aHo.

Marepuan noctynun B pegakuuto 14 ¢espainst 2006 r., omyonaukosan 9 mapra 2006 r.
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