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Panee 6b1710 noxkasano [1], 4To MoJe/b ¢ MEPHOAHYECKH 3aTYXaIOWIHMH
KOJIe6aHHSIMH B TJIHKOJIHTHYECKOH LENH KauyeCTBEHHO IPABHJbHO OOGDBACHS-
eT GOJBIUHHCTBO H30TONHLIX 3((eKTOB yrjaepoia B XKHBOH KJIETKe, B TOM
yycJje oboramende 6MoMacchl aBTOTPO(MHBIX OPTaHH3MOB JIETKHM H30TOIOM
12C, MeXKOMIOHEHTHbIE H30TONHBIE pPa3JHuHsl OHOXHMHUECKHX QpaKuHui,
BHYTPHMOJIEKYJsIPHOe paclpejeJeHHe H30TONOB yriaepola B MeTaboaHTax H
3(deKThH ABIXaHHS,

DKCnepHMeHTaJabHO OblJIO NMOATBepXAeHO [9], UTO OCHOBHBIM 3JIeMeH-
TOM MEXaHH3Ma H30TONHOro (paKUHOHHDOBAHHUSI YIJEPOLa B KJCTKe SBJA-
eTCsl KHHeTHYeCKHH H30TONHBIH 3PQeKT peakuuH AeKapOOKCHAHPOBAHHS IH-
pyBaTa. OTMeueHa TaKxKe CBSi3b H30TONHOTO paclpefielieHHs1 B MeTaboanTax
€O CNeUH(HUHOCTBIO (EPMEHTATHBHBIX NPEBpPalleHHH HC NepeMelIHBaHHEM
aToMOB B MeTaboJHUeCKHX LHKJax [3, 4].

Hescno, oxnako, cnocobHa JH MOAeJab ONMHCaTb HabJIOJaeMble H30TOMN-
Hble 3((eKTH KOJHYECTBEHHO H KaK CBSI3aHO H30TOMHOE paclpelelieHHe B
MeTaboJIHTaX ¢ IHHAMHKON (QYHKOHOHHPOBAaHHS KJeTKH. OTBeTHl Ha 3TH
BONPOCH MOTYT OBITh NMOJYYEHHl TOJbKO IyTeM MAaTeMaTHYECKOro aHaJjH3a
MOJieJIH, KOTOPOMY H IOCBsIIlaeTcs AaHHasi paboTa.

BkpatTue ¢pusnueckas cyTb MOAEJH 3aK/J4aercs B cleAyioumeM. B rau-
KOJHTHYECKOH LEeMH KaxKAOH KJeTKH NPOHCXOAAT DELHIPOKHble KoJebaHus,
COCTOsIlIIHE M3 ABYX (a3 — IVIMKOJIH3a H IJoKoHeoreHeda [6]. B ¢dasy rau-
KOJIM3a NOJIHCaXapHAHOE JeNO paspsixkaeTcs, a OCJKOBOe M JHIHAHOe 3a-
NOMHAKTCS (HETTO-TOK yrJepoia HAeT BHH3»). [ JIHKOJH3 OXBaThlBaeT BCIO
uenb MeTaboNHYeCKHX IPEBPallleHHA — OT COOCTBEHHO TIVIHKOJHTHUECKHX
peakuHH 10 CHHTe3a JIMOHAOB H 6eakoB. B ¢a3y ramokoHeoreHesa, Haob6o-
pOT, TIPOHCXOIAT JIHNOJH3 M pacnaj Oe/NKOB, a YIJEBOAHOE AENO 3alOJHH-
€TCsl, HO JIHIIbL YACTHYHO, NOCKOJDbKY YacTh HCXOAHOH MOPLHH aCCHMHJIHPO-
BaHHOTO yTJepoja pacxXoAyeTcsl Ha ABIXaHHE H NpHpPOCT GHOMacchl (HETTO-
TOK yrJjepoja HAeT «BBepx»). IlepeksioueHne merabonu3mMa KJETKH C OA-
HOrO COCTOSIHHSI Ha JPyroe KOHTDOJIHPYETCsl €MKOCTBIO YIJIEBOLHOrO [ENO
yepe3 KOHUEHTPaUHIo rekcosomonodocdaroB. Ilockoabky yrieBojgHoe aemno
B KOHLE Kaxka0ro KonebanHs (B KOHIe (a3bl IVIIOKOHEeOreHe3a) 3amoJHseT-
¢Sl He NOJHOCTBIO, ero 6ydepHasi eMKOCTb CHHKaeTCs H MpelesbHasi KOH-
LIEHTPalHs TeKCO30MOHO(OC(HATOB, KOHTPOJHPYIOILAsl NEepPEeKIIoUeHHe B CO-
CTOsSIHHE TJIMKOJIH3a, ROCTHraercs OblcTpee, a MOTOKH yMeHbluawooTtcs. [losB-
JIFIOTCS 3aTyxaloulie KoJeGaHHs, NPOAOJXKAIOUIHECs A0 TeX NOp, MoKa He
Oyaer NOCTHTHyTa NpeJespHasl KOHLUEHTpallHs HEKOTOPOro HHTEPMeAHaTa,
Bo3pacTaiomas (MaH yObBaollasi) MapaJJenbHO ¢ KoJeGaHHSIMH B [JIHKO-
JIMTHYECKOH LenH. Ee NOCTHXKEHHe CJYIKHT CHrHaJIOM K COMpSIKEHHIO LHKJA
KajbBHHA C IJIHKOJIHTHYECKOH LENMbI0O H K MOCTYIUICHHIO B NOJIHCaXapHIHOE
JIENO «CBeXel» MOPUHH aCCHMHIHPOBAHHOTrO yriaepoja.

Hsoronneie 3¢¢peKkTH BO3HHKAIOT B peakUHH AeKapOOKCHIHPOBAHHS IH-
pyBarta B TIJIMKOJIHTHYECKYI0 ¢a3y Kaxaoro KoJebanusa. Ilosroproe npo-
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XOX/leHHe TOPUHH aCCHMHJHPOBAHHOTO YIJepoJa B XOJe 3aTyXaHHs KoJe-
GanHil yepe3 TJIMKOJIMTHUECKYIO leNb CONPOBOXKAAETCA yMHOXKEHHEM KHHe-
THYECKHX H30TOMHBIX 3()(}PEeKTOB peakuHH AeKapOOKCHIHPOBAHHA NHDPYBaTa.
B cooTBeTCTBYIOLIEE YHCJIO Pa3- YBeJIHUHBAIOTCA BCEe H3OTOMNHBIE Ppa3/jHuus,
B TOM yHCJe oforauieHde GHOMacchl M Bcex ee ¢pakuui H3oronom '2C.

UTo6bl OnHcaTh HabJiofgaeMoe pachpefesieHHe H30TONOB yrjepoia B
amMHOKHCJI0Tax [7], KakK caelyeT H3 aHaJ/H3a M30TOIHOrO pacnpeaeseHus
B MeraboauTax uukiaa Kpe6ca
[4], HeoGxommMO AOMYCTHTb, YTO
JUNHAHOe U GeJkoBoe Aeno B ¢a-
3y TI.TMKOJIH3a 3amoJIHAIOTCH HEOA-
HoBpeMeHHO. COOTBETCTBEHHO Je-
KapOOKCHJINPOBaHHe nHpyBarTa,
cHabxalolllee cybcTpaTaMd  3TH
Npolecchl, Mbl pa3fesseM Ha Iep-
BHUHOe H BTOpHyHOe. [Ipu mepBuu-
HOM J1eKapOOKCHJIHDOBaHHH  Bce
obGpasylomuecs Co-bparmMenTnl
HAYT B FJIHOKCHJATHBI# LHKJ H Ha
CHHTE3 JKHPHBIX KHCJOT. Lluka
KpeGca u cBsi3aHHBIE ¢ HHUM CHH-
Te3 6eNKOB pelpeccCHpPOBaHH.

[lo okoHYuaHHH CHHTe3a JIMIH-
JOB TIPOAYKTH DeaKUHH JeKap-
6okcunupoBanus mnupyBata  (Co-,
Cs-dparmentst 1 CO;z) B cOOTHO-
IIeHHH, OIpefesiieMOM 3SHepreTH-
YeCKHMH TOTPeOGHOCTSIMH  KJETKH,
nocrynmalor B unka KpeGca, rxe
OJHa YacTb yrJjepopa cyb6cTpaToB
OKHCJSIeTC € CONPSAXKEeHHBIM CHH-
tesoM AT®, npyras HCHOJNb3YET- Pyc. |. Baok-cxeMa NOTOKOB YriepoiHHX cy6-
C Ha CcHHTe3 OeJIKOB. IDTOT 3Tall CTpaToB B KJeTKE HAa i=—M KOJeGaHHH B MO-
N1eKapOOKCHJMPOBaHHST ~ MUpyBaTa A€M C MHOrOKDATHBHIMH KOJEGAHHIMH B IVIHKO-
Ha3BaH BTOPH‘{HBIM. PeI‘meuHﬂ JuTudeckoil uenu. OGO3HAYEHHA CM. B TEKCTe.
ONHCaHHOH N0CJ1eJ0BATENbHOCTH
AIPOLECCOB, MO-BHAHMOMY, OCYLIECTBJA€TCS depe3 KOHUeHTpauuio AT
WJIM BOCCTAHOBHTEJs, KOTOPBle CHHXKAIOTCS NIPH CHHTe3e JHMIHAOB H YBe-
JMYHBAIOTCS NpPH (QYHKIMOHHPOBaHHH LHKna Kpebea.

MaremaTHyecKHl aHaJH3 MOJEJH H30TONHOrO (PpaKLHOHHPOBAHHS CO-
cTosia B caexpyoieM. Jljs y3710B CMeIlIeHHsl NIOTOKOB CyOCTpPaTOB Ha LEHT-
pajbHBIX MeTaboJIHYeCKHX NyTsAX, BKJIIOYAMOUIHX HHKJA KajbBHHA, IIHKOJH-
THYECKYIO Llellb, B TOM YHCJE€ peaKLHI0 AeKapOOKCHJIHDOBAaHHS NHpyBaTa H
peaxunio Byna — Bepkmana, uuka Kpe6ca, rmHOKCHIATHHEA LHKA H doc-
(GOrJIIOKOHATHBIE LHKJ, COCTaBJSJICS MaTepHaJbHBIH H H30TONHBIN GaJjaHC
(puc. 1). Ilpuuem nns mMeTaboNMTOB, HAXOASIIIHXCA B 9THX y3Jaax, O6aJjaHnc
CBOIMJICS 110 KaXKAOMy aTOMY C y4eTOM CHNeUH(pHYHOCTH (epMeHTATHBHHIX
NpeBpalleHuil H MepeMelIHBaHHS aTOMOB B peakuMsx Hukaa [13, 14].

BanaHc cocTaBasiics NMOCJAEAOBATEJbHO AJs (a3bl IVIHKOJAH3a H ¢asH
IJIIOKOHEOreHe3a.

[Tpexne ueM nepefTH K pacCMOTPEHHIO pe3yJbTaTOB aHaJH3a, OCTaHO-
BUMCSl Ha CXeMe MaTepHaJbHBIX NOTOKOB (pHC. 1) B COOTHOLICHHSX MaTepH-
aJILHOTO W H30TOMHOro 6aJsaHca. )

[IpuMem mopuuio yraepojga @, NOCTYNAWOUIYI0 M3 LHKJAa KajbBHHA B
TJHKOJIUTHUYECKYIO llenb, 32 eAuHuuny (1l moab). ByaeMm cuHTaTh, 4yTO H30TOI-
HBII COCTAB 3TOH NOPIMH TaKoii e, Kak 0 accumunupyemoit CO,.

PaccMOTpUM  CTajauio IVIMKOJH3a, i-e KojeGanue. Ilopums yraepoaa,
nocTynawulasi ¥3 yrJaeBOZHOrO Jeno Ha i-e kKojebanue, paBHa Q;. BeTsue-
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HHE YIVIEPOJHOrO MOTOKa BO3HHKAET MPH JeKapGOKCHAHPOBAHHH THPYBATa.
[TIpu nepBHYHOM NEKapOOKCHIHPOBAHHH CO CTENEHbIO TpeBpaleHus F)
NOSIBJASAIOTCS TPH NOTOKa (pHC. 1):

CO, pl,i=_;'F1Qiy (1)
Ca-parmentos gy, ; = — F,Q;, (@)
Cy-dparmentoB gy, ;=(1—F)) Q,. )

3unayenne F; BapbupoBajo ot 0 po 1. IlocTosHHEle KO3 dHUHEHTH B
YPaBHEHHSIX YYHTBHIBAIOT CTEXHOMETPHIO IIOTOKOB B ATOMHBIX [OJSX OTHO-
CHTEJIbHO €JHHHYHOTO MOJIbHOTO NOTOKa HCXOJAHHIX cybcrpartoB. [uist pacue-
Ta H30TOMHHIX COCTaBOB aTOMOB B NPOAYKTAaX NEPBHYHOTO AeKapOOKCHIHPO-
BaHHs NHPYBaTa HeoOXOJHMO 3HATh KHHETHUECKHI H30TONHHIH 3(dekT a,
onpejessieMbi KaK OTHOLUEHHE KOHCTAHT CKOPOCTEH peaKLUHH AeKapOOKCH-
JIHDOBaHHsl H30TONHBIX ¢(opM mnHpyBaTa. [loCcKOJNBKY TeopeTHuecKoe 3Hauye-
HHE @ JJIs peaKUHH AeKapOOKCHJIHPOBAHHsS OLEHHBaJOCh B mpejenaax 1,03—
1,08 [10—13], a akcmepuMeHTaJbHO OGHApY:KHBAJHCh H MeHbIlHe 3Haue-
HHA — 1o a=1,01 [9, 13], nokasaTeap o paccMaTpHBAaJC KakK BapbHpye-
MBIl MapaMeTp C JHaNa30HOM, ONpejelisieMblM 3KCIEPHMEHTAJbHBIMH U Te-
OPeTHYECKHMH JaHHBIMH. DTO O0OCHOBLIBAETCH €Ile M TEM, YTO B Pas3HBIX
kaetkax pa3peiB C—C-cBsI3H MOXKeT BHOCHTb HEOAHHAKOBBLIH BKJAA B JIH-
MHTHPYIOUIYIO CKOpocTb cTajnio. CjenoBaTesbHO, 3Q(QEKTHBHBIe 3HAYEHHS
a B KJIETKaX pPa3HbIX OPraHH3MOB MOTYT Pa3JHYaTbCs.

M3oTonHuii cocTaB aTOMOB B NPOJAYKTaX PeakUHH AeKapOOKCHAHPOBA-
HHA mHpyBaTa GyldeT MEHATbCA COrJIaCHO CJCAYIOIIHM BbIpaxkenusim [2]:

11— (1 —Fy)l/% \
— 11.103, 4
(1 —28) F; +q [l — (1—F)"/%] J @)
Ce-dpparment CH;—CO—SKoA (C,—Cy)

IF ’
513 —_ — 1 —1l.108
CC:(C:) a2.1 {(I—Bq)F1+2q[l—(l_F1)l/a } 10 ' (5)
83Cc, (cp =a3, 1=0ay, 1,
Cs-pparment CH3—CO—COOH (C;—Co—Ca)

OCc,(cy) =04, 1 = LA —Fyle —1%.108 (6)
SRR (1 —3¢) (1 — Fy) +2q (1 — Fy) /@ '

[(1—F)l= \
— 11.108, 7
(1—29 (1 —F)+q(—FYt/* (7

COz GISCCO, = al, 1= {

83Cc, (cy=as,, = {

813Cc, (c)=a4, 1 =105, 1,
. [13C /12 _ [8¢/12q)
3J1echb l——[ C/ C]’aq_l_—i——[lTC/TC]
Jdas yno6crBa pacuera BBelleHbl OyKBeHHble 0003HAY€HHs] H30TOIHOIO CO-
CTaBa aTOMOB MPOJYKTOB AeKapOOKCHJIHPOBAHHS H BCe aTOMBI NPOHYyMEpO-
BaHH (MepBHIi HHXXHHH HHAEKC). BTopolt HHXKHMA HHIEKC «l» o3Hauaer
nepBHYHOE JeKapOOKCHIHpOBaHHe, F) — CTeleHb NpeBpalleHHs NHpyBaTa
ApH MEePBHYHOM JeKapOOKCHIHPOBaHHH.

Torza ¢ yyeToM H30TONHOrO COCTaBa COOTBETCTBYIOLIHX aTOMOB CyOCT-
paToB A, ;_,, TOCTYNaoUHX H3 npeAablayulero (i — 1)-ro koseGaHus, H30-
TONHBI COCTAaB aTOMOB NPOAYKTOB NEPBHYHOrO AeKapOOKCHJIHDOBAHHsi Ha
i-M KoJebaHHH omnpejeJisieTcss Kak

by, i=ay, i+ hy, i1 @
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O6pasoBaBunecsi Co-pparMeHTH HAYT Ha CHHTE3 JIMMUAOB (MKHPHHIX KHC-
JOT H B TNJIHOKCHJATHBIA LMKJ), H30TONHBIA COCTAaB KOTOPHX ONpeJe/sercs
KakK

xi=_’M;_b81_ 9)

YuuTEIBasi, UTO CTPYKTYpH, CHHTe3upyemble udepe3 Co-pparments!, co-
CTABJSIIOT OCHOBY JIMIHAHOH (ppakiH¥ GHOMACCH OPraHH3MOB, 3[€Ch H B
NajbHedlIeM TePMHH «JHIHABI» 6yJeM OTHOCHTb HMEHHO K 3TOH 4acTH JIH-
NUAHOH (pakLHH, a ee H30TONHLIA COCTAaB ANPOKCHMHPOBATbL H3OTOMHBIM
coctaBoM Cy-pparMeHTOB (3TOT TEPMHH B3AT B KaBBIUKH).

CO,, ob6pa3oBaBuasics NpH NEPBHYHOM JeKapOOKCHJIHDOBAHHH Py 4)
(puc. 1), BBIABIXaeTCS € H3OTOMHBIM COCTaBOM by, ;. OcTaTouHbIl NHpyBaT
NI0BepraeTcss BTOPHYHOMY AeKapOOKCHJIHPOBAHHIO CO CTEMeHbIo NpeBpalle-
Hus Fa (0<<F<C1) u BHOBb 06pa3yloTcs TpH notoka (pHc. 1):

1
CO, 9s, 1 =3~ Faq,, ;, (10)
Cobparmentos g, ;=5 Fads, 1, (1)
C,-dparmenroB g5, ;= (1—F,) gy, ;. (12

Crenenn npeppalueHuss F; IpH BTOPHYHOM JeKapOOKCHIHPOBaHHH 3a-
BHCHT 0T cooTHolleHHs1 Cp- H Cs-bparMeHToB, NOCTYNAIOUIHX B IIHKJ Kpebcea,
KOTOpO€ OIpeJeJIsieTCs SHEPreTHKOH KJETKH, TaK Kak OHO 3ahaeT YHCJIO
o6opoToB 1HKaa. Ecau uyHceao Co-hparMeHTOB, NOCTYNAKIUMX B LMK,
0603HaYUTb Nc,, a YHcao Cs-hparMeHToB nic,, TO 3HayeHHe Fy BHIpa3HTCH
KakK

Fym—Ct
P g, 19

H3oronubli cocTaB aTOMOB HPOAYKTOB BTOPHYHOIO JexapOGOKCHIHPOBAHHSA
C y4eTOM BBHIpaXKeHHH (4—7) MOKHO 3alHCaTh

CO, 88C, =C, ;=b, 144, (14)
Co-gpparmentnr  8%Cy o =C, =0, ;+a, , (15)
819Cs, 4, ,=Cy, 1="bs, ;0 o (16)
Cy-pparmentst  8'°Cy, o, =Ca, i=0bs, i+ a4, 2, (7)
813Cs, ¢ i=C5, i=bs, i+as, 2, (18)
61%Cs, ¢5, ;== Ce, i=1bs, it aG, 2. (19)

34ech a,, — H3OTOMHMIA COCTAB YIJIEPOJAHHIX aTOMOB B MPOAYKTax AeKap-
OOKCHIHPDOBAaHHS NHpyBaTa; k& — HOMep aToMa; 2 — BTODHYHOe AeKapOoK-
CHJIHDOBaHHe.

Yacrts notoka CO;—¢@s, ; — cBsidbiBaercsi ¢ Cs-pparMeHTaMH B peaKilHH
Byna — Bepkmana u nocrynaer B uuka Kpe6ca B Bune Cy-cTpykTYp (OKCa-
Joauerata). 3HayeHHe 3TOr0 NOTOKA, ONpeJessieMOe CTeXHOMETPHeH peak-
LHH, 3allHCHIBaeTCs

1
Gs, 1="73"s, i. (20)
Ocraabnas yacts CO, BHABIXAETCA KJAETKOMH

P2, 1=43, i—ds, i (21

Hrak, B uukne Kpe6ca B ¢asy rJHKOJH3a CMEUIHBAIOTCS TPH H3OTOI-
HOpasJuyaromuxcss notoka cyberparoB. M3 nukia BeiBoAsiTcsl MeTaOOJHTHI,
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ABASIOIIHECS T'€HETHUECKHMH INpealIeCTBEHHHKAMH OOJbIIHHCTBA aMHHO-
KHCJIOT H HEKOTOPBIX JPYTHX KOMIIOHEHTOB.

M3 crexnomerpuy peakuHil LHK/Ia CJEAYET, Y4TO KOJHYECTBO 06pasyio-
IIHXCA B LHKJE MeTabOJHTOB PAaBHO KOJHYECTBY MOCTYNHBIIUX B UHKJA Cy-

CTPYKTYpD, T. €.
g7, i=4qs, : +G5, ¢, (22)

a KOJIHYECTBO BBIJILIXa€MOH B IHKJE YIJIEKHCJIOTBHl — KOJIHUECTBY OKHCJsie-
Mbix Co-pparmMenTon

P3, =44, .. (23

Jl/1s OUeHKH H30TONHOTO paclpefieieHHsi YIJepoia B aMHHOKHCJOTAX,

CHHTe3MpYeMHIX H3 MeTaboJHTOB UuKJa KpebGca, HeoO6XOAHUMO YYHTHIBATH

cnenHpHYHOCTh B3aHMOJEHCTBHH H NepeMelIHBaHHE AaTOMOB B pPeEaKIUsX

uukaa. [loapo6rHo sto omucano B pabore [4], 3Zech NPHBOASTCA OKOHYA-

TeJbHble BolpaxKeHHA. IJist ogHoro o6opoTa LHKJIAa H30TONHBIH cocTas Cy-
CTPYKTYPHl 3aMHCEIBAETCS

dn*l = dn_1 =0,5 (Cs, +Cs, i)» (24)

d55' = d35' =0,5(Ce, i+ Co, o). (25)
Hast n 060poTOB KK

di,: =di ;=0,5(d373' +Cs, 0), (26)

dz, ;= d5, 1 =0,5(dg 3" +Cs, ), @27

rge di ; uds ; oOTHOCATCA K KapOOKCHJABHBIM aToMaM yraepoaa, a
dy uds ; —K paauKaJbHBIM atoMaM  Cs-CTPYKTypHl. OTHomeHnHe

fc,: ic,, a ciefoBaTeJbHO, N 3aJaBaJHCh KaK BapbHpyeMble MapaMeTpH.
Beino, onHako, nokasauo [4], uto npu n>10 pacnpenesieHHe H3OTONOB B
MeTabonHuTax LHKJIa CTAHOBHTCS CTAlHOHAPHBIM,

Y GOJbIIHHCTBA OPraHH3MOB CHHTE3 aMHHOKHCJOT B OCHOBHOM CBfi3aH
¢ (pyHkuHOHHpOBaHHeM LiHKJIa Kpeb6ca. [1o3TOMy H3OTONHBIE COCTaB yriepo-
Aa 6enKoBOil (paKUMH Yy HUX ONpeleJsieTCs] H30TONHLIM COCTABOM YIJepoaa
MeTabOo/NIMTOB LHKJA, anpoOKCHMHpPYyeMBIXx Cys-cTpykTypaMH. C yueroMm 3TOrO
ONnpeJesUM TEPMHHOM «0eJKu» Ty yacTh 0eJKOBOH (pakKluH, KOTOpasi CHH-
Te3upyercsl 4epe3 MeTaboJUTH HHUKJAA, UTOOB NOAYEPKHYTh YCJAOBHOCTh
NPHHATOTO TEPMHHA «6eJKu», B TeKCTe OH OyHeT 3aKJIO4YeH B KaBBIUKH.

Taknm o6pas3oMm, cyMMapHBI# H30TONHBIE COCTaB yrjepoaa <«OeJKOB»
onpenensieTcss Kak

¥i=0,5(d? :+d3 ., (28)
a usoronunlii cocras CO,, BriABIXaeMoit B UuKiae Kpebea, Kak

Cl +C [+Z< n—l_l_dn—l)
K= on . (29)

Paccmorpum ¢asy ruaioxkoneoreHesa. llpu aunoanse u pacnaje «bed-
KOB», NPOHCXOASLIHUX IIPH H3MEHEHHH HaNpaBJeHHs IOTOKOB CyO6CTPaToB,
4acTb YIJepoja <«JIHINHAOB» H «0OeJKOBy», 00pa3s0OBaBLIMXCA NPH IJIHKOJH3E,
HIeT Ha npHpocT O6HoMaccH. [ mpocTOTHl aHaJM3a A0JH NOTOKa Ha IIpH-
POCT COOTBETCTBYIOLUHX (paKLHii MBI CYHTAJH MOCTOSHHBIMH HE3aBHCHMO OT
KojeOaHu#H. COOTHOIUEGHHE 3THX [AoJell MPHHHMAJOCh TAaKHM, KakK H COOTHO-
menne ¢pakuuit B 6uoMacce HCCIeAyeMbIX OpPraHH3MoB. Brpouem mnpegyc-
MaTpPHBaJach BO3MOXKHOCTb BaPbHPOBAHHS 3TOrO COOTHOLIEHHS H abGCoJIOT-
HBHX 3HayeHH# oTOOpOB Ha mpHpocT. Ha pHc. 1 moJif HA NPHPOCT JIMIHAOB
o6o3HayeHa P, a Ha NPHPOCT GeNKOB — Pj.

[Ipu B-OKHMCJIEHHH XKHDHBIX KHCJOT, KOTOPHIMH MBI aNNPOKCHMHDYEM
JHNHABI, o6pasyiorcs Co-bparMeHTH ¢ NMPHOMH3UTENBHO TAaKHM Ke H30TOIN-
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HBIM pacnpejeseHneM, kak H B Cy-pparMenTax, HCHOJb30BAHHBIX HA MX CHH-
Te3 (C TOYHOCTHIO A0 NONPAaBOK Ha H30TONMHHE 3¢ (hEeKTH B MNpoLeccax JHMO-
renesa H JHnosausa) [15]-

%-f 4acThb OCTABLUErocs IIOTOKA @g ¢ TPAaTUTCA HAa OKHCJEHHE B IHK-
Jae Kpebca

9. i = (91, :—P1, ) %- (30
OcranibHasi YaCTb OTOKA g ;  HAET B INIHOKCHJIATHBIH HHKJ
gs, 1=(q1, i —P1, )- (1 —%), (31)

H3 KOTOPOTo BHIBOJHMTCS CYKLHMHAT, NpeBpallaoluics B okcajaoauerat. [lo-
CJeJHHMA CJYXKHT INpellecTBeHHHKOM ¢ocdoeronnupyBara (PEIT). Ilpu
3ToM 1/4 yacTb MOTOKa BHIBOAHMTCH M3 KJeTKH B BHAe CO,, obpasymouleics
npH AeKapOOKCHJIHPOBaHHH OKCaJsoalleTara.

Koanuectso ®EII, o6pa3oBaBuierocss B x04e JHIHIO-YIJIEBOAHOro 06-
MEHa, paBHO

Po, i='2—49, z, (32)
a KoauyecTBo Boigeausuieics CO,
1
P4, 1=-—799, 1. (33)

Hsoronuniit cocraB cymmapsoro yraepoaa ®EII onpenenntes kak

®;

b 2b
— s.i‘;‘ 2.i' (34)
Hsotonusiit coctaB CO; paBeH bg, ;.

Kara6oausm Geakos B xoJe 6€IKOBO-YIJEBOAHONO OOMEHa OCYILEeCTBJIS-
ercsi uepe3 uuka KpebGca. BHauase Gesku mpeBpauialoTcsi B NMPOMEXYTOU-
Hble TPOAYKTH LHMKJa, KOTOpble OKHCJAAI0TCA B MaJnar. [locjeRHHE BBHIXOAHT
H3 MHTOXOHIpHH, OKHCJSETCS B LHTOMJAa3Me B OKCaJoaleTaT C NOoCJAeAylo-
mwum o6pasosanuem OEIT mox neiictBuem uurtonsnasmartuueckoit OEIl-kap-
GoxcHKHHA3bl, Kak M B cayuae JHNHAHO-YrieBoAHOro o6bMena, B PEIT mpe-
BpalllaeTCsi JHUIb 3/4 NMOTOKa OKHCJsieMbiX G€JIKOB, OCTaJbHAsl 4acTb BHIJeE-
asiercss u3 kaetku ¢ CO, npu neKapOGOKCHIHPOBAHHH OKcaJsoauerara. KouaH-
yectBo ®EII pecunresa npu 6e1K0BO-yrieBojHOM oO6MeHe paBHO

Gr1, i =47, i — P2, 1) -%/s, (35)
a HM30TONHBIA cocraB cymmapHoro yriaepona PEII, o6pasosaBuierocs npu
6eJIKOBO-yIVIEBOAHOM 0OMeHe,

a} ;4247
g; = 1, 3 2, i' (36)

Konnuectso Boigenubuiefics CO, Npu npeBpalleHHu okcaJjoauerata B ®EI
COCTaBJsIET

1
Ps, i= (Q7, i—P2. 0 (37)

ee H30TONHBIH cocTaB — df, i

Kpome Toro, B ¢asy riiokoneorenesa B UHkJe Kpebeca oGpasyercs CO,
3a cuer okHcieHHsi Cg-()parMeHTOB, MNOCTYNHBUIHX B HErO fipH B-OKHCJEHHH
JKHPHBIX KHCJOT,

Ps, i=4s, i 38)
C H30TOMHbIM COCTABOM Xi.
Takum oGpasom, o6wuii MeraGonnyeckuit ¢doux PEIl B ¢asy rawoko-

HeoreHesa ckaaiabiBaercs H3 QEII, o6pa3oBaHHOro npu JHOHAHO- H GeNKO-
BO-yIVIEBOAHOM OoOMeHe,
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G2, i=dq10 i +qu1, ¢ (39)

Pacnpeﬂeneﬂne H30TONOB YIJ€poJa B HEM ONpeAeasAeTCss CJACAYIOLWHMH CO-
OTHOILUECHHSIMH:

fi. o= (b2, 1910, i+ d5 qu1, i) —1',

912, i
fo.i=F, o (40)
fs. i= (bs, o, i+ dl, i, i) "L-,

Q12, i

a W30TONHBIH cocTaB cyMMapaoro yraepoiaa goungza ®EIl pecunresa paseH

Vi

_ fa.i—é-2f1,z _ (41)
Hanee no nytu o6pautenHoro raukosausa ®EIT pecuHTesa mpespauiaercsi B
rioKo30-6-¢pocat (I'6Q), mocneaunit — B kKpaxmaga. OgHaKo mpexiae yem
NpeBpaTUTbCH B KpaxmaJ, NOTOK yrJaepoAa NPOXOAHT POCHOrJIOKOHATHBIH
LUHKJ, B KOTOPOM IIPOHCXOAHT YacCTHYHOe OKHCJeHHe 6 u cuHTe3 NATHYr-
JIePOJHBIX CaxapoB — pHOO03, HAYIIHX HAa CHHTe3 HYKJEOTHAOB H aKIeNTo-
pa CO; — Pull®. [To HekoTophIM oueHKam [5] B docdoraokoHaTHOM LHKJIE
okHcasiercss 1o 10 % yrsepogHOro moToka, 4TO NMPHOJH3UTENBHO COOTBET-
CTBYeT ABYM o6opoTaM LHKJIa. YHcJ0 060pOTOB (PoCHOrMIOKOHATHOTO LHK-
Jla m 3alaBajioch NapaMeTpHYeCKH H BapsHpoBaJio ot 1 no 3.

KoanyectBo I'6®, npomenuiero uepes ¢pocoraioKOHATHBIH LUHKJ, PaBHO

5\m
Tia,1= () 91 (42)
KoanuectBo COg, obpasyiomeiics Ha NPOMEXKYTOYHOM mj-M 000pOTe
UHKJI2,
. 1 5 \m;—1
= a5 (13)

O6uree konnyectBo CO,, o6pa3oBaBuieiicsi 32 m 060POTOB (HOCHOIMIOKOHAT-
HOrO LHKJIa, ONpeensieTcs
m ms
£
Pr.i= X pili - (44
mj=1
JeranbHblfi aHaIH3 H30TOMHOrO pacnpejeneHus yrsaepoia B I'6d noc-
Jie MpPOXOXKIeHHsi (POCHOrJIIOKOHATHOrO LHKJMa JaH B pabore [3], mostomy
Mbl OTPAHHYHMCS NPHBEJEHHEM OKOHUATEJbHBIX BhIPaXKeHHH.
Pacnpeznesnienne n3oTonoB yriepoaa B I'6@ mocie ¢oCcPOraoKOHATHOrO
LHKJa MOXHO 3amHcaTh

npu m=1 npu m>1
gl i =0,2(4fs i+ 1, o), gt i=02(4g5 7" + g7 7"),
g, i=02{4fs i+f2 ), g7 :=02(4gs7 +g57"),
g3 :=0.2(3fs i +2f2 s), g5:=02(3g57"+257"), (45)
g1, i=[3 o gT.i=f3. i
gs, i=[2, i ggft':f?. i
gs, i=[1, s g%'l.izfl,i-

HsoronHeléi coctaB cymmapsoro yriaepoga I'6@ mnocje npoMexRyTOYHOro
060poTa LHKJAa NpeJCTaBHM B BHAE

m; 1 8 m;

ri’= 5 Ngeli (46)

=
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Ta6auyga 1

Mpumep pacuera maTepuaabHOTO GalaHca NMOTOKOB YIJepoja B KJIETKE MO MOJEJH
¢ MHOTOKDATHBIMH KOJe{AHHSIMH B TJHKOJHTHYECKOH UENH

i-e KoJae-

Ganue ' 91, i 9, i 93, 94, 3 s, i 9, i 97, 1 98, § 99, §

0,3333 0,5000 0,1500 0,0500 0,3000 0,0167 0,6673 0,3333 0,2995
0,0628 0,0942 0,0283 0,0094 0,0565 0,0031 0,0126 0,0628 0,0560
0,0112 0,0167 0,0050 0,0017 0,0100 0,0006 0,0022 0,0112 0,0095
0,0013 0,0019 o0,0016 0,0002 0,0012 0,0001 0,0003 0,0013 0,0007

W N -

l 910, i 9, Y12, & l 93, i P, i Py, i l Ps, Pg, i Ps, i

0,2246 0,0496 0,2743 0,1904 0,1667 0,1333 0,3000 0,0749 0,0333
0,0420 0,0091 0,0511 0,0355 0,0314 0,0251 0,0565 0,0140 0,0063
0,0072 0,0013 0,0084 0,0059 0,0056 0,0045 0,0100 0,0024 0,0011
0,0005 0 0,0005 0,0003 0,0006 0,0005 0,0012 0,0002 0,0001

o QO DN

Pe,i | Pri| Pz.i ‘Plyi Py g | P Py Q;

0,3333 0,0838 0,8085 0,0005 0,0006 0,0020 0,0030 0,1884
0,0628 0,0156 0,1520 0,0005 0,0005 0,0020 0,0030 0,0335
0,0112 0,0026 0,0267 0,0005 0,00056 0,0020 0,0030 0,0039
0,0013 0,0002 0,0028 0,0005 0,0002 0,0003 0,0010 0

N —

[Tpumeuanue. 3gecs u B Taba. 2 uexonuwle faunne: Qp=1, F;=0,5, neing, = 9:1
m=2, P,=P,=0,0005, P3=0,0020; o603HaueHHs1 AaHH B TEKCTe.

a u3oTonHuii coctaB COy, BEAGASIOMIENHCA HA m;-M 060pOTe UMKAa, gi 7 '.

Hsoronumuiii cocraB yriaepoda ¢oHAA KpaxMmasaa Ha i-M KoJeGaHHH C
TOYHOCTbIO A0 H30TONHHIX 3¢ (HEKTOB MOJHMEPH3ALHH T'JIIOKO3H paBeH
a=r’ . (47)
Tepmun «yrjeBoibl» 34eChb H B JajIbHEHILEM Mbl OTHOCHM K Kpaxmalgy, CO-
CTaBJSAIOLIEMY OCHOBY YIJeBOJAHOH ()pakUuHH OHOMAacChl PACTEHHH, a H30TON-
HBIH COCTaB NoOCJeJHero annpoOKCHMHpyeM H30TONHHIM coctaBoM ['6d (Tep-
MHH B TEKCTE B35IT B KaBbIYKH).
Joss yraepoaHoro HOTOKa Ha NPHPOCT <«YIVIEBOAHOR» (pPakKLHH TpH
i-M KoJebaHHH obo3HaueHa Pj,;, TOria KOJHYECTBO yrJepola NpH Cleaylo-
mem (i+1)-M Kose6aHHH paBHO

Qi+1=1013,:— Ps, :. (48)

Hsotonublii cocraB yriepoia 6Homacchl, o6pasoBaBuiefics Ha i-M koJjeba-
HHH, ONpeJeJIsieTCsl COMVIACHO BhIPAXKEHHIO

P x+P y+P 25
9, — — 1 i%i 2, i¥i 3, i%i 49
¢ Pi,i+ Py i+Psg; - (49)

O6wee koanuectBo CO,, BoIABIXaE€MOI B X0/e KOJe6aHHs, PaBHO

7
Pzi= Y Pn,i- (50)
k=1

Ee uszoronsHii cocras
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m
ms m;
Py, by, i Ps, ;Cy, it Py, K+ Py, ibs, iP5, AT 4P, i+ D P

ﬂ‘Ij=l

P =

Pz,
(31)
Hsoronubiit cocras nupyBaTa Ha (i-+1)-mM KoseGaHHH, UCNOJNL3YEMbIH /ISt
onpeaeneHus b, ; B BblpaxKeHHH (8), samucbiBaeTcs

he, 0=0,5 (gh ¢+ fr, i)» (52)

HoMep atoMma k MmeHsiercs ot 1 10 6.

Jnsi monyuyeHHs HHTerpajbHBIX XapaKTEPUCTHK, ONpeAesiONIHX MOTO-
KM yriepoja B KJeTKe H MX H30TOMHBbIA COCTaB, HEOOXOAHMO CYMMHPOBaHH:
no BceM KoneGauuaM. TOorza MOXKHO 3amHCaTb CJAELYIOIIHE COOTHOILEHHS,
ONHCHIBAIOLIHE H30TONMHbBIE COCTABH YIVIEPOAA «JIHIHAOBY:

E Py, ix;
§13C, = L (53)

dd

yraepoja «6enKoB»

813C, (54)

yryiepoja <yrjieBOLOBY»

§C, =t (55)

Ta6auumwa 2

Pe3yAbTaThl PacyeTa MEKKOMIIOHEHTHOTO M BHYTPHMMOJEKYIAPHOrO pacnpenefeHus
H30TONOB YIJIEPOAA MO MOJENH C MHOFOKPATHBHIMH KONEGAHUAMH B FHKOJIHTHYECKON MeNH
(6C® B %, orHocuTenbHO accumuaHpyemoil CO,)

° C,s Cs O6wun C C C, C,s C. O6uust C
5

o®

% 9 9

?§ bs, 1 bs, s x5 9. 9, i a3, ¢ 9 v;

«JTunuae (Cy) «Beaku» (Cy)

1 +0,46  —20,17 -98 46,29 0,12 +0,12 +6,29 +3,09
2 —5,15 —2581 —I15,47 -+0,68 —572 572 40,68 —2,52
3 —10,27 -—-30,52 —20,39 —4,24 —10,84 —10,84 —4,24 7,52
4 —15,03 —34,89 —4,96 —8,81 —1560 —1560 —8,81 —12,20
z; —7,50 —27,84 -—17,67 —0,07 —-540 —540 —0,07 —2,78

] Cs C: Cs C, Cs Ce | O6mmi C
o

o 2 2 2 g
S= € g ¢ gg.z ey g ¢ gg.i 2 *
«¥Yraepoan» (Cg) «Buomacca»

1 -—11,60 —I11,67 —i2,40 —18,36 --0,40 40,40 —8,87 —7,04
2 —16,75 —16,00 —16,94 —23,63 4,70 +470 —13,77 —I12,18
3 —21,47 —19,95 —21,08 —8,22 -—-949 —-949 —18,29 —16,85
4 —27,74 —5,34 —26,74 —34,89 —14,03 —15,03 —4,13 —21,40
Z; —13,61 —I12,98 —I13,74 —I19,01 —1,73 —1,73 —10,47 —10,80
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yraepojga 6HOMACCH
P813C, + Py813C, + Po012C,

t= Pt PPy : (9
31echb P1=EP1,i, P2=2P;i,P3:2P3,i:
i i i
CO, nvixaHus
Z_‘Pi”z,i
p= (57)

Zilpz,i

[TpounaoCcTpUpyeM ONHCAHHYIO MaTEMaTHYECKYI0 MOJe/b IIPHMEpOM,
npeAcTaBjeHHBIM B Taba. 1 1 2 1 Ha puc. 2. VI3 pesysbTaToB pacuera BHAHO,
YTO B COOTBETCTBHH C (PU3HYECKHMH INIPEACTABJECHHSIMH, 3aJI0KEHHBIMH B MO-
neab (puc. 2, Taba. 1), oHa omHchiBaeT 3aTyXawuiHe KoseGaHHs, BbIPaKaIo-
mecss B OBLICTPOM COKpAallleHHH IIO-
TOKOB Ccy0CTpaToB, Y4acTBYIOIIHX B
MeTaGoJMHUeCKHX  KosebaHusx. ITo
OTPaHHYHBAET YHUCJIO BO3MOXKHBIX KO-
geGanuilt (4—5) B 3aBUCHUMOCTH OT
npupocra (GpakUHH, a CcJaeloBaTelb-
HO, U TpepeJpHoe oboraimieHue O6HO-
Macchl JerkuM usoronoMm !2C, Koro-
poe HEeCKOJbKO HHKe Habsi0JaeMoro.
Ormerum (taba. 2), 4YTO B pe3yJb-
TaTe YMHOXKEHHS KHHETHYeCKHX H30-
TOMHBIX 5((HEeKTOB B XOAe aBTOKOJe-
6aHuit M30TOMHBIH cocTaB oOpasylo-
LIIUXCH Ha KaxJIoM KoJjebGaHHH OHO-
KOMIIOHEHTOB H OHOMAacchl B LeJOM
oboramiaercs Ha 59 wusoronom 12C,
MeHsISICb 32 ueThlpe KoJebDaHuA OT
—7 1o —21,4%. B wurore usoTtomn- 3
HBIH COCTAaB OGPa3yIOLIeHiCst 32 YeThi- Puc. 2. JJunamuka 3atyxanus KoaeGaHuit

6 6 NOTOKOB YIJepONHLIX Cy6CTPaTOB 1O AaH-
pe KoOJehanus OHOMACChl B CPEAHEM  yym pacuera Taba 1. Bce noTokH B 0asix

paser —10,8 %o. oT Qo =1 (Qp— accuMunnposaHHas IoOp-
Moness TNPaBHALHO ONHCHIBAET UHA YIJepoa, HOCTyHalOm;iﬁ B IVIHKOJH-
) THYECKYIO LEeMNb).
Ha6JHOﬂaeMoe pacnopeaesieHue H30TO Q; — NOTOK <YIMeBONOB», §, ; — MOTOK <«IHIH-
OB MexXIy @PaKHHﬂMH 6HOMACCHl  nops. g5 ; — MOTOK «Genkos»; a, 6, 8, 2 — i pas-
[8] . Co,uep}xa}me 2C B gunumax HO 1, 2, 3 B 4-My KoneGaHHsAM.

6oJsibllle, YeM B YIJIEBOJAX, B IOCJEN-

HUX OoJbllle, yeM B GeJkax. Mogjeap Takxe ONHCBIBaeT OOOTamieHHOCTD
KapOOKCHJIbHBIX IPYyNN aMHHOKHCJOT H3oTomoM !3C OTHOCHTEJNbHO YIJIepO-
Ia paJMKaJbHOTO ocTaTKa [7], mpeackasbiBaeT 0O6OralleHHOCTb KapOoK-
CHJIbHBIX TPYIN JKHPHBIX KHCIOT u3oTonoM !2C u uepefoBaHMe H3OTOIHO-
JerKHX H H30TONHOTSKeJNBIX aTOMOB yrjepoja BHOJb MX ckesJera. [locnen-
Hee corJjacyercsi ¢ HabuiogaBuleficsi B 3KCHepUMeHTe 0OOOTalleHHOCTbIO
kap6okcusbHOro yraepona Co-pparmeHToB usoromom 2C [9].

M3 pesynbraToB pacuera cienyer, uTO MOJEKYyJbl TVIIOKO3bI, Q6pasylo-
uleficss NPH TJIOKOHeOoreHese, 06/1a4al0T CBO€OOPA3HBEIM pacnpejieseHHeM
H3oTOnoB. B xoZe Kose6aHHH H3OTOMHBLIE COCTAB TPEX aTOMOB C TJIIOKO3H-
HOrO KOHIA MOJIEKYJIbl MEHSIeTCS, a TPeX APYTHX OCTaeTCsl NOCTOSHHBIM.

Takum o6pasom, MOAeJb NO3BOJAET OOBSICHHTL HAGIIORAEMYIO KAPTHHY
pacmpefiesicHHs H30TOMNOB yIJepoia B KJETKe aBTOTPO(HBIX OPraHHU3MOB H
npeAcKasaTb pacnpefesieHHe H30TONOB B HEH3YYEHHBIX GHOKOMIOHEHTaX.
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Crarea nocrynuaa 22 anpeas 1982 e.

SUMMARY

The mathematical analysis of the model of the carbon isotope fractionation in an

autotrophic cell consisted in making up systems of equations o
balance for the points of mixing flows of

paths. With metabolites present in

these points the balance

material and isotope
substrates in central metabolic
was achieved for each

carbon

atom, taking into consideration specific features of enzymatic interactions and mixing
of atoms in cycles reactions. A concrete example shows that the model allows to pro-
vide quantitative description of intramolecular isotope distribution in metabolites and

of other isotope effects within the cell.

110



