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ITpoananu3upoBaHbl MPOOIEMBI COOTBETCTBUS KHUHETHUCCKUX MOJIENCH KIETOUYHOTO MEeTaboIn3-
Ma ONHUCBHIBAEMOMY MMH OOBEKTY. M3M0XKEHBI OCHOBBI CTEXHMOMETPHHU IOJHOIO MeTabolm3Ma U ero
Oonpmux yacteid. Omucana Ouo3HepreTudeckas GopMa CTEXMOMETPHH, OCHOBAaHHAS HA YHUBEPCAIlb-
HOU eTUHHIIE BOCCTAHOBICHHOCTH XMMUYECKUX COCIUHEHHH (peTOKCOH). BhIBEJCHBI ypaBHEHUS Ma-
TepHATBHO-dHEpreTHIeckoro Oanmanca (OMO’HEPTEeTHIECKOW CTEXHOMETPHH) METabOIMUECKUX IOTO-
KOB, B TOM 4HcJIe OajlaHCa IIPOTOHOB C BBICOKUM 3JIEKTPOXHMMHUUYECKUM MOTEHIUAIOM [, U MaKpO3p-

THYECKUX coequHeHud. [lomydeHbl COOTHOIICHUS, BBIPAXKAIONIUE BHIXOJ OHOMACCHI, CKOPOCTh
noTpeOIeHns UCTOYHHUKA DHEPTHH IS pOCTa W ApPYyrue (PU3MONOTHYecKd Ba)KHBIE BEIIMYHHBI depes
OMOXUMUYECKHE XAPaKTEPUCTUKH KICTOYHOW DHEPTeTHUKU. BBIYMCIICHBI 3HAYCHHUS MaKCHMaJIbHOTO
SHEPreTHYECKOTO BhIX0Jla OMOMACCHl IPH HMCIOJI30BAHUU KIICTKAMHU Pa3IMYHBIX UCTOYHUKOB JHEP-
TUH. DTH 3HAYCHUS COBIAAIOT C SKCIIEPUMEHTAIbHBIMH JAHHBIMH.
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Abstract. — The problem has been considered, to what extent the kinetic models of cellular metabolism fit the
matter which they describe. Foundations of stoichiometry of the whole metabolism and its large regions have
been stated. A bioenergetic representation of stoichiometry based on a universal unit of chemical compound re-
ductivity, viz., redoxon, has been described. Equations of mass-energy balance (bioenergetic variant of stoichi-
ometry) have been derived for metabolic flows including those of protons possessing high electrochemical po-

tential £ ., and high-energy compounds. Interrelations have been obtained which determine the biomass yield,

rate of uptake of energy source for cell growth and other important physiological quantities as functions of bio-
chemical characteristics of cellular energetics. The maximum biomass energy yield values have been calculated
for different energy sources utilized by cells. These values coincide with those measured experimentally.
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BBenenue

MaremaTtnyeckuii anmapat auddepeHIMaTbHbIX YPaBHEHHN SBIISCTCS OJJHUM M3 HaHOOJIee IIUpPO-
KO HCIIOJIb3YeMbIX WHCTPYMEHTOB B MaTEMAaTHYECKOM MOJCITHPOBAHHH ITUHAMUYECKAX CHCTEM CaMOM
pasnuyHoi npupoabl. Cpeau dTUX CUCTEM JKUBBIC KIIETKH U MX COOOIIecTBa (TOMYJ/ISIUN OTHOKICTOY-
HBIX OPTraHU3MOB, TKaHU PACTCHUI U )KUBOTHBIX) 3aHUMAIOT 0co00e MecTo. Bee mpeoOpaszoBanus Belie-
CTBa B METa0OJH3ME KIETOK IIPOUCXOMAT B KECTKUX PaMKaxX 3aKOHOB COXPaHEHHS KOIMIECTBA KaXKIOTO
XUMHYECKOTO DJIEMEHTA U AIEKTPUIECKOTO 3apsiaa. st oTmenbHON OHOXUMIIECKON (VT XMMHIYECKOM )
pC€aKkuur 3TO NPUBOAUT K TOMY, YTO, KaK IpaBUJIO, COOTHOIICHUA MCXKAY p€arcHTaMu OJHO3HA4YHO OIl-
peleNieHbl B BUE CTEXHOMETPUIECKUX KodpduimeHToB. Pollb cTeXrmoMeTpruecKnx 3aKOHOMEPHOCTEH
B (DyHKITMOHUPOBAHWUHU OOJIBITUX WM OYEHBb OOJBIINX COBOKYITHOCTEH peakimid oOparmaeT Ha ceds ro-
pa3ao MCHbLUICC BHUMAHWE I/ICCJ'ICI[OBaTeJ]eI‘/'I, YEM KHMHCTHYCCKHNEC MCXaHHU3MBI, OGyCJ’IOBHI/IBaIOIlII/Ie BJIUA-
HUE YCJIOBUI Cpebl Ha CKOPOCTh MPOIIECCOB MeTaboym3Ma KieToK. JlaHHas paboTa MOCBsIIEHa pac-
CMOTPEHHIO TOTO, KaK BIIHSIOT CTEXMOMETPHUECKIE PAMKH Ha TUHAMUKY pOCTa KIETOYHBIX COOOIIECTB,
TIPEXKIIE BCETO — IMOMYJIALNI OMHOKIETOYHBIX OPTaHU3MOB.

HecTpykTypHpOBaHHbIEC MOJEJIH

PaccMoTpum ciydaif, Korna KJIeTKY TOTy4aroT U BEIIECTBO, M SHEPTHUIO JUIS POCTa U3 OTPeOIsIeMbIX
BelecTB (cyocTpartoB). B ciydae, korzna paccMaTpuBaroTCsl OJMH cyOCTpar v OIMH NPOAYKT MeTaboIn3Ma,
ypaBHEHHS KHHETUKH pOCTa B IPOTOYHOM cpene umerot Bux [[lept, 1978; [Tanukos, 1992]:

dx das dP
—=uX-DX, —=—q X+DS.—DS, —=q,X—DP, 1
i % i qs £ i qp (D

rae X, S u P — KOHUIEHTpauuu O0MOMacChl KJIETOK, CyOcTpara M MPOIAyKTa COOTBETCTBEHHO; [i, (g
U ¢, — yIenbHbIE (TO €CTh B pacueTe Ha eOUHHUILY CYXOM Macchl KJIETOK) CKOPOCTH POCTa, noTpedie-

HUS cyOcTpaTa n 00pa3oBaHus NPOLyKTa; [ — CKOPOCTh MPOTOKA CPEbl Yepe3 MPOCTPAHCTBO C KIIET-
KaMH, S; — KOHIIEHTpalus cyOcTpara B IPUTOYHOMU cpejie. 3/1ech MPeAnonaraeTcs NpoCTPaHCTBEHHAs

OJJTHOPOJHOCTB cUCTeMbI. EcM n3BecTHA 3aBUCUMOCTD L, gs U ¢, OT S U P, a Takxke BenuunHa D,

10 (1) sABASETCS CUCTEMOW OOBIKHOBEHHBIX AH(depeHIINAIBHEIX ypaBHEeHUH. B ciydae, xorma HeoO-
XOIMMO paccMaTpuBaTh Oojiee YyeM OJMH CyOCTpaT WM MPOAYKT, Takas cHcTeMa BKJIIOYaeT OoJbliee
YHCIIO aHAJIOTHYHBIX YPaBHEHUH. JTO — TaK Ha3blBacMas HECTPYKTYPHPOBAHHAS MOJEIb, TO €CTh MO-
JIelTb, HE YYUTHIBAIOIIAS BHYTPUKICTOYHBIX TIEPEMEHHBIX (Yallle BCero — KOHIIEHTPAIuH).
CTeXI/IOMeTpI/I‘IeCKI/Ie OrpaHUYCHHA, OCHOBAHHBIC Ha 3aKOHAaX COXpaHCHHA BEUICCTBA, NIPUBOIAT
K TOMY, 4TO [, {5 ¥ ¢, OKa3bIBAIOTCS B3aUMOCBsi3aHHBIMHU. Hampumep, yriaepon cyOcTpara pacmpe-

JelsieTcs o JByM IIyTsM — B Ouomaccy u nponyktel. Eciu oy, oy U 0, — 1014 yriieposa B cyocTpa-
T€, CyXOM BEILECTBE KIETOK U B IPOIAYKTaX, TO O Gs = Oplt~+ 0pq, . DTO YMEHBIIAET YUCIO HE3ABU-
CUMBIX CKOpocTel B mpaBbix dacTsax (1). Eciu k ToMy ke oka3bIBaeTCs, YTO U3BECTEH BBIXOJ OMOMac-

cbl u3 cybcrpara Yy, :ﬂ, To s GopMynHpoBaHUs MaTtemarudeckoil Monenu (1) HeoOXxomumo
S

3HATh 3aBUCUMOCTb TOJIBKO OJTHOM U3 TpeX CKOPOCTEH OT (ha30BbIX MepeMeHHbIX S U P.
B cBs131 co cka3aHHBIM BO3HMKAET JiBa Bompoca. Kak MoBIusieT Ha MaTeMaTHIeCKyI0 MOZEIb PocTa
KJIETOYHOM MOITYJISIIMY YYeT APYTUX XUMUYECKUX 31eMEeHTOB? OTKyZa MOXKET ObITh U3BECTEH Y, 7
VYdeT Ipyrux XUMHUYECKHX DJIEMEHTOB MPHBOJUT K HEOOXOJWMOCTH PAcCMOTPEHUs OOJbIIETo
yucia cyocrparoB. HamGombiee comepkaHue B CyXOil OMOMAacce MMEIOT CICAYIOIIME 3JIEMEHTHI:
C, H, O, N. Eciu pocT momnyJsiuy He JIMMUTHPOBaH HeJAocTaTKoM (ocdopa, MarHus U APYrUX dJie-
MEHTOB, TO MOXKHO OTpaHHYNTHCA yaeToM Tobko C, H, O, N . Hanpumep, mipu a3poOHOM pOCTE MHK-
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POOHOH KyJIBTYpHI, HE COMPOBOXKIAMOIIEMCS O0pa30BaHUEM 3aMETHOI'O KOJIHYECTBA OPTaHUYECKUX
MPOAYKTOB, YpaBHEHHE dJIeMEHTHOTro OanaHca pocta uMmeeT Buj [Minkevich and Eroshin, 1973; Mun-
keBud, 2005]:

CH,,0, +aNH, +b0, =y, CH O,N,_ +(1-y,)CO, +cH,0. ()
%,_/ %/_J
cyberpar 6uomacca
CocraB cyOcTpara u OMoMacchl 37ech B3AT B 00001eHHOM BUie. bamanc yriepona yxe yureH. Koad-
(bunMeHTsl a,b v ¢ NeTKO HaxoIsTcsi OallaHCHPOBAHMEM JICBOW M MPaBOM YacTel MO KaKIOMY dJie-

o-B

MEHTY: OHM 3aBHCAT OT Y, . 3Ha4eHHe y, =—Vy .
o
S

Bomnpoc o ToM, 0TKy/ja B3sTh BEeIMYUHY BbIX0Ja Ouomaccel Y, — Gonee croxHbli. s kaxkaoro
BUJIa KJIETOK 3Ha4eHHe Yy, MOXKET OBbITh B3STO U3 SKcrepuMeHTa. OJHAKO 3Ta BEINYMHA HE IOCTOSH-

Ha, YTO OCJIOKHSET ee IKCIIEpUMEHTaNbHOe omnpeneneHue. Ha ocHoBe oOmmMx cooOpakeHUi o nene-
HUM 3aTparT cyOcTpaTa Ha JBe 4acTH (POCT M MOJJEpXKaHHE KJIETOK) ObLIO HalaeHo, uTo Yy

U yJiellbHask CKOPOCTb MOTPeOIeHNs CyOCcTpaTa-UCTOUHUKA SHEPTHU ¢y 3aBUCAT OT CKOPOCTH pocTa K
cnenyromuM obpazom [Uepycamumckuii, 1963; Pirt, 1965; Ilepr, 1978]:
1 1 my )7

=4+ —, qS:mS+—. (3)
Yis T >Ss H Yyis

[TapameTpsl Y)SS U mg UMEIOT BaXXHOE (U3HOJIOTHYECKOe 3HaUeHue. B kierkax cymecTByer He-

n30€KHasi BHYTPEHHsIS JUCCUIIALNS — CAMOIIPOU3BOJIBHBIN paciaji MAaKpOMOJIEKYJ U CTPYKTYp, yTedKa
BEIIIECTB uepe3 MeMOpaHsl U T. ., KOTOpas AOJKHA KOMIIEHCHpOoBaThesa. Pacman u BoccTaHOBIEHHE
00pa3yloT KpyrooOopoT BELECTBA U 3HEPIUU B KIETKax. Bemuunna myg sBiseTcs yIOeabHOU CKOpPO-

CTBIO 3aTpaThl CyOCTpaTa Ha obecredeHHe YHEPrueil MpoLUecCOB BOCCTAHOBICHHS, COBOKYITHOCTh KO-
TOPBIX MOJTy4YHIia Ha3BaHUE «IOJIepkaHue Kietok» (cell maintenance) [Pirt, 1965; Pirt, 1975]. ITapa-

G ~ v
MCTpP YX/S (TaK Ha3bIBACMbIM MCTHUHHBIN BLIXO,Z[) PpaBCH 3HAYCHUIO BbIXOJa OMOMACCHI B cjrydac, eCiin

OBI MpOIIECCHl pacmaja B KieTkax orcyTcrBoBaiu. CooTHomeHus (3), Mo CyIIECTBY, SBISIOTCSA OTCTY-
TUIEHHEM OT HECTPYKTYPHPOBAHHOCTH MOJIENN — OHH «BTOPTAIOTCS» B META0O0IH3M.

CTpyKTYpHpOBaHHBIE MOJEJHN

Moeneli, yIUTHIBAIOIINX KHHETUKY BHYTPUKJIIETOYHBIX BEIIECTB, B JINTEPATYpEe OTPOMHOE MHO-
xectBo [[lanukoB, 1992]. Cumraercs, 94TO0 OHU ropasao 0ojee MPHOIMKEHBI K JCHCTBUTEIHLHOCTH,
4eM HEeCTPYKTypHUpOBaHHBIE Mojenn. OHaKo caMo (pOpMyITHPOBAHUE ITHX MOJIENIEH CBA3AHO C PSAIAOM
TPYJAHOCTEM.

[Ipesxne Bcero, y4ecTh KOHIIGHTPAIIMH BCEX META0OJHMTOB B MOJEIH HEBO3MOXHO. K Tomy ke
KHHETUYECKUE KOHCTAHTBI, OMUCHIBAIONIUE AKTHBHOCTh (DEPMEHTOB, OMPE/IEIICHBI SKCIIEPUMEHTAIEHO
JUIST MEHBITUHCTBA (PEpMEHTOB. DTy TPYIHOCTH OOBITHO MPEOIOJICBAIOT Ha OCHOBE MPEACTABICHUS 00
«Y3KOM MeCTe» — HEOOJBIIIOM YUCIIe PEaKIuii, KOTOPBIE 3aal0T OOIIyI0 CKOpOCTh MeTabonm3ma. Ta-
KOE TIPEJICTABIICHUE XOPOIIIO padoTaeT B Ciiy4ae, Korjaa Kakas-To rpymnia (GepMeHTOB QyHKIIHOHUPYET
C MaKCUMAaIIbHOW CKOPOCTBIO, Ha KOTOPYIO OHa crocoOHa. Ho mpu IuMMHUTHPOBaHWUU pOCTa KAKUM-TO
cyOcTpaToM, KOT/ia ero cofiepKaHue B cpeie HU3KOe, MOXKHO C IOCTaTOYHOW YBEPEHHOCTHIO CUHTATH,
4YTO BCE (1)epMeHTI)I HE HaXOoOATCA B HACBIICHUHU CBOMMHU BHYTPUKIICTOUYHBIMU Cy6CTpaTaMI/I. 910 IIoa-
TBEPXKJAETCS SKCIIEPUMEHTAIBHO TeM, YTO KIIETKH MIHOBEHHO PearupyroT Ha J00aBlieHHe HEOOIBIIIO-
T0 KOJMYECTBa JUMUTHpYIOMEro cyocrpara B cpeny [Aynuaa, 1979]. Torma craHOBUATCS HEMOHITHO,
YTO TaKOE «y3Koe MecTo». Boobiie, 3Ta KOHIeIH, Ha HAIl B3TJISAI, O CUX TIOpP SBISETCS TUIOTE30M,
TpeOyrolIel CenuatbHOTO aHATN3a.
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Jpyrum BakHBIM (DaKTOPOM SBIISIETCS MPOCTPAHCTBEHHAS! HEOAHOPOAHOCTh KakK BHYTPH KIJIETOK,
TaK U B MaciuTade «KJIeTKu—cpena». HecMoTpsi Ha To, 4TO CyIIeCTBOBaHHE TOHKOH BHYTPUKIECTOUYHON
CTPYKTYpBI JaBHO U3BECTHO, IIPU COCTABIEHUN MOZEIEH O CHX IOP JOMUHHPYET B3ITIAA Ha KIETKY Kak
Ha «MEIIOK ¢ ()epMEHTaMMU», TO €CTh HEUTO OJAHOPOAHOE BHYTPHU. IIpocTpaHCTBEHHBIE pasrpaHUYCHUS
BHYTPH KJIETOK (KOMIApTMEHTATU3AINA) YUUTHIBAIOTCS PEAKO, TaK KaK CYIIECTBEHHO YCIOXKHSAIOT CHC-
TeMy ypaBHeHHH. OTKpBITHE BBICOKOOPTaHM30BaHHBIX MOIM()EPMEHTHBIX KOMIUIEKCOB, TaK Ha3bIBac-
MBIX MeTa0oJIoHOB [Srere, 1985; Srivastava and Bernard, 1986], mokasasno, 9To B KJI€TKaX CYIIECTBYET
YJIBTpAaTOHKasl CTPYKTYpa, B YAaCTHOCTH, XapaKTEPU3YIOIIAsACS HAIMYMEM OUYeHb MAaJIbIX BHYTPEHHHX
NPOCTPAHCTB, Ky1a 00palieHbl aKTUBHBIE LICHTPBI (PEPMEHTOB KOMITIeKca. B 3To mpocTpaHcTBO nonaa-
er cyOcTpar nepBoro hepMeHTa JAHHOTO IyTH, BBIXOAHUT MPOLYKT MOCIECAHEr0 GepMEHTa, a IPOMEKY-
TOYHBIE METa0OJIUTHI OCTAIOTCA BHYTPU M HE MPOHMKAIOT HU HApYyXKy, HU BHYTPb U3 OKpPYKEHHs MeTa-
Oonona. EcTb OCHOBaHUS CUMTaTh, YTO BHYTPU META0OJIOHOB MOKET HE OBITH BOJBI, MPEACTABICHHE
0 BOJHOM PacTBOpe MeTabOJIMTOB BHYTPH KJIETKH B 3TOM CiIydae He paboTaer.

Tam >xe, re Boga NPUCYTCTBYET, BHYTPEHHSSA CPEZla B KIIETKE CKOpEe HAIIOMUHAET reflb, YeM pa30aB-
JeHHbId pactBop. CoaepikaHue CyXOro BEILECTBa B KJeTKax cocTapisieT 20+25% OT UX BIaXHOH Macchl.
B Takoii cpesie KOHCTaHThI CKOPOCTEHN PEAKUil U CBA3aHHBIE C HUIMH KOHCTaHTbI PABHOBECHS MOT'YT CYILIE-
CTBEHHO OTJIMYAThCS OT MOTyYaeMBIX in Vitro B pa30aBIeHHBIX pacTBOpax (EpMEHTOB M X METa0OIUTOB.
Hanpumep, s manarmeruaporeHa3Hoi peakimn 1ukia TpukapooHoBbix kucnoT (L[TK, apyroe nasBa-

Hue — Uk Kpebca) pa3HOCTh CBOOOMHOM 3HEPTUU MEKIY MPOAYKTaMH M CyOCTpaTamMu AGO, COTJIaCHO
JTAHHBIM, TIOTyYeHHBIM B pa30aBlieHHOM pacTBope, cocTariseT 30 k/[x/Momnb [Nelson and Cox, 2008]. 310
03HA4aeT, YTO PAaBHOBECHE PEAKIMU CHWJIBHO CMEIIEHO B HAIPABICHUH IIPOTUB OOBIYHONM pabOThI LIHUKJIIA.
Tewm ue menee, LITK B xieTkax paboTaer B 000¥X HalpaBICHUSX.

Crnenyer yuecTb, YTO coAepKaHHE MOJEKYJI B MaJbIX MPOCTPAHCTBAX MOXKET OBITH HACTOJBKO
HHU3KUM, YTO IPEACTABICHUE O KOHIICHTPALH, MaKPOCKOITMYECKOE MO CYTH, OKA3bIBACTCSI HEKOPPEKT-
HBIM. B kadecTBe mpuMepa KIETKH WK CyOKIETOYHOI'O OTCEKa pacCMOTPUM cdepy ¢ TpeMsi BapHaH-
tamu paguyca r, MKM: 1, 0.1 u 0.01. IIpu xonnentpanun 1 MM (MUIITMMOJIB Ha JIUTP) YUCIIO MOJIEKYJIT
JAHHOTO THIIA BHYTpH cheps Oyaer 2.5x10°, 2.5x10% u 2.5 cootercTBenHo. [Tocmemusis wudpa sBiIs-
etrca GopmansHoil. [Tpu koHueHTpauu 1 MKM (MUKPOMOJIb Ha JIUTP) YMCIIa MOJIEKYJI OyIyT MEHbILE
B 1000 pa3, u Torna gopmanpHoe conepxkanue 2.5 Oynet npu » = 0.1 Mmxm. KoHtieHTpamnus npoToHoB
npu pH = 7 paBra 107" M, torna yxe npu 7 = 1 MM cdepa comepsxut Beero 250 nonos H'. Tlpn ta-
KHX COAEP’KaHMAX METaOOJINTOB IOHATHE KOHIEHTPALUH IepecTaeT paboTaTh M TpeOyeTcs MaTeMa-
tryeckuii anmapat ve O/1Y, a Teopun cydallHBIX TPOILIECCOB.

Haxonen, cepbe3HbIM (hakTOpOM SIBISIETCS MPOCTPAHCTBEHHAs M30JISLMS BHYTPEHHETO COIEpIKU-
MOr0 KJIETOK JIpYyT OT Apyra. Eciu B OTIENBHBIX KIETKAaX UMEIOT MECTO PEryJIIpHBIC WM XaOTHUECKHE
KoJie0aHusi MeTabOJIMTOB, TO OHA MOTYT OBITH COTJIACOBaHBI MO (ha3e TONBKO MPH HATUYMU MEXaHU3MA,
00ecneynBaloIIero B3anMOACHCTBIE KIETOYHBIX OCHUIUIITOPOB MEXIy coOoi. Takue MexaHHU3MBI MO-
TYT UCIOJIb30BaTh METAOONUTHI, BhIIEISEMbIE BO BHEKJIETOUHYIO CPELy, CBETOBOE H3JIyUCHHE KIIETOK
(mammpumep, duryopecteHno0 (POTOCHCTEM), TIPSMBIC KOHTAKTHI KJIETOK B TKAHAX MUK TPH JOCTATOYHO
BBICOKOW MX KOHLIEHTpAaIM{ B KyJIBTYpe U T. A. B oTnumuue oT TkaHell B MOMyssLUsIX OJHOKIETOUHBIX
Opran3MoB (0aKTepuu, APOXIKH, BOZOPOCIH), OAHAKO, KOHTAKTHOE B3aUMOJEHCTBHE NPH OOBIYHBIX
KOHIIEHTpAIUAX KJIETOK HEBEIUKO. Takol BaxKHBIA MPOIIECC, KaK KJIETOYHBIN LUK, TPH POCTE OTHOKJIE-
TOYHBIX B ITEpEMEIINBAaEMOI cpeie 00BIYHO MPOXOIUT HECHHXPOHHO, €CITM HeT BHEUIHETO CUHXPOHU3H-
pyrouero Bo3aencTBHA. O BO3MOXKHOCTH B3aUMOAENUCTBHA KJIETOK APYT C APYTOM TOBOPSIT, B HACTHOCTH,
UMeEIOIIYECS B IMTEPaType JaHHbBIE O KOIEeOaHUAX KOJIMYECTBAa 00pa3yeMoro MMM yriieKuciaoro rasa. Ho
MIPEJICTAaBIEHHE O Cpe/le C PAacTyIIMMH B HeW KJIeTKaMH Kak O T'OMOTE€HHOM pPacTBOpE METa0OJIHMTOB
1 (DepMEHTOB MMEET MOJIHOE COOTBETCTBUE OOBEKTY TOJBKO ISl OECKIETOYHOTO SKCTPAKTa — PacTBoOpa
COAEPKUMOTO KJIETOK, OIy4aeMOro MOCyIe X KECTKON Je3MHTEerpalyu.

Cka3zaHHOE TOBOPHT O CYILECTBOBAHUHU CEPHE3HBIX MPOOJIEM, CBSI3aHHBIX C CAMUM KHMHETHYECKUM
MOJIXOZI0M, IPUMEHIEMBIM IPU MOJIETUPOBAaHUH. B TO ke BpeMsi CTEXMOMETPUUYECKUI MOAXO0I K Me-
TabOMU3My B 3HAYMTEIBHOM CTENIEHH CBOOOAEH OT 3THX TPYAHOCTEH M MO3BOJISIET C BHICOKOH OCTO-
BEPHOCTBIO YUUTHIBaTh OMOXMMHUYECKUE CBOMCTBA BCEro MeTaboIu3Ma.
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Crexuomerpus 00JbIIUX YacTeid MeTadoam3Mma. 1

CtexuoMeTpHs OTAENbHBIX PEaKIUi NMeeT, KaK MpaBuilo, GUKCHPOBAHHBIM XapakTep — K03(hhu-
LUEHTH! [IPY Y4YaCTHUKAX PEaKLUM CTPOrO 3aJaHbl 3aKOHAMHU COXPAHEHHUs (CM. BBILIE) U MOTYT Me-
HATBCSA, TOJBKO OCTaBasCh B  JKeCTKUX npomopuusx. Hampumep, 2H,+0,=2H,O,

4H, +20,=4H,0 u H, +102 = H,0 — JTO Of(HA U Ta e PEAKLHI. Ho nannune 00JIBIIIOro 4ncia
2

peaxIuii, cpeu KOTOPBIX MHOTHE 00pa3yIoT mapaiiebHbIe My TH, HMEIOIIHe O0IINe peareHThl, IPH-
BOJIUT K TOMY, YTO CTEXHOMETPHS BCero MeTabosm3Ma WK OOJNBIINX €ro YacTel mproOpeTaeT orpe-
JISJICHHYI0 THOKOCTh, CTAaHOBUTCS HEe(DMKCHPOBAHHOW. JTO BUIHO, Hampumep, U3 ypaBHeHus (2). B
HEeM THOKOCTh MPOSBISIETCS B HE(UKCUPOBAHHOCTU BEIWYMHBI Y, , KOTOpasl OMUCHIBAET pacrpeserne-

HHE yTIepo/a, MOCTYIAIOIIEro B METa00IN3M, MEKAY «BBIXOJHBIMI» TTOTOKaMU. MeTaboIn3M B 3TOM
CJly4ae pacCMaTpPUBACTC KaK «USPHBIHA SITUKY.

[Ipencrapnsier OoNBIION MHTEPEC 3aa9a O BIUSHUAN ITapaMeTPOB OOJIBITUX YacTel MeTadoIm3Ma
Ha OOIIYI0 CTEXHOMETPHIO POCTa MOMYJISALUHN KJIETOK. 3/1ECh BOZHUKAECT BOMPOC O TOM, KaK CIeIyeT
JenuTh MeTabomu3M Ha 4yacT. B kimaccuueckoil OMOXMMUM CYIIECTBYIOT MOHSITHSA KaTaboiu3Ma, aHa-
oomm3ma u ampubonm3ma [Nelson and Cox, 2008], oObequHsIONIME, COOTBETCTBEHHO, PEAKIINU JIe-
rpajaliy CIIOKHBIX CyOCTPaToB 10 MalbIX (parMeHTOB, CHHTE3 MaKPOMOJIEKYJ KIETKH U3 MOJEKYII-
NPEAIIECTBEHHUKOB M COBOKYITHOCTh MPOMEXYTOYHBIX peakiuii. Kaxkaplii 13 Takux OOJBIIUX MOTO-
KOB SBJISIETCS O0bETUHEHNEM OMOXUMUYECKHUX PEaKIUil, MPUYeM YHCIIO PEeaKINH-yYaCTHUKOB MOXKET
OBITH camMbIM pa3HbIM. CyIIECTBYIOT U APYTHE O0BEINHEHHS, HAIPIMEP, OTHOCAIIHECS K KIETOYHOMY
IOpixanuio U potocuHTedy. OObeAMHEHNE pEaklMid B Takhe «OJIOKM» MPOM3BOJHUTCS B TOIOJIOTHYE-
CKOM IUTaHe (110 MX CBA3HOCTHU APYT C APYTOM) H 1O POJIH B KU3HH KJIETOK, B TOM YHCie B OMosHepre-
TUYECKOM acriekTe. AHaOOIM3M B IEJIOM MOTPeOsSeT IHEepPrur0 Makpoldprudeckux ceszeir (MOC),
umeromuxcs B Monekynax AT®, ['TO, anetun~KoA u psae apyrux [Buchanan, et al., 2000; Nelson
and Cox, 2008]. DTu BHYTPUMOJEKYJISIDHBIE CBSI3M CIYXaT MEPEHOCUUKOM SHEPIHH U UMEIOT OJIn3-
KYIO JpyT K apyry BenmuuHy (okosno 30 xJ>k/MoIib) BO BecexX coepikamux ux Mmonekyiax. [loatomy
B DHEPTeTUYECKOM (HO HE B KMHETHUYECKOM, PETYISATOPHOM) acCHeKTe MaKpOIPTHYECKHE CBS3H BCEX
COCAMHEHHUI-TIEPEHOCUYHKOB 00Pa3yIOT €MHBIMN, JIETKO OOMEHUBAIOIMICS BHYTPH ceOsl TyJI.

I'maBuas pore MOC B cuHTE3€ MaKpOMOJIEKYJI COCTOUT B OOECIIEUSHUH TEYCHUS ITHX PeaKIui
TOJIFKO B HAIPABJICHUN WX 00pa30BaHUsI, NCKIII0Yast 0OpaTHBIN X0/ Mporiecca. B HU3KOMOIEKYIISIPHBIX
yacTsax Metabonmsma ydactue MOC mo3BONsSIEeT U3MEHUTh HAIIPABICHUE PEaKIHid, KOTOpbIe MPU OT-
CYTCTBHHU CONPSDKEHUS C paciieryienreM, Hanpumep, AT® HeoOpaTuMo mpoTekanu Obl B Hampasiie-
HUU, HEMPABUIILHOM C TOYKH 3PEHUS IIeIOCTHOTO MEeTaboIM3Ma.

OO0pa3yroTCcsS MaKpOIPTUIECKUE CBSI3U B KIETKaX ABYMS criocobamu: 1) B peaknmsx, riae MeTabo-
JWTHL, Jaromue sHepruro At MOC, u coeanHenne-Hocutesnb MOC SBISIOTCS peareHTaMu OJHOH pe-
aKIWU; TO, HATIPUMED, TaK Ha3bpIBagMoe cybcTpaTtHoe GochopruinpoBanne, IpU KOTOPOM HYKIIEO3H/I-
madocdarer (AP u ap.) npeBpamarorcs B Hykieosuarpudocdarsr (ATD u mp.); 2) npu padore
aeKTpoH-TpaHcopTHBIX 1eneit, DTL (knetounoe npixanue U GortocunTe3). B 00oux ciydasx sHep-
rust obpasyembix MOC Oepercst 3a cUeT CONPSDKEHUSI C HEOOPaTUMBIMH PEaKIMsIMHU, B KOTOPBIX 0e3
TaKOTO COMPSIKEHHS MIPOUCXOANIO0 ObI OOJBIIIOE TaJeHne cBOOOHON 3Hepruu. B oTinmune ot croco-
0a 1 oopazoBanue AT® npu paboTe ICKTPOH-TPAHCIIOPTHBIX IETICH MPOUCXOIUT YePe3 IHEPTOHOCH-
TENb-TTOCPETHUK — TMPOTOHBI, 00IAaJAI0IINe BEICOKAM JIIEKTPOXUMHYECKAM ToTeHImamoM ., [Cky-

nades, 1989; Buchanan, Gruissem and Jones, 2000; Py6usn, 2000; Nelson and Cox, 2008]. KommnoneH-
el OTI[ morpyxeHsl B MeMOpaHbI, OKpY)KAlOIIHE COOTBETCTBYIOIIME OPraHeIbl KJIETOK
(MHTOXOHAPHH U THIAKOUIBI). TpaHCIIOPT 3JEKTPOHOB COMPSLKEH C IEPEHOCOM MTPOTOHOB YePE3 MEM-
OpaHy B 001acTh BBICOKOTO £ . . JIpyras 4acTh npolecca nepesiadi SHepruu B 06pasyemble Makpodp-

TMYECKHE CBSI3U IIPOUCXOAUT OTJEIBHO OT IPOLIECCOB OKUCIIEHUS-BOCCTaHOBIIEHHs. OCyLECTBISIETCS
OHA YHUKaJIbHOU MoJeKyJsipHOH MammHON — AT®-cuHTa30i, kotopas oopazyer ATD uz AJID u He-
opraHuyeckoro pocgara 3a cyetT 06paTHOrO NEpexo/a NPOTOHOB B 00JI1ACTh HU3KOTO /L, -
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ConeprkaHue MaKpOIPTrUIECKUX COCTMHEHHI B KJIETKaX HEBEIMKO, HO UX 000pOT BechMa 3HAUH-
TEJIeH: OHH C OONBIION CKOPOCTHIO MOTyYaOT YHEPTHUIO B OJHUX PEAKIUAX U OTAAIOT €€ B IPYTHX.

buosneprernyeckas ¢gopma crexXuoMeTpuu

N3mepenne konuyecTsa TOro UM MHOTO BEIIECTBA B TPAIUIIMOHHBIX €IMHHUIIAX — MOJIAX, FpaMMax
WM TPaMM-aToOMax yIjiepoJia MOJIEKyJ — He OTpakaeT 3alac SHEPIUU BELIECTBA U, COOTBETCTBEHHO, €TI0
poJin B BHEpPreTHKe Lesioro merabonusma. Kak M3BeCTHO, HalpaBiIeHHE PEaklMi 3aBUCUT OT OanaHca
B HUX CTaHAapTHOW cBOOOoJHOW »Hepruu ['mdbca G° (pasHocth G° peakiuu onpenesseT KOHCTAaHTY
paBHOBECHSI), a TEIUIOBBIIEIICHIE 3a1aeTCsl PA3HOCTBIO SHTANBINK peareHToB H° [[Ipuroxun, dedoi,
1966; ITpuroxun, Kougenyau, 2002]. MonsipHbie U yAedbHbIE 3HAUE€HHS 3TUX BEJIUYMH CHIIBHO pa3iiu-
YaloTcsA B pa3HbIX BellecTBaX. bpUIo HaleHO, OJJHAKO, YTO OpPraHMYECKHE BEIIECTBA 00JIaNa0T YHH-

KaJbHBIM CBOHCTBOM: W3MeHeHus1 H° v G° IpH OKUCIEHHH MX CBOOOIHBIM KHCIOPOIOM IPOIIOPIHO-
HaJIbHBI KOJIMUeCTBY mpopearuposasiiero O, [Thornton, 1917; Kharasch and Sher, 1925; Kharasch,
1929], npuuemM KO3 PUIMEHT TPOTIOPITUOHATEHOCTH OJIN30K K IMOCTOSTHHOW BEJIMYMHE.

Ha 3101 ocHOBEe BO3HHMKIIO TOHSATHE «IOCTYITHOTO AJIEKTPOHA» KaK MEpPHl BOCCTaHOBIEHHOCTHU
oprannyeckux BemiecTB [Payne, 1970]. PasButue 3Toro mojaxoaa npueeiio K pa3paboTKe YHUBEPCalIb-
HOW €JMHUIIEI BOCCTAHOBJICHHOCTH JIFOOBIX BemiecTB penokcona (RO) [Minkevich, 1982; MunkeBuy,
2005]. Yncmo peoKCOHOB B MOJIEKYJIE OMHCHIBAET €€ BOCCTAHOBJICHHOCTh OTHOCHUTEIIBHO OOIIEro Hy-
JIEBOTO YPOBHS, IIPUCBOSHHOTO COBOKYITHOCTH 0a3MCHBIX BEUIECTB: ABYOKHCH YIIIEPOJIa, BOJIA, aMMO-
Hull, oprodocdar u psa apyrux. ITa COBOKYIHOCTh BEIESCTB Ha3BaHa ()U3UOJIOTHYSCKHUM 0a3HCOM.
(B oTnuune oT HEro MHOXKECTBO BCEX MPOCTHIX BEIIECTB, KAXI0€ U3 KOTOPBIX COACPIKUT TOIBKO OIMH
XUMAYECKUHN DIIEMEHT, OTHOCHUTEIIEHO KOTOPOTO B XUMHUHW IPHUHATO OTCUYUTHIBATH 3HAYCHUS BCEX TEp-
MOJAMHAMHYECKUX MOTCHIINAIOB, HA3BAHO XUMHYECKIUM 0a31CcOM. )

DJEeMEHTHBIN COCTaB JIFOOOTO COCTMHEHUS MOXKET OBITh MPEJICTABICH B AIbTCPHATUBHON (opMe:
OHO paccMaTpPUBAaETCs KaK CyMMa Oa3WMCHBIX BEIECTB, OTKy/a yAajJeHO HEOOXOAWMOE KOJIHMYECTBO
KHCIIopoaa (TeM CaMbIM IPOU3BOIUTCS BOCCTAHOBIICHHE OTHOCUTEIBHO YPOBHS Oa3WCHBIX BEIIECTB).

PenokcoH B miaHe 3JIEMEHTHOI'O COCTaBa COOTBETCTBYET —(1/ 4)02 ; IOOTOMY yJIaJIeHHE KHCIO0pona
03HAYAET BJIOKEHHE PEJOKCOHOB. 110 jaHHBIM Ut ~10° OpraHMYecKHX COEIMHEHHIl Pa3IHUHBIX TH-
TOB, CTAaHapTHAs CBOOO/IHAS SHEPTHs peJlokcoHa G ° B cpeHeM paBHa <GRO> =116.6 k/Ix/3xB. RO

(£4%), >uramsrus H™° 6mmska <H Ro>= 111.5 x/x/skB. RO (+3%); nnst cyxoii OMOMAacChl MUK-

POOHBIX KJIETOK <H RO> = 114 xJIx/2xB. RO (14.6%) [MunkeBuy, 2005].

Io cyTu, apyroit cocob mpeacTaBIeHHs COCTaBa BEIIECTB SBISCTCS MEPEX0IOM K JIpYyroi cuc-
TeMe KOOPJMHAT — CMEHA XMMHYECKOro Oa3uca Ha Qu3nonorudeckuii. Takoll mepexol, Kak u Jrbdoe
WU3MEHEHHUE CHCTEMbI KOOPIUHAT, HUYEro He MEHSAET B (PU3UKE MpOoIlecca, HO MOXKET JIaTh JIydlliee CO-
OTBETCTBHE CBOMCTBAM OOBEKTA, MMOJOOHO TOMY, KaK B DJIEKTPOCTATHKE cepruueckas cucreMa Koop-
JUHAT 0oJiee yA00HA IS OTMCAHUS TTOJISl TOUYSYHOTO 3aps/ia, YeM JIEKapToBa.

I'MaBHBIM JOCTOMHCTBOM CTEXHOMETPHUH, PACCMATPUBAEMON B (PHU3UOIOTHYESCKOM Oasuce, sIBIIS-
€TCs1 BO3MOKHOCTh COBMEIIICHHSI OallaHca BEIIecTBa M OalaHca SHEPTHH TP PACCMOTPEHUN OOJIBITHX
METa0OIMYECKUX MMOTOKOB M MeTa0oiM3Ma B mejoM. UHCIIO PeJOKCOHOB, MPOIIEANINX [0 JIO0MY
KOJIMYECTBY PEAKIIHIA, JKECTKO CBSI3aHO C KOJIMYECTBOM ITPOIICIIIIETO BEIIECTBA U C TOYHOCTHIO J0 He-
CKOJIbKUX TMPOICHTOB CBSI3aHO C SHEPTUei, KoTopasl mepenuia OT CyOCTpaToB K MPOAYKTaM Mporecca.
CBsI3b BOCCTAHOBIICHHOCTH C KOJIMYECTBOM BEIISCTBA OMPEACISACTCS €ro DIIEMEHTHBIM COCTaBOM

(£)

U DJIEKTPUYECKUM 3apsaaoM [Munkesud, 2005]. Eciu sTot coctaB umeer sux C,H,O NNQ ,tne £ —

3apsaa MOJIEKYJIbl (YMCII0 HecOaJaHCHPOBAHHBIX 3JEMEHTAPHBIX 3apsiOB, OTPULATEILHOE IS JJICK-
TpoHOB) TO 4ymcio RO Ha omHy Monekyny (MoyisspHass BOCCTAHOBIIEHHOCTh) PaBHO
a=4R+ P—-2N -30—-E. Orciona, B 4acTHOCTH, CJIEIyeT, YTO g dekTpoHa E=-1, a=1 —

OJICKTPOH UMECT OJJUH PEIOKCOH.

KOMIIBIOTEPHBIE UCCJIEJOBAHUA U MOJAEJIUPOBAHUE
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JUi1st yrinepoIcoAepKalrX BEIecTB, B TOM YHCIIE UX cMeceil, BKIIo4yas CyXoe BEIIecTBO Ornomac-
CBI KJIETOK, COCTaB MOKeT ObITh TpezncrasieH kak CH O, N q(E“) (p=P/R, ..E.=E/R). Torua Boc-
CTaHOBIICHHOCTb B pacuere Ha 1 r-at yrneposaa pasHa y =4+ p—2n—3g—E_ . Yucio RO B m rpam-
Max BEILECTBA PaBHO Ny, = am/ M™ (M™ — monexynspHas macca coenuHenus). Jlns yriaeposco-
JepKalux BemecTB unciao RO MoxeT ObITh BBIpaKEHO €le U B JPyroM Buie: Ny, =(0;//12)m ,

rac o — O0Ji yriiepoa B MacCe BEIICCTBA.
I[J'ISI KaXKA0TO0 MHAUWBUAYAJIIBHOTIO XHUMHUYCCKOI0 COCAUHCHUA O U )y HMCHOT (1)I/IKCI/IpOBaHHLIG

3HAYCHHUS. 3aMedaTeIbHBIM SBIISCTCS 06Hapy)KeHHO€ HaMHU CBOMCTBO OMOMACCHI MHUKPOOPIraHN3MOB!:
HECMOTpA Ha 3HAYUTCIIbHYIO BapI/Ia6CJ'H>HOCTL MAaKpOMOJICKYJIAPHOI'O COCTaBa 3HAYCHUA O U )y A

OGuomaccel BecbMa CTabMIbHbL: oy = 0.46 (£5%), 7 = 4.2 (£3%) [Munkesuu, 2005]. bauskue 3Haue-

HUSI TIONTy4YeHsbl Ui cyxoi apesecunsl [Patel and Erickson, 1981]. 3ameTHOE OTKIIOHEHHE OT ATHUX 3HA-
YeHUH HaOMI0aeTcsi y MUKpOOOB, CIOCOOHBIX K CBEPXCHUHTE3Y JIMIIHMIIOB, TIOCKOJIBKY MOCIEIHNE UMe-
10T OoJiee BBICOKHE 3HaueHus1 o U ¥ . beuio Halineno [Minkevich et al., 2010], uro nunuaHas u 6e3-

munuHAsS (PpakIuy OMOMAacChl UMEIOT Pa3InYHbIE, HO BEChMa CTaOMIIbHBIE 3HAUEHUS [TapaMeTpoB ¥
1 o . CTabWIbHOCTb 3HAYEHUH Oy U ¥, y OOJBIIMHCTBA MUKPOOPTaHU3MOB U PACTEHUH 00BACHIETCS

JOCTaTOYHO MAJIBIM COJIEpKaHUEM B HUX JMnuoB (nopsiaka 10% ot cyxoi 6momaccsl). [Ipuunny Ta-
KOT'O TIOCTOSTHCTBA €lle MPEeACTOUT BhIICHUTH. OJHAKO yKe cefiuac B pacueTax MOKHO MCIOJIb30BaTh
BBIIICTIPUBE/ICHHBIE CPETHNE BEJIIMYMHBI, HE ONPEIesis SKCIEPHUMEHTAIBHO dJIEMEHTHBIN COCTaB Kile-
TOK MCCJIEyEMOT0 OpraHM3Ma.

[on sHeprocoaepkaHueM MBI TIOApPa3yMeBaeM W3MEHEHUE DHTAJBIIMK BEIECTBa MPU €r0 OKHC-
JIEHUH CBOOOIHBIM KHCIOPOJOM JO BEHIECTB (PU3MOJOTHUECKOTo 0Oasuca (IBYOKHCH YIiepoja, BOAa
U T. 1I.), KOTOPOE PAaBHO TEIUIOBBLICICHHUIO TaKOTo Tporecca. [IpnbmmkeHHO 3Heprocoaep:kaHne Be-

1IECTBA PABHO <H RO>N§°, TOUHOE ero 3HaueHue paBHo HE'NL°, rme N{° — uucno RO B naHHOM

KONMYecTBe BelecTBa S, HE° — SHTaNbIus PeOKCOHA B JAHHOM BENIECTBE, HMEIOMIAs MAJIOe OTKJIO-
HEHHE OT <H RO> . COOTBETCTBEHHO, TOYHOE 3HAUYEHHE CBOOOIHOM SHepruu papHo Gio Ni° . Crenopa-

TEJBHO, UCIOJb30BAHUE (PU3UOJOTMYECKOTO Oa3uca JaeT albTePHATHUBHYIO (OPMY CTEXHOMETPUH,
MaKCHUMAJTBbHO COJIMKAIOIIYI0 KOJIMYECTBA BEIIECTBA U 3HEPruH. [103TOMY OHA MONy4YMiIa Ha3BaHUE
MaTepHallbHO-3HEepreTHIeckoro Oananca (mass-energy balance) [MunkeBud, Epormia, 1973; Erickson
etal., 1978].

Crexnomerpusi 00J1bIIMX YacTel MeTa00IU3MA. 2

Hcnonp3oBanue OanaHca pelOKCOHOB JaeT OMOIHEPreTUYECKYI0 OCHOBY JUISl pa3ZelieHus] MeTa-
Oonn3Ma Ha OOJIBIIME YAaCTH, U1 KOTOPBIX IMPEUIOKEH TEPMHUH «IIapUUAIBHBIA MeTaboIu3M» WU
«mapuuansHeI oOMeH» [MunkeBud, EpomH, 1976; Minkevich, 1982; Minkevich, 1983; MunkeBud,
2005]. Dnexrpon-tpancnoptheie nenu (OTL) BeLAensroTcs Kak mapuuanbHbI MeTabou3M HOTOMY,
YTO B HHMX NEPEHOC PEJOKCOHOB, OCYILIECTBIISIEMBIH IepeJaBacMbIMU JIEKTPOHAMH, CBSI3aH C 0OJIb-
IIMMH M3MEHEHMSAMH HMX 3HEPrHMH. DTO KaXKyllleecs HapyIICHHE BBIIICONMCAHHON 3aKOHOMEPHOCTH
(MpuOIM3NUTENBHOE MTOCTOSHCTBO dHEPreTHUecKOoro ypoBHa RO) BbI3BaHO MPUCYTCTBUEM B KOMIIOHEH-
Tax 3JIeKTPOH-TPAHCIOPTHHIX Leneld atomoB MeTauioB (Fe, Cu), B KOTOPBIX PEIOKCOHBI UMEIOT ypO-
BEHb JHEPrUM, CWIBHO OTJIMYAIOUIMKACS OT OpraHW4ecKux coeanHeHud. lMeHHO okucieHue-
BOCCTAHOBJIEHHE 3TUX aTOMOB OTBETCTBEHHO 3a TIEPEHOC AJIEKTPOHOB.

Cuctrembl OTLH+AT®-cunTa3a SABASIOTCS TeHEPATOPOM Makposprudeckux cpsizedl (ATD). Otu
CHCTEMBI COAEP)KaTCi B KIETKAaX MPOKAPHOT, B MUTOXOHIPUSIX JYKApHOT, IJ€ OHH OCYILECTBISIOT
KJIETOYHOE JbIXaHue, U B THIakouaax (HoTroTpooB, Iie OHHU CBSI3aHBI CO CTPYKTYpaMmu, OCYILECTB-
nsromuMu potocuHTe3. CoBOKYMHOCTh peakiuii B cucreMax DTLH+AT®-cuHTa3a ecTecTBEHHBIM 00-
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pasoM sBisieTcs mapiuanbHeIM MeTabommsmom ([IM). IIM 6nm3koro tuma — DTL[ B Mukpocomax,
OCYIIECTBJISAIONIAs OKUCIICHHE B OTCyTcTBHEe AT®-CcHHTa3 U, COOTBETCTBEHHO, O0e3 cuHaTe3a ATO.

Hpyrue mapruanbHble OOMEHBI — 3TO KOHCTPYKTHUBHBIH OOMEH, B Ipoliecce KOTOPOTO BOCCTa-
HOBJICHHOCTH (PEIOKCOHBI) HCXOAHOTO BEHIECTBA MEPEXOAUT B BOCCTAHOBIEHHOCTh OMOMACCHI; MpO-
IYKTHBIH OOMEH, 3aKaHYMBAaIOIUIICS 00pa3oBaHUEM M BEIOPOCOM B OKPYKAIOIIYIO CPEITy BOCCTAHOB-
JIEHHBIX OPTaHUYECKHX WM HEOPTaHWYECKHX IMPOIYKTOB. DTH COBOKYIHOCTH PEAKIWNA MOTYT OBITh
BBIJIEJICHBI TaK, YTO OHU OyJIyT YaCTHYHO COBIIAATh, KaK, HAPUMEp, B ClIydae POCTa Ha TIIOKO03€, CO-
MIPOBOXKIAIOMIETOCS O0pa30BaHUEM JTAHONA WM MOJOYHOW KHUCIOTHL. Takum o0pa3oM, BO3MOXKHO
MOCTIeIOBATENIFHOE WM TIapalljieNIbHOe AefieHre MeTabonmM3Ma Ha mapuuanbHble oOMeHbl. Haxower,
KpPYrooOOpOT BEIIeCTBa, KOTOPBIXA BKIIOYAET B Ce0s POLIECCHI AeTpalallii U BOCCTAHOBJICHUS, — €Il
OIIUH crenr(pUIecKuil BUJ NapuualbHOro OOMeHa.

Kaxxmp1ii mapipiaibHEIN 0OMEH compshkeH ¢ OamancoM Makpodprudeckux cpsaseir (MOC). Koncr-
PYKTUBHBIH 00MeH B 1ienioM motpedisier MOC, XOTsl B HETr0 MOTYT BXOJAUTH OTACIbHBIC PEaKIiu, CO-
npsbkeHHble ¢ oopasoBanneM AT®, I'TO u T. n. {pixarenbHbiil 0OMeH, a Takke HOTOCHHTETUYECKUI
0o0MeH B aHOKCHUTEHHBIX (POTOTpOo(HBIX MUKpoopraHu3Max reHepupyrorT AT®. doTocuHTETHYECKUIA
00MEH B KJIETKaX OKCHUTEHHBIX (PoTOoTpodoB oOpasyer He Toabko AT®, HO Takke MOJIOKHUTEILHOE
KkoimaecTtBo penokcoHoB HAJIOH u paBHOe eMy MO MOAYIIO OTpHIAaTeNbHOE KoimdecTBo RO cBo-
0oxHOTO KHcmopona (ipo orpurnarenbHoe yucio RO cm. [Minkevich, 1982; Munkesuy, 2005]). Ipo-
IyKTHBI OOMEH MOJKET KaK TeHepHpoBaTh, Tak W MoTpeOyaTh AT® B 3aBUCHMOCTH OT CyOcCTpara
u npoaykra. HakoHern, KpyrooOopoT BellecTBa B KJI€TKaxX 00s3aTeNIbHO MOTPEOIIsieT MaKpodpruiecKue
CBSI3H, ITIOCKOJIBKY KOMIICHCAIIUS BCEX BUJIOB paciiaia TpeOyeT SHEprHH.

W3 ckazaHHOTO clemyer, 4To psi MapuuaibHBIX 0OMEHOB XapaKTEepHU3YyeTCs HaJIMIHUEM JIByX CO-
NPSDKEHHBIX TIOTOKOB. B KOHCTPYKTHBHOM OOMEHE TMOTOK BELIeCTBA, HAYLIMH Yepe3 OMOCHHTETHYe-
CKHE MyTH U U3MEPSEMBIH B KOJMUYECTBE PEJOKCOHOB, COMPSDKEH C MOTOKOM 3arpaunBaeMbix MOC;
OTHOLIeHUE ux painee odbo3Hauyaercs kak ¥V, (MOC/RO). B mpixatenbHoM (pecnupaTopHOM) OOMeHe

moTokK RO (B 0OBIYHOM TEPMHHOJIOTHH — MTOTOK AJICKTPOHOB) COMPSDKCH C IMPHUIAHUEM ITPOTOHAM BBI-
COKOUW 3HEpruu, a 3aTeM C Iepelraveld 3Toil sHeprum obOpasyeMbiM MOC; 3Tu 1Ba npeoOpa3oBaHus

9HEPIUHU OIUCHIBAIOTCA CTEXMOMETPHUECKUMM OTHOMICHHAMHU D . (H+/RO) u o, (H+/M3C)

COOTBETCTBEHHO. [IpOAyKTHBIN 0OMEH TakKe MOXKET OBbITh COMPSIKEH ¢ 00pa30BaHUEM WM 3aTPaToi
MOC. Hanpumep, cOpaxuBaHHUe TIIOKO3bI B 3TaHOJ B 001eM Oanance oOpasyer MOC, XOTs IIIHUKO-
JUTHYECKUHN MyTh COJEPIKUT U PEaKIUM, CBsi3aHHbIe ¢ 3aTpaToi AT®. [lyis npoaykTHOro oOMeHa aHa-
Joru4HbIi napamerp obdo3nauuM kak Vv, (MOC/RO). UToObl HE yCIOKHATH U3JI0KEHUE MBI HE pac-

CMaTpHUBaeM 3/1eChb Pa3HOBUJHOCTH KOHCTPYKTHBHOI'O OOMEHa, B KOTOpPhIX 1OTOK RO compspkeH He
ToNbKo C 3atpatamMu MOC, HO W C TOpPAMBIMH 3aTpaTaMy BBICOKODHEPI€THYECKHX MPOTOHOB
(cM. [Minkevich et al., 2004]).

C npyroii CTOpPOHBI, CYIIECTBYIOT IIaplHajabHble 0OMEHBI, B KOTOPHIX IOJOOHOE CONPSDKEHUE OT-
cyTcTByeT. [lepBUUHOE OKHCIIEHHE KHCIOPOJOM MeTaHa y OakTepuil 1 MeTaHOJa B MHUKPOCOMax Me-
TWIOTPO(QHBIX JPOOKEH MPOXOAUT Oe3 CONMPSHKEHUS C 3allacaHleM dHEPrHH B BUE TPaHCMEMOpaHHO-
r'0 3JEKTPOXUMUYECKOT0 MMOTEHIMAIa IPOTOHOB (MBI OyAeM Ha3bIBaTh MX JAajee BBICOKOIHEPreTHYE-
ckumu ipotoramu, BOII). pyroi npumep — Tak HazbiBaeMoe MuaHuaApe3nucTenTHoe apixanue (LIPJT),
a UMEHHO, TapayIeNIbHbIM MyTh B 3JEKTPOH-TPAHCIIOPTHON LIEMH MUTOXOHAPHUH, KOTOPBIA MOXKET akK-
TUBU3UPOBATHCS B ompeneiaeHHbIX ycnoBuax [Akumenko B. K. 1989]. O1oT myTh HIyHTHpYET 4acTh
OCHOBHOT'0 [IOTOKA JIEKTPOHOB; OH HE CONpPsDKEH ¢ oOpazoBanueM BOII.

Brinenennpie TakuM 00pa3oM MapuualibHble 0OMEHbI B OOJIBIIMHCTBE CBOEM O0JIaIal0T CBOMCT-
BOM, B&KHBIM UIsl MaTe€pUAIbHO-?)HEPTETUYECKOTO OallaHca LEeIoro MeTadoau3Ma — UX CIexXuomem-
puuecKue XapaKmepucmuKky wii 6000uie noCmoaHHbl, UNU GKAIOUAIOM 8 Ce0A 00CMAmMOUHO Nno-
cmosnnvle cnazaemole. [IpoayKTHBI OOMEH 4acTo SBJIsieTCS (PUKCHPOBAHHON COBOKYITHOCTBIO peak-
muid, n torma V¥, 3agaHo ogHosHayHo. Hanpumep, Ha 1 Monekyily TIIIOKO3bI, MOTpeOasieMoi

B TJIMKOJIUTHYECKOM IyTH (TO ecTh Ha 24 RO), momyuaercs 2 monekynbl AT® [Nelson and Cox, 2008],
orkyma V¥, =1/12.
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ONeKTPOH-TPAHCIIOPTHBIE LIENH B HACTOSAIIEE BPeMsS M3YHEHBI XOPOILIO, MOATOMY M3BECTHBI BCE
CaMThl CONPSKEHUSI TPAHCIIOPTA PEJOKCOHOB (AJIEKTPOHOB) ¢ 00pa30BaHUEM BBICOKOIHEPTETHYECKHX
IPOTOHOB, a TAK)KE CTEXUOMETPUS 3TOIO CONPSDKEHUS, KOTOpas HOCUT (PMKCHPOBAaHHBIN XapakTep.
Taxk, B Mutoxouapusx npu okuciennd NADH tpauncnopt RO npoxonut uepe3 kommiekcsr I, I u IV,
KoTopble oOpasyroT 2, 2 u 1 BOII/RO coorBercTBeHHo. Eciu mpucyTcTBYeT LMaHHAPE3UCTEHTHOE
nmeixanue (LIPJ1), myaTtupyromee gacte DTL, To ams pacyera cTeXHOMETPUH JBIXaTEIFHOTO 0OMEHa
HY’>KHO 3HATh COOTHOINIEHHE MOTOKOB B ocHOBHOW OTII m menu LIP/I. Ilpu oxucieHWH ¢ ydacTHEM
HUTK (uukn Kpebca) BxoasmmmM cyOCTpaToM SBISIETCS alleTHII~KOIHAUM A; ero (hparMeHT, yXOISmui
B Ha3BaHHBIN UK, — YkcycHast kuciora (12 RO). U3 vux 2 RO nonaxator B OTL] uepe3 cykuuHaT, TO
ecThb uepe3 komiuiekc II B 06xox mepBoro caiita conpsbkeHus ¢ oopaszoBanueM BOII: kommeke 11 He
uMmeet comnpsbkeHust ¢ obpazoBanneM BOII. CremoBarensno, 10 RO obpasytor 50 B3II, a 2 RO —
6 BOII. B uenom okucnenue anetuin~KoA B orcyrcrBue LIP/l naer @, = 56/12 = 4.7 BOII/RO.

ONEKTPOH-TPAHCTIOPTHBIC TN (HOTOCHHTE3UPYIOMUX KIETOK HMMEIOT CHCTEMY OOpa3oBaHUSA
BOII, ananornunyro kommiekcy Il co crexnomerpueit 2 BOII/RO. Euie fga npotoHa ¢ BBICOKHM 44, .

00pa3yloTcs npH (OTOPA3IOKEHUN OJHOM MOJICKYJIbI BOJBI ¢ 00pa30BaHHEM CBOOOIHOTO KHCIOPOIA
Yy OKCUTeHHBIX POTOCUHTETHKOB (cTexuometpusi: 1 BOII/RO).

Crexuomerpus pabotsl AT®-cuntassl: Oy, =4 BOIVATO [Elston et al., 1998]. Otctona Mox-
HO BeluuciuTh ¥, — obmee xomuyectBo MOC B pacuere Ha 1 RO, npoBeammii yepes AbIXaTeIbHbIH
0o0MeH, HaYMHAIOMUHCS OT Toko3bl [MunkeBnd, 2005]. [Tomumo AT®D, cunresupyemoit ATD-cun-
Tazol, croma Bxomat eme 4 MOC, monydaemble mytem cyocrpatHoro ¢ochopunupoanus (2ATO
B MIMKOIMTHYeCKOM yTH 1 2T T® B tmkie Kpebca). Torna W = (@, /Dy, ) +(4/24)=1.33.

HanGounbliryto ClI0XKHOCTb MpeACTaBisieT nojacuer Benuuunsl W, — 3arpar MOC Ha KOHCTpYK-
TUBHBII 00MeH u3-3a ero oomupHocTH. [IpsiMoii pacueT TpeOyeT 3HaHUS TIOTOKOB BEILIECTBA Yepe3 BCe
PEeaKUUu KOHCTPYKTUBHOTO OOMEHa, a COOTHOILLICHHUS 3TUX IOTOKOB 3aBHCST, B YACTHOCTH, OT BapHa-
LI aMUHOKHCIIOTHOTO, HYKIEOTHIHOTO U XKUPHOKUCIOTHOTO COCTaBa KJIETOK Kaxkaoro Buaa. Kpome
TOTO, CYIIECTBYIOT JJOKA3aTELCTBA TOTO, YTO CKOPOCTh 3aTpaT SHEPTHH Ha MOJICpP’KaHHE KIIETOK MO-
KeT coJiep)KaTh claraeMoe, KOTopoe MponopLUruoHansHO ckopocTH pocTa [Neijssel and Tempest, 1976;
Pirt, 1982; Russell and Cook, 1995]. Torna ko3¢¢punneHT nponopuoHansHOCTH BXoauT B W, Kak
cjaraeMoe, TO €CTh BEAET ce0sl, Kak eclid OBl 3TO OBLIN JOMOJHUTENLHBIC 3aTpaThl MOC Ha OMOCHHTE3
(cM. nut. nut.). IloaTomy Hamu Obu1 BEIOpaH apyroi cnoco6 pacyera ¥, [Minkevich, 1985; Munke-
Bu4, 2005]. Hanbonee XxopoIno wccienoBaHa BEMHMYMHA BHIXOJIA OMOMACCHI MPU POCTE Ha TIFOKO3E.
MHoro4uncieHHbIe TUTepPaTypHbIE JAHHBIC, OTHOCSIIMECS K CaMbIM Pa3iIMYHBIM MHUKPOOpPTaHU3MaM,
JaoT BenuuuHy Yy = 0.5 nmpu pocte B ONTHMAIIBHBIX YCIOBUAX. OHAa OTHOCHTCS K KJIE€TKaM pa3iind-
HOT'O MaKpOMOJIEKYJISIpHOTO cocTaBa. [IpuynHa Takoro MmocTOSHCTBAa MpEACTaBiIseT co0OW HpeaMeT
JUIsl CHeLUAIbHOTO HecienoBanys. [IpuBeeHHbINH HIKe pacyeT aaet i rmokossl ¥, = 0.8.

3arpatel MOC Ha KOHCTPYKTHUBHBIH OOMEH, HAYMHAIOIIMKCS OT APYroro BHEIIHETO MM BHYT-
peHHero cyOcTpata—uctounuka RO, nmomydarorcs u3 HaiinenHoro 3aeck 3HaueHuss ¥, = 0.8 BBene-
HHEM IONPABOK, ONUCHIBAIOIINX OTIAMYHE KOHCTPYKTHBHOTO OOMEHA Ha JaHHOM cyOcTpare OT 3TOro
0oOMeHa Ha TIFOK03€. DTH OTJIMYUS KacaroTcs HAaYaJIBHBIX PEaKITnii MeTaOoIM3aIuu cyocTpaTa, YuCiio
KOTOPBIX 0OBIYHO HEBEJIHKO.

Hanpumep, npu pocte Ha MeTaHOJE NPOMEXYTOYHBIM BHYTPEHHHM CyOCTpaTOM, HauMWHas C KO-
TOPOTO YIOOHO BBIIEIATH KOHCTPYKTHUBHBEIM MeTabonn3Mm, sBisercs dopmansaerung HCHO. buoxu-
mudeckue npeodpazoBanuss HCHO mpoxoasT mo oAHOMY U3 TpeX M3BECTHBIX META0O0NNYECKUX MyTei
Y TIPUBOJIAT K 00pa3oBaHUIoO Tulepanbaerua-3-gocdara mmu 3-pocdormunepara [Antony, 1982]. O6a
MeTabonuTa SBJSIIOTCS YYaCTHHKAMU TIIMKOJIUTHYECKOTO MyTH, Oyiarojaps 4eMy HETPYIOHO paccyu-
TaTh NONpaBKy k W, .

JlBa Apyrux mpuMepa — MeTadonn3M (OTOCHHTE3UPYIOMIUX KIETOK ¢ OOHON U AByMs (oTocuc-
TeMaMu. Y aHOKCHIeHHBIX (oToTpodoB (onHa ¢oTocucTemMa) UCTOYHUKOM RO sBnseTcs opranude-
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ckuii cyOcTpar (MoOJOYHasl, YKCyCHAsh KHCIOTHI U T. J.) Tu00 HeopraHW4ecKui cyOCcTpaT — BOJOPO/I.
KoncTpyKkTHBHBIE 00MEH Ha OpraHHYECKOM CyOcTpaTre COBEpIICHHO aHaJOTHYeH TOMY K€ Y TeTepo-
tpodo.. [Ipu pocte Ha BOAOpOAE STOT CyOCTpaT MepeaaeT CBOI BOCCTAHOBICHHOCTH MEPEHOCUUKY
penokcoHoB HAJI®; 3arem B cienuduueckoM MeTaboarueckoM myTy (Hukn KansBuHA) MPOUCXOIUT
nepenada 3Tux penokcoHoB Ha CO,, B pe3ysbTaTe 4ero CHHTE3UPYeTCs, OISITh XkKe, 3-hochormurepar.
VY okcurenusix ororpodoB (aBe dotocrcTeMsl) BocctaHoBiIeHHe HAJID mpoucxomut 3a cyer RO,
reaepupyembix (orocuctemoii II. JanpHelmumii myTh peIOKCOHOB MPOXOAUT, KaK H B CIydae pocTa
aHOKCHTEHHBIX (poToTpohoB Ha Bomopoze, yepe3 Iukn KampBuHA. DTOT IMKI, TepEeCUYUTAHHBIA Ha
obpaszoBaHHe, B KOHCUHOM CUETE, TIIFOKO3EI TpeOyeT 3aTpathl 18 AT® Ha MONb TIIFOKO3HI, TO €CTh Ha
24 RO [Buchanan, Gruissem and Jones, 2000; Nelson and Cox, 2008]. OTcroa monpaBouHoOe ciiarae-
Moe K 6a3oBoMy 3Hauenuto VW, pasuo 18/24=0.75.

Crexuomerpusi MeTad0JIM3Ma B EJIOM

AHaIM3 CTEXHOMETPUH TTOTHOTO MeTaboIu3Ma JODKEH O0BhETMHUTh MHOTOYHUCIICHHBIC OHOXIMUIE-
CKHUE JTaHHBIC 00 OT/ENILHBIX PEAKIHUIX B 00IIUe mokazatenu 3QGEKTUBHOCTU (BBIXOJIbI) POCTa OMOMACCHI
Y CHHTE3a MPOIYKTOB MeTa00IM3Ma U TIOA00HBIE MM BETHYHUHBI. PallmoHambHBIH crIOco0 caenars 3To Hc-
TMOJTB3YeT TPEXCTYIeHYaThIi aHamu3. [lepBast cTymneHs, onrcanHast BBIIIE, COCTOUT B pa3/ielieHnl MeTabo-
JIM3Ma Ha OOJIBIINE YaCTH, XapaKTECPU3YIOIIUECS TOCTOSIHHBIMY WM TIOYTH MOCTOSHHBIMU CTEXHOMETPH-
YECKUMU COOTHOIICHUSAMU MEXAY TIOTOKAMH PEJOKCOHOB U COMPSHKEHHBIMU C HUMH TTOTOKAMH MaKpodp-
rrdeckux cBsizedl. COOTHOIIEHHUS e Mexay MmoTokamu RO MOTYT M3MEHATBCS, €CIIH UMEET MECTO MX
BeTBJICHUE. BTOpas CTymeHp 3aKiIr0uaeTcs B 3alKCH YPaBHEHHUI 0011iero OajaHca peIOKCOHOB U MaKpodp-
THYECKUX CBs3el. TakuM 00pa3oM, MOTydaeTcsi CUCTEMa YPaBHEHUN MaTepHAIbHO-YHEPIEeTUICCKOro Oa-
JaHca 1enoro Merabonusma. TpeThsl CTYNeHb 3aKTF0YaeTcs B BBEIYUCICHHH WCKOMBIX 3HAYEHHWH BHIXOZA
OMOMacchl M MPOayKTa MeTaboam3Ma (eCJId 3TOT MPOIYKT SBIISCTCS BOCCTAHOBJICHHBIM COCIUHEHHEM U
o0pa3syeTcs B 3aMETHBIX KOJIMYECTBAX) U3 PHEPreTUUECKOTo CyOCTpaTa WK MOMIONICHHOTO cBeta. Kpome
TOTO, HAXOMATCS CBSA3U MEXITy CKOPOCTSMH OOJNBIINX MEeTabOIMIeCKUX MOTOKOB. Bee 3TH XapakTrepucTu-
KU OKa3bIBAIOTCS BEIPAKEHHBIMU Yepe3 OMOXMMUYECKHE IapaMeTpbl MeTaboIi3Ma KIIETOK.

Jlanee orpaHMYUMCSI CITy4aeM, KOTla CUHTE3 BOCCTAHOBJICHHBIX MPOIYKTOB MPAKTUYECKH OTCYT-
CTBYET W TJaBHBIH HMHTEPEC IMPEACTaBIACT POCT Ovomacchl. PaccMoTpuM mpuMepbl MaTepHaIbHO-
SHEPTeTHYECKUX CXeM METabOoJM3Ma Il HEKOTOPHIX BHIOB KJIETOK, IOKa3aHHbIe Ha puc. 1. JleranpHO
OHM onucaHbl Hibke. OOIMe 0003HAUCHUS Ha cXeMaX: S — CyOCTpaT-MCTOYHUK BOCCTAHOBICHHOCTH
(TO eCTh PEOKCOHOB), 3TO MOXET OBITh OPraHMYECKOE BEIISCTBO MJIM HEOPTaHMYECKOE COCIUHCHHE
(mammpumep, Bozopon); B — cyxoe BemectBo Onomaccs! kietok; O, — kuciopoa; CM — mporeccsl mo-
nepkanus ki1eTok (cell maintenance), LES mw HES — HU3KO- 11 BRICOKORHEPTETHIECKIE COCTOSTHUS (PO-
TOCHHTETHYECKUX KOMILUIEKCOB. Bce MOTOKM OepyTcst Kak yJenbHBIE CKOPOCTH (B pacueTe Ha 1 3KB.
RO yixe cymiecTByromeii 6uomaccer), 4ac . Besme depes u 06o3HadeH motok RO B Gromaccy, To

€CTb,yJIeNIbHasi CKOPOCTb POCTa, Y,, — 3arpatel MOC Ha nonaepkanue. Ilpoune o6o3HaueHus BBO-
JSITCS TIO Mepe HEOOXOTMMOCTH B HHX.

HES HES:
, ST’;—‘—PB .ﬂ B
E Ty
b *ACM o1 HES, s e CM
LES I_ES‘1 Fe2 Fen

4]

Puc. 1. MaTepnanbHO-3HEPTreTHYECKHIE CXEMBI METa00I3Ma KIETOK
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Toncteie muann 0603Ha4ar0T motoku RO, BKITIOUas oTpunareinsHbie komudectBa RO kucmopona.
Jlis HUX HIDKHSIS TOPU3OHTANIbHAS JIMHHAS B KaXKIOM U3 MIPUMEPOB COOTBETCTBYET HYJIEBOMY YPOBHIO
SHEPTHH, KOTOPHIM MPUCBOCH 0a3WCHBIM BemlecTBaM (B MpuMepe 3 3TO OTHeNbHAas JHHHUS BHH3Y),
BEPXHUE TOPH3OHTAIbHbIE JMHUU MPHOIM3UTENHO OTOoOpakaioT ypoBeHb dHepruum RO. Tonkwue
CIUIOIIHBIE M30THYTBIE CTPENKH CHMBOJIM3HPYIOT MOJIYYEHHUE M PAcXOJ BBICOKOAHEPIeTUYECKUX MpO-
ToHOB (BOII), TOYeuHbIe TUHUHA OTHOCATCS K MAaKpOIPTUIECKUM CBS3sAM. BbicoTa IMHUI, OTHOCSTIIVX-
cs1 k BOII u MOC, He cBs3aHa ¢ YPOBHEM JHEPTHH ITHX HOCUTENeH. HeOompirol depHBIH Kpy»KOK
Be3e n3oopakaetr ATD-cunTa3y.

BapuanT 1 — a’poOHBII pOCT MUKPOOPTaHU3MOB Ha TIIFOKO3€. ToJNCTast CTpernka, UayIias cHadaia
TOPHU30HTAJIBHO, a 3aTeM BEPTUKAIBHO, H300paKaeT IbIXaTelbHbI 00MEH, IIOTHOCTHI0 TOPU30HTATbHAS
CTpeJiKa — KOHCTPYKTUBHBINA. VX coBmajaromue yactu (HapUCOBaHBI OTAENBHO IS MPOCTOTHI BOCHPH-
SITUS) OTHOCSITCSL K PEaKLMsIM OT TIIFOKO3bI 10 MeTabonuToB mukia Kpebca; sHepreTnueckuii ypoBeHb
RO B »THX "acTsax MeTabonm3Ma W3MEHSEeTCS Majlo, 9TO M CHMBOJIM3UPYETCS TOPH30HTAIBHOCTEIO JIH-
HUit Ha cxeme. [TOCKONBbKY 3TH peakiMy BCE XKe MPUBOMAAT K HEOOJNBIIOMY HajieHui0 ypoBHs RO, cy0-
crpatHoe pocopmmpoBanue qaetT 4 MOC (cM. mpeaplaymuid pa3aen). ITo He 0TOOPaKEHO Ha CXeME,
HO yureHO B Oamance MOC. BeprukanbHas muaus nzodpakaer DTLI, koTopast cHkaeT sHepreTude-
ckuit ypoBeHb RO 1o "y u obpasyer BOII. [Ipuanmas Bo BHUManue, uto 3arpatel MOC Ha momnep-
JKaHHE KJIETOK B OOIIeM clly4dae COCTOSIT M3 JIByX CJaraeMbIX, HE 3aBHCAIINE OT CKOPOCTH POCTa M Mpo-
TIOPIIMOHAIBHOTO i (cM. BhIlIe), bamanc RO mMeeT ciieayrolyo, BechMa mpocTyo Gopmy:

S @)

Yy =¥y + Zus X =Xu + Xuks )

rle 7; — yAeabHas CKOpOCTb MOTpebiaeHus cyocTpara, 7, — norok uepe3 DTL, ¥, — oOmwuii crexuo-

MeTpHUeCKHi Koa(pduuueHT oOpazoBanuss MOC B AbIXaTeJIbHOM OOMEHeE, Tie, KpoMe MPOIYKIIUU
MOBC cucremoit DTH+AT®-cunATa3a yuTeHO U cyocTpatHOe pochopmmmpoBanue.
B kauecTBe OLEHKN dPPEKTUBHOCTH KIETOYHOrO POCTa UCTIONB3YEM 77y = /T, — BBIXOX GHO-

Macchl U3 cyOcTpaTa 1o peaokcoHam [MunkeBuy, 2005], DTa BenMYMHA PU POCTE HA OPraHMYECKOM
cybcTpaTe OM3Ka K BRIXOAY IO SHEepTruH (CM. HIDke). BBemeM 0003HadEHUS:

, ¥ 7
UL O +Zf\4, 7o - "E mgo —AM (6)
Y.+ Y.

rae Wi' — kaxymmecs 3arparsl MOC Ha OMOCHHTE3, KOTOPBIE B JICHCTBUTEILHOCTH PaBHBI CyMME 3aTpaT

cOOCTBEHHO Ha OMOCHHTE3 U KOd((UIIMEHTa yBEIMYSHHS 3aTpaT Ha TOIepKaHHe TIPH YBEIIMICHUH CKO-
poctu pocta. Torna u3 (4)—(6) moayyaeM CieIyOHe YKBUBAICHTHBIC IPYT APYTY BHIPAKCHUSL:

0
! ! +mRO, rszmgo—i-%. (7)

Mxs  Txs H Mxss

Jlesoe BhIpakeHue (7) 1aeT 3aBUCHUMOCTh OOpPAaTHOTO BBIXOJA OT 00paTHOI ckopocTu pocTta. Be-
NMYMHA My, — HE 3aBHCSIIAs OT 4 COCTABILIOIAs CKOPOCTH 3aTPaT PeAOKCOHOB CyOcTpaTa Ha Moj-
nepanue kieTok. CoOTHOIeHuE my, = yv /¥, BIpaOKaeT Ty BEIHUMHY Yepe3 He CBA3ZAHHYIO C A
KOMIIOHEHTY CKOPOCTH HENOCPEICTBEHHBIX 3aTpaT Ha MOAJep:KaHHe, a UMeHHo, 3aTpat MOC. Eciu
CKOPOCTh POCTA HACTOJBKO BETMKA, UTO My, /it < /7l , TO 10MA He 3aBHCAIMX OT 4 3aTpaT Ha
HoJiepKaHne CTAHOBUTCS MaJoil B oOmieM OamaHce MeTabONU3Ma, U TOTAA 7y & 1y - AHAIOTHYHO
TEPMMHOJIOTHH, MCIOIb3yeMON s BhIXOJa 1Mo Macce Y, OyleM HasblBaTh 77y, MaKCHMaJIbHBIM

BBIXOJIOM KJIETOK IT0 PeJOKCOHAaM, UMes IIPH 3TOM B BUAY, YTO 3TO — ACHMIITOTUYECKOE 3HAYSHHE, KO-
TOpOe caMmo 10 cede 3aBUCUT OT YCJIOBHM cpeabl (Hampumep, oT Temmeparypsl). CootHomenus (7)
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aHanornysel (3). Ogaako (hopMyibl (6) pacuIMPpPOBEIBAIOT OMOXUMHUYECKYIO CTPYKTYPY MakCHMallb-
HOTO BBIXO/Ia M CKOPOCTH PACX0JI0B Ha IOAAEPKaHUE KIIETOK.

(Y4
. _ S/ S
BBIXO,[[ KJICTOK IT0O MacCCe Y)US CBA3aH C 7]y, NPOCTBIM COOTHOIICHUCM: Iy, =— T]yg, TAC HH-

B/ B
Iekchl S 1 B oTHOCATCS K cyOcTpary n 6momacce. OTCro/Ia JIETKO TOydJaroTcs MepecueTHbIe hopmy-

07 Y4
m _ YS/S _m 0_ YB/B 0
XS = NMxs> Mg = Mgo -
BB Osls

oy7s =1.93.

CoorHormieHus (6) BhIpaKaroT BaKHbIC (DU3HOIOTMYSCKUE XapaKTEPUCTUKH POCTa OMOMACCHI, TO
€CTh IIEJIOCTHOTO MeTadoJM3Ma dyepe3 OHOXUMHUYECKHE IMapaMeTphl MapIualbHBIX OOMEHOB. JTH Ta-
paMeTphl, B CBOIO O4epe/ib, OObEIUHSIIOT B c€0C UMEHHO T¢ OMO3HEPTeTUYCCKHE XapPAKTCPUCTHKH OT-
JICIEHBIX PEaKIuil, KOTOPhIE PeabHO BIUSIOT Ha 3P PEeKTUBHOCTE pocTa. [Ipsimoe ncnonbs3zoBanue (6)
u (7), Kazanoch Gbl, 3aTPYAHEHO TEM, UTO HJICHBI yy, M ¥,, HEH3BECTHBI — 3TO CYMMAapHBIE CKOPOCT-

JIBI: BI)IH_IeynOMHHYTLIG CpeaAHUC 3HA4YCHUA Oy U Yy [AaloT

HBIE XapaKTEPUCTHKH OOJBIIOTO KOJIUYECTBA CAMBIX Pa3HOOOPA3HBIX MPOIECCOB KPyroodopoTa Beliie-
CTBa B KJIeTKaX. TeM He MCHEC, OTHU BBIPAXKCHUA NMPUMCHHUMBI K KOHKPCTHBIM pacy€TaM. BO-HepBbIX,

TMOCTOSHHAS COCTABJISIONIASA 3aTPaT Ha MOJUIEPKAHUE My TIPU 3aJaHHBIX Temreparype u pH mosxker
OBITh U3MEpPEHa Ha OCHOBAaHUH JAHHBIX O HEMPEPHIBHOM KYJIHTHBHPOBAHHUU IOMYJISIIMA MHKPOOPTa-
HU3MOB I JPYTHUX OJHOKJIETOYHBIX MPU Pa3HBIX CKOpocTsx pocra [[lept, 1978]. Y MHOTHX Opra-
HU3MOB 3Ta BCJINMYMHA HEBCJIMKA 110 CPAaBHCHUIO C MaKCHUMaJILHOM CKOpPOCTBIO pOCTA. BO-BTOpI)IX, qHuc-
nenHas onenka W, M y,, MO OTAENBHOCTH, HECMOTPS HA TO, YTO OHA MHTEPECHA B OOIIEHAYYHOM

IUTaHe, JUI BBIYHMCIICHHS BBIXOAa OMOMAacchl HE HY’KHA, TaK KaK B 7]y, OHH BXOIST B BUJE CYMMBEL,
WP . ITocneaHIo BEIIMYMHY MOYKHO OLCHHUTH JUls a’spoOHoro pocra Ha rimokose (C¢H;,Og), Korna,

KaK y>Ke FOBOpHIIOCh, Yy = 0.5. Mcnons3ys 7y =%YX/S u ogys = 1.6, nomyyaem 7=0.6.
SyS

3nauenue 77 =0.6 (To ecTh 60%), OCHOBAHHOE HA MHOIOKPATHO IOJY4YEHHOM 3HadeHuH Yy o = 0.5,

MPUHSTO HAMH KaK SKCIEPUMEHTAILHO HAMJICHHOE HAHOOJbIIIee 3HAYCHHE BBIX0]a OMOMACCHI 110 PEIIOK-
coHaM. [lockombKy OHO M3MeEpeHO I OBICTPOPACTYIIMX IITAMMOB, BHIPAIIMBABIIAXCS B ONTUMAJIBHBIX
YCTIOBUSIX, KOT/Ia 3aTpaThl Ha MOJIep)KaHNe HEBENNKH, MOXKHO paccMaTpuBarh HaiineHHbIe 60% Kak 3Ha-

venne 775 . Torna, ucrnonssys BTopyto hopmyiy (6), Haxomam: P& €9 = (1 —xs ) / Ny =0.8. D10

3Ha4YEHHE MOJIyYeHO KOCBEHHBIM ITyTeM, U3 HaJIC)KHBIX SKCIIEPUMEHTATBHBIX JAHHBIX O POCTE MHKPOOpra-
HHU3MOB ¥ MaTepHAIBHO-OHEPTeTHYECKOro OaaHca MeTabonm3Ma TITIOKO3bl. PaHee mpempiHHIMAaBIINecst
HONBITKK TpAMOro nozcuera 3arpaT MOC Ha KOHCTpyKTHBHBIH oOMeH [Oura, 1972; Stouthamer, 1973]
nmarot ¥, =0.1-0.2, 9yT0 3HauUnTENBHO HIXKE, 4eM 0.8.

Bemmuuna W = 0.8 ucnonbsosana Hamu s pacdeta PP mpu pocTe Ha APYTHX HCTOY-

HHUKaX SHEPIrUH, B TOM YUCIIE I POTOCHHTE3UPYIOIIUX KJIETOK, YTO MMOKAa3aHO Ha MPUBEICHHBIX HU-
ke npuMepax. Bennunna W, B o0mem ciaydae Takke TpeOyeT KOPPEKLUH COITacCHO OCOOEHHOCTSIM

MeTaboau3ma. Takum 06pa30M, JIOTHKA pacucTOB 3HAYCHUI BbBIXOJa OHoMacchl TakoBa:

m m app
YX/S - 77X/S N \_Papp (gluc) N B N 77m N Ym
lP(gluc) B N X/... X/...
E E
1 L 1

POCT Ha I'VTFOKO3€ B ONITHMANbHBIX YCIOBUAX POCT Ha JIPyTOM UCTOYHUKE SHEPTHH
(MCXOHbIE IAHHBIE — 3 DKCIIEPHMEHTA) (3Havyenust BemduH V' CKOpPEKTHPOBAHBI)

MHoroTroune B HHAEKCaxX 0003HAYaeT CyOCTpaT WIIM CBET WITH U TO, M IPYTOE (CM. HHXKE).

Bapuant 2 — a3poOHBIN poCcT apoxiked Ha MeTaHoe (paccCMaTPUBAIOTCS BUJBI, CIIOCOOHBIE HC-
MOJIB30BaTh TOT CyOCTpaT, TOKCHYHBIA MPU BBICOKUX KOHIEHTpanusx). [lokasaHo, 4To mepBHYHOE
OKHCJICHHE METAHOJIa B JPOXKKAX MPOU3BOJMUTCS METaHOJOKCHIa30i, KOTOpas MpeBpallaceT ero
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B (hopMmanbaerun 6e3 oopazosanus BOII [Antony, 1982]. dopManbaeru sSBISETCA MPOMEKYTOUHBIM
cyOCTpaToM, yTHIH3AIUsA KOTOPOTO UET MO cXeMe, B O0IIMX yepTax ONMu3Koi k BapuaHTy 1. bamanc
MeTaboIM3Ma 3TUX OPTaHHU3MOB IMEET BHJT

Ba=H+Te Ty =rGy (®)

n=ptry Yo=Y e 2=t Ak ©)

rae ¢, — CTeXHOMETpHYECKoe oTHoueHHe yncna RO, uaymux Ha KUCIOPOA B OKCHIA3HOM peakuuu
(2 RO), x uncay RO B monekyne meranona (6 RO); ata BenmuunHa UMeeT )KECTKO 3aJJaHHOE 3HAUCHHE
¢, = 1/3. U3 (8) u (9) cnenyer, uto BbIpaskeHus (7) OCTalOTCS B CUJIE, HO AN 7]y, BMECTO BTOPOIi

(1-¢, ) ¥

(bopmyIibl (6) UIMEET MECTO HECKOJIBKO MHOE COOTHOLICHHUE: 7]y, = 1w
+
E B

. IlonnpaBo4HbI#f MHO-

xurens (1-¢ OX) orpaxaeT moyo RO, KOoTOpble HE MPONAAAOT AJsl POCTa MOCe OKCHIA3HOU peak-

. Kpome toro, Bennunna W;” nMeer 3HadeHHE, OTJIMYAIOIIEECS OT AaHAIIOTMYHOTO MapaMeTpa Ipu
pocte Ha TITIOKO03¢e. BbiIo paccuntaHo, 4To MeTaboau3anus GopManbiAeruaa y APONOKEH MPOUCXOTUT
yepe3 IMOKCHAIETOHOBBIN 1K, n06aBmss 0.21 k W " [Minkevich, 1985]; Orciona ¥¥ = 1. 3ua-
yeHnne ¥, Taxxke NODKHO OBITH ckoppekTHpoBaHo. «IlocraBmukom» RO B OTILI sBisercs B faHHOM
ciydae Toiibko NAD, BoccTaHOBIIEHHas (hopMa KOTOPOro odpasyercs (GopMaibaeruieruaporeHa3omn
U (GopMHATACTHIPOreHa30l (mocheqHssl peakius paboTaeT B CBsI3Ke ¢ TpaHcruaporeHasom). Cy0-
crpatHoe hochoprIrpoBaHue B IbIXaTEIPHOM 00MeHe 3/7Iech He yyacTByeT. Pemokcornst NADH marot
— — — _ m
®,. =5 (cm. Bbiue), otkyaa u u3 O, = 4 nonyvaem ¥, =@, /0, =1.25. Torma ny =0.37,

Y s = 0.43. Ilocnennss uudpa coBmanaeT ¢ HaHOONBIINUM 3KCIEPUMEHTAIBHO JOCTUTHYTHIM 3HaYe-

HUEM BBIXOJ[a OMOMACCHI APOXIKEH U3 MeTaHoa (cchuiku cM. [Minkevich, 1985]).
MeraHoJIacCHMUTTUPYIONE OaKTEPHH UMEIOT TaKyIo ke 00IIyio cxemy motokoB RO, HO y HUX
IOTOK, CKOPOCTb KOTOPOro 00O3HaueHa Kak 7, , 4acTU4HO mpoxoaut uepe3 DTL[ [Antony, 1982]

Y IPOM3BOJUT BBICOKODHEPTETHYECKHE MPOTOHBI, XOTA M C MeHbuiel 3¢ddexkTuBHOCTHIO, YeM RO,
unymme ot NADH. [loatomy ypaBuenue 6ananca MOC comepKUT AONMOTHUTEIbHBINA YJIeH, BEIHIH-
Ha V. momydaercs Goibllei, 4eM y IpOOKeH, U, COOTBETCTBEHHO, BBIXOJ OMoMacchl y OakTepuil Ha

METaHOJIe TaKXKe BBIIIE, YeM Y IPOXOKeH. DTH 3HAYSHHUs TAKKe COBMAAAIOT C MOTYYEHHBIMH dKCIIEpU-
MeHTaIbHO (cchutkm cM. [Minkevich, 1985]).

Cxema notokoB RO mpu pocrte Ha 3TaHONIE KaK HCTOYHHKE YIIIEpOAa M SHEPTUH HECKOIBKO OT-
JMYAeTCs] OT CXEMbI BapuaHTa 2. AHaJOTHYHBIN [TOJIX0/ CHOBA AAaeT TEOPETHYECKHE 3HAUCHHS BBIXO/IA
OnomMacchl, COBHAJAONIME C MAKCUMAJIbHBIMH 3HAYEHHSMH, IIOJYYEHHBIMH B OKCIIEPUMEHTE
[Minkevich, 1985].

BapuanT 3 — dotoTpodHBIll pocT aHOKCUTeHHBIX (0Omamaromux oxHol QoTocucremoit) Goto-
CHUHTE3UPYIOINX MUKPOOPTaHU3MOB (IIypIlypHBIE OakTepHuu U T. 1.). B aToM cinydae nctounnkom RO
11t 00pa3oBaHUs OMOMAcCHl CIYXKHT CyOCTpaT — OpraHM4ecKoe COelMHeHHe (HampuMep, OpraHuye-
CKHE KHCJIOTBI) WM BOAOPOA. PeOKCOHBI cyOCcTpaTa MONHOCTBIO MEPEXOIST B CYyXO€ BEIIECTBO Kile-
TOK, BCJIEICTBHE YEro BBHIXOJ OMOMacchl U3 cyOcTpara 1o pelJoKcoHaM 77y, =1. Bmecte ¢ RO cy6-

RO
cTpara B 61/IOMaC0y NEepEXOoaUT U UX DHEPTHUA, XOTA CICAYCT IOMHUTD, YTO 3HAYCHUS H B CY6CTpa-
Te U B OnomMacce MOT'YT HCCKOJIbKO OTJINYAaTbhCA. U3 xecTkoro PaBCHCTBA 7]y =1 CJICOYCT, UYTO BbIXOJ

0MOMACCHl TAKUX KIIETOK U3 KaXXaoro cy60TpaTa YX/S TAKXXC pPaBCH IIOCTOSIHHOH BCJIMIMHE, KOTOpas

3aBHCHUT TOJBKO OT BHJIA CyOCTpaTa.

Jlnst OuocuHTE3a, 0JTHAKO, HYXKHA JOTOJHUTENbHAS SHEPTHs, IEPEHOCHMAsT MaKpOIPTUICCKUMHU
CBSI3IMU U TIOCJIE UX MCTIOIH30BAHUS MPU CHHTE3€ MAKPOMOJIEKYJI YXOsIIasi B Buie Tera. Itu MOC
MOCTABJIAIOTCH (POTOCHHTETHYECKUM «OJIOKOM» MeTabonmm3ma. doTocucTemMa KIETOK UMEET JBa CO-
crostHUS — HU3KodHepretudeckoe LES (low energy state) u BeicokosHepreTudeckoe HES (high energy
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state). Ilepexon LES — HES mnpowucxomut Gnaromapst abcopouuu ¢oroHoB. OOpaTHBIN mepexoa co-
MPsDKEH € TIEPEBOIOM MIPOTOHOB B BHICOKOAHEPI€TUYECKOE COCTOSHUE (TO ecTh ¢ mpoxykmuei BOII).
3arem BOII nepenatot coro sHepruro MOC npu yuactuu AT®-cunrasel, a MOC TpatsTcs Ha Owo-
CHHTE3 W MOJJEpKaHhe KIETOK, Kak U B rereporpodHom meradbonusme. Llupkymsnust LES =2 HES,
npoxykius BOIT u 3areM Makposprudeckue CBSI3M BMECTE B3SIThIE COCTABISIOT dHEPreTUYECKUI 00-
MEH Y OPTraHU3MOB TaKOI'0 THIIA.

W3 aToro ciemyer, 4To pocT TaKUX OPraHU3MOB JOJDKEH XapaKTepU30BaThCs IPYTOW BEITMYUHOM,
aHAJIOTUYHOH 7], — KBAaHTOBBIM BBIXOJOM OHMOMACCBl 77y, , 9kB. RO Guomaccel/D (dHHIITEHH, TO
ecTb, MOJIb PoTOHOB). IToCKOIBKY HHTEHCHBHOCTH KPyroo0OpOTa BElecTBa B KJIETKE 3aBUCHUT OT yC-
J0BUIl cpenbl U Apyrux (pakTopoB, TO MOTpeOJIEHHE SHEPrUU Ha MOAJEpPKaHUE KIETOK HE SIBISIETCS
(GUKCUPOBAHHOI BENIUYMHOM, YTO OTpa)kaeTcs B BApHAOEIBHOCTH 7]y, . Y PABHEHHUS MaTepUaIbHO-

3HepreTI/IquKOrO 6aﬂcha pOCTa AHOKCUT'CHHBIX (bOTOCI/IHTeTI/IKOB HUMCHOT BU/
0 1
Yy =¥y + s Xu =X+ Xulds (10)
Ton =1 Py, TEZCDHE/CDHM' (11)

Cootnomenus (10) omuchIBarOT MPOIYKIMIO M Pacxoi MaKpospruyeckux cBssei, (11) cBs3eiBaroT
BennuuHel 1, 1 ¥, co ckopocteio abcopbunu ¢oroHoB u padoroit ATd-cunrazel. 13 (10) u (11)
HOJIy4aeM BBIPAXKEHUs], aHaJIOTMYHbIe (7), BBIBEICHHBIM BBILIE 11 T€TEPOTPOGHOI0 pocTa:

L_ Lo /e M (12)
o > oy Ph e
Mxpn MTxen H Tx/pn

BI)Ipa)KeHI/IH JJI1 MaKCUMAJIbHOI'O KBAHTOBOT'O BbIXOJa U HE 3aBI/IC$IHIeI>'I OT 4 KOMIIOHCHTEBEI CKOPOCTHU

Pacxo0B Ha MOANEP)KaHUE KIETOK, OJHAKO, OTINYAIOTCS OT aHAJIOTUYHBIX BEJIMYUH JUI FeTepoTpod-
HOT'O POCTa B CHJIy OTJINYHMH MeTaboamu3Ma:

m _ (DHE o _ 0 \PPhCDHM 13
Thxen = R D Mey —ZMcD—- (13)
B T pn*HMm HE
KBaHTOBBII BBIX0J U3 a0COPOMPOBAHHOIO CBETA U MAPAMETPBI €70 3aBUCUMOCTH OT [/ :
12 1 1 My n 12 . o OuVs o
Yipn = Txspn 5 Y = yom + , roe Yy, = Nxwns Mpy = 12 Mpy, - (14)
BYB X/Ph X/Ph H Og/s

[Mockonbky abcopOIMst OHOTO (POTOHA MEPEBOJUT OAMH AIEKTPOH (POTOCUCTEMBI U3 HU3KO- B BBICOKO-
sHepretudeckoe cocrosnue, V', =1 [Buchanan, Gruissem and Jones, 2000; Nelson and Cox, 2008].

3areM mpoxoxaeHue nByX AMeKTpoHOB oT HES k LES mpon3BoauT 4, BEICOKOIHEPTETHIESCKHUX TIPOTOHA
(cMm. Tam xe), otkyna @, =2. B kadecTBe mpumepa paccMOTpUM PocT (POTOTpodHBIX OakTepuil Ha

naxtare. Torma k P ") nomkHO 6BITH J06ABIEHO CAaraeMoe, YIUTHIBAIOIIEE PA3HHIILY MEKITY METa-
00IM3MOM TITIOKO3HI 1 J1akTaTa, paBHoe 0.4 [Minkevich, 1985], otkyna Wi’ =1.2. Torma 7y, = 0.42,
Yo = 2.6 T/D. DTO 3HaYeHHE COOTBETCTBYET IKCIIEPUMEHTAIBHBIM JaHHBIM [Gobel, 1978].

BapuanT 4 — poToTpodHBII pOCT OKCHI'CHHBIX (00JaNa0MKX ABYMsI (POTOCUCTEMAMH) OpTaHU3-
MOB (OJHOKJIETOYHBIE Bojopociy, pactenus). @ortocuctema I (OC II), ucnons3ys sHepruro adbcop-
OMpOBaHHBIX (DOTOHOB, POXKAAET MAPHI PEIOKCOHOB — B BOCCTAHOBJICHHBIX MOJIEKYJIaX KOMIIOHEHTOB
thotocuctemsl (TonmoxkurensHoe Yrciio RO) u B Mosekyirax 00pa30BaHHOTO CBOOOIHOTO KHCIIOPOIa
(Takoe ke Mo MOAyJIO, HO oTpunaTenbHoe gucio RO). OqHOBpeMEHHO 00pa3yrOTCsl BRICOKOIHEpTe-
TH4Yeckue NpoToHbl. Penokconsl B komnoHeHTax @C I, Haxoag1uXcsi B COCTOSIHUU C BBICOKOM 3HEp-
rueit (HES,), umeror sHepruro, morydeHHy0 oT ()OTOHOB, YPOBEHb KOTOPOH HIMKE, UEM BBIIIICOITH-
caHHBIN cpenHuil ypoBeHb RO B opranmueckux BemiectBax. Porocucrema II, mepeBeneHHast B BbICO-
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KOJHEPreTH4YecKoe cocTosiHue, nepeaaeT RO mo anekTpoH-TpaHCIOpTHOH Lenu B (otocucremy |
(®C 1), Haxomsmuryrocst B HU3KOIHepreTndeckoMm coctossHun. B OTI] HaxomuTcs erne ouH y4acTOK
obpazoBanus BOII. ®orocuctema I 3a cder sHeprum abCOPOMPOBAHHBIX €0 (DOTOHOB TOTHUMAET
ypoBenb RO, mpumenmmx ot @C II, 10 ypoBHS, HECKOIBKO 60jiee BRICOKOTO, YeM CPEIHUIN B OpPTraHu-
YeCKUX coeANHEHUusAX. JlanpHellee qBUKEHNE PEIOKCOHOB UAET Yepe3 NMEePeHOCUUKH BOCCTaHOBJICH-
Hoctu (deppemokcur, NADP), B pe3ynbTare 4ero ux SHEpPrusl MPUBOIUTCS K YPOBHIO, COOTBETCT-
BytomeMy cpemnHeit aHeprun RO B opranmuecknx BemiecTBax. Jlamee morok RO pacxomures Ha aBa.
OnvH U3 HUX UIET B OMoMaccy, a Ipyroi BO3BpaIlaeTcs B JIEKTPOH-TPAHCIIOPTHYIO LETb TaKUM 00-
pa3oMm, 4TO OH CKIIAABIBAETCS ¢ MOTOKOM, nmpuxoasmum ot OC II, u uepe3 yuactok oOpazosanus BOII
MPOXOAUT UX cymMmMma. TakuMm oOpazom, uepe3 OC I umer cymma moroka RO ot @C II u mukmngeckoro
notoka RO. BricokosHepreTnyeckue NpoTOHbI, 00pa3yeMble B IBYX BBIIMIEYTOMSHYTHIX MECTaX MeTa-
Oomnuzma, mpoxonsaT 3ateM uepe3 ATD-cuntasy, 0Opazys MOC, KoTopble 3aTeM TpaTsTCs, Kak B JIO-
O0oM MeTabonM3Me, Ha OMOCHHTE3 | MOIepKaHUE.

IToroku RO yepes potocucremsl I u I 0603HaueHs! KaK 7y, H 7y, , HMKINYECKUH OTOK, BO3Bpa-

maromui penokconsl B OTI, — kak 7. ; ckopocTu abcopOuuu HOTOHOB (HOTOCUCTEMAMH — KAK 7py,
U 1y, (OBe mociennue — B eauHunax J/3kB. RO cymectByromeit 6momaccsl B 4ac). Iloroka RO Ha
y4acTKax, 0003HaueHHbIX Ha cxeMe 4 Kak la u 10, paBHBI 7, .

YpaBHEHHUs MaTepHAIbHO-YHEPTETUYECKOro OanaHca AN TAKUX KIETOK UMEIOT BH

H=Teys Tyt =Ty, (15)
(rH1+rH2)(DHM:/u\PB+lM5 = X+ Xk (16)
i = T Puers i = 1y Prgr » (17)

Tona = TeaWona s Tt = Tt W - (18)

VYpasuenus (15) omuceiBatoT OallaHC PEAOKCOHOB, TepBoe ypaBHeHue (16) — O6amanc MOC (neBas
gacTh cooTBeTcTByeT ATd-cnuHTaze), (17) orpakaroT crexuomerputo npoaykmuu BOII, (18) — cre-
XHOMETPHIO adcopOunu (HOTOHOB M Mepexoaa (OTOCUCTEM B BEICOKOIHEPTETHUYECKOe cocTosiHue. [1pu
pELICHUH 3TOW CUCTEMBI IoJlaraeM yAEIbHYI0 CKOPOCTh POCTa U3BECTHOM; TOT1a U3BECTHA U CKOPOCTh
nepexona LES, - HES, : 7, = i . 3amenss B neBoM ypaBHenuu (16) r,,, r;, u3 (17), y,, 43 BTOpo-

ro ypaBHeHus (16), a 3arem, ucnons3ys (15), HAXOIUM CKOPOCTh MUKJINYECKOT'O TOTOKA PEIOKCOHOB:

v, = EHM (IPB +Zr1n)_ CDHEI +CDHE2 [+ (DHM Zl(;. (19)

HEL (DHEI CDHEI

Orcrona u u3 (15) nmomydaeMm BenMUMHY 7, Kak QyHKOuio 4. 3arem, ucnonbsys (18), HaxoquMm cko-
poctu abcopOumu GOTOHOB KaxkI0i M3 GorocucteM. M3 MX CyMMBI MOTy4aeM BBIPAXKEHUS ISl KBaH-
TOBOIO BBIXOAa OMOMACCHI 7}y, (3kB. RO/D) m obmieil ckopoctn abcopOuuu cBeTa KIETKaMH
(3/7xB. RO cymiecTBytomieir 6oMacchl B 4ac):

1 hth 1 m
T T e, =mY + K (20)

m b

Mx/ph 12 e 2 Mx/ph

IJ1¢ MaKCHUMaJIbHBIM BBIXOJ M CKOPOCTH 3aTpaT Ha NOAACPKAHUEC KIICTOK, BBIPAXKCHHBIC B €IMHHIIAX
BOCCTaAHOBJICHHOCTH (peI[OKCOHaX), PpaBHBL

m Q)HEI 0 q)HM 0
Mxpn = a > Mp, = W Xom - (21)
P Ve V5 + ((I)HEI\I]PhZ - q)HEZ\I]Phl) Qs

[lepecyeT KBAaHTOBOTO BBIXOIA 7y, » TAPAMETPOB 1)ayp, U My, B SIMHMIIBI MACCHI TIPOU3BOIUTCS, KaK
U JJ15 KJIETOK ¢ 0JHOH doTocuctemoit, no popmynam (14). [Ipusenem taxxe moiyyaemoe U3 ypaBHe-
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HUi OanaHca otHomeHnue ckopoctu nepexoga LES — HES dotocucremsr I k Takoii sxe ckopocth
y porocucremsr 11:

15 1 1 mo

El Ph

Ao |, [+ (22)

m
oo Won [\ ximn

Yucnennsle 3HaueHus napamerpos: ¥, =W, =1, ¢, =1, &, =2 [Buchanan, Gruissem,

and Jones, 2000; Nelson and Cox, 2008] ®,,, =4 . 3nauenne V" MOHKHO OBITH CKOPPEKTHPOBAHO.
Yriepox moctynaeT B MeTa0OJIM3M OKCHUTEHHBIX (HhOTOTpodoB B Hamboiee okuciaeHHoM Buzae (CO;).
VY OonpIIMHCTBA BUIOB TAaKHX OPraHU3MOB BOCCTAHOBIICHHE ABYOKHCH YTJIEpPOJAa TPOHU3BOIMTCS
B 1ukie KanpBuHa (3TO COKpalleHHOe Ha3BaHHE). MICTOYHMKOM BOCCTaHOBJIEHHOCTH (PEIOKCOHOB)
ciny;kut NADPH, x koropomy RO mpuxoasat ot ®@C 1. KoneunsiM npoaykroMm nukia KanbBuHa siBis-
eTCs TPEXYTIePOJHBIIN YIIeBOA, MOCTYMAIOIINI B METa00IUYECKUE Iy TH ACCHMUIISIIUH TIIFOKO3bL. [1o-
stomy k W3’ (&) 1omKHO GBITH TOOABIEHO CiIaraeMoe, omuchiBaoIee Oanane rukna Kanseuna. ITo-
CKOJNIbKY Ha BocctaHoBienue 3 CO, mo Tpexyriepoanoro yrieBoga Tparutcs 6 NADPH (12 RO) u 9
AT®, momomHUTENbHBIE 3aTpaThl B KOHCTPYKTHBHOM oOMeHe cocrasisitor 9/12 = 0.75 RO/MDBC,
u WP = g 4 0.75=1.55 RO/MDC.

IToncraHOBKa 9TUX 3HAYCHHUI B IOTyUYCHHBIC BBILIC BBIPAKECHHS JAeT: 7y, = 0.28, Yy, =1.73.

HOJ'Iy'{CHHOG TCOPETUICCKOC 3HAUCHUEC YXH/IPh , KaK 1 3HA4YCHUA AJId JPYTUX CXEM MeTa60J'H/I3Ma, Haxo-

JIUTCSL B XOPOILIEM COOTBETCTBHU C IKCICPUMEHTAIBHBIMU AaHHbIME [Aiba, 1982]. He 3aBucsmuit
ot u uieH B (22) paBeH 2.6 — ckopocth padotel ®C | kak MuHUMYM B 2.6 pa3za 0oJjibliie, YeM CKO-
pocth paboter ®C II. DT0 03HAYaeT, UTO 3amacaHue YHEPTrUu B (HOpME BHICOKOIHEPTETHUECKUX ITPO-
TOHOB W, B KOHEUHOM cuere, MOC mpu mpsMOM MOTOKe 4epe3 00e (OTOCHCTEMBI (TO €CTh €CITU OBl
Ty, =1y, ) HEAOCTATOYHO AJIsl 00ecedeH s MOTPeOHOCTEH KOHCTPYKTUBHOIO OOMEHA U 4/ -3aBUCUMOMN
KOMIIOHEHTHI KJIIETOYHOTO KpyroobopoTa. [liis atoro TpeGyercs erie JONOTHUTEIHHBIN MUPKYJIISPHBIH
notok uepe3 OC | u 31eKTPOH-TPAHCIIOPTHYIO 1S, B IMOJITOPA pa3a 0OJIbINKH, YeM MPAMOI MOTOK.

YnpomieHHas cxeMa MeTaboIM3Ma OKCUTEHHBIX (OTOTPOdOB, IPUBECHHAS HA PUCYHKE, HE YUH-
TBIBAET POJIL OKCUTEeHA3 U okcupas (mpexae Bcero, RuBisCO — depMenTa ¢ 1BoitHOM (QyHKITHEH, BXO-
nsmtero B ki Kaneeuna [Buchanan, Gruissem, and Jones, 2000]). Otu GepMEeHTHI y4acCTBYIOT B Iy-
TSAX yXOJla YacTU PEIOKCOHOB Ha CBOOOIHBIN KuciopoJ 0e3 oopa3zoBanust MOC, BCeACTBUE Yero Be-
JWYHHA 1)y p, CHIDKACTCS.

OtmeTnM, 9TO 37€Ch MBI HE pacCMaTpHUBaeM JETaIH3aIMI0 IPOIECCOB KIETOYHOTO TOAIepIKa-
Husi. HecMOTpst HA MHOTOYHCIICHHOCTh M MHOXKECTBEHHYIO JIOKAIH3AIMIO 3TUX MPOIECCOB, BO3MOKHO
BBIJICJICHUE HEKOTOPBIX KOMIIOHEHTOB KJIETOYHOTO MOJICPKaHuUs, TaKuX Kak yreuku BOII yepes mem-
OpaHBI ¥ JAMCCUTIATHBHAS PEJaKcallyisi BEHICOKOIHEPTETUIECKUX COCTOSHHUM (POTOCHHTETUYECKOTO arl-
napara.

JHeprernyeckas 3¢ GpeKTUBHOCTH Pa3JIMYHbIX THIIOB MeTa0oM3Ma

B kauectBe yHHMBepcambHOM Mepbl 3 ()EKTHBHOCTH Tpoliecca METadoJIM3Ma B 11€JI0M UMEET CMBICIT
HICIIONIb30BaTh SHEPIeTHYECKUH BBIXO OMOMACCHI 77y, — OTHOIICHHE YHEPTHH, COICPIKAIICHCsI BO BHOBD
00pa30BaHHOM BeIIeCTBE OMOMACCHI KJICTOK K SHEPTHH, IIOCTYIHUBIICH B METabOJIM3M B IIPOIECCE POCTA.
[IpuBeeHHOE OMpEICTICHHUE HE 3aBUCHT OT BHJA HOCUTENS SHEPrHH, MOTPEOJCHHON KIIeTKaMu, Oyab TO
pa3IM4HBIe CyOCTPAThl, OPraHNYECKHEe WM HEOpPraHWYeCKUe, WM cBeT. [10aToMy BenmmumHa 77y TI03BO-
JSIET CpaBHUBATH 3 (PEKTHBHOCTL POCTA Ha CAMBIX PA3JIMYHBIX NCTOYHUKAX SHEPTHH.

Ecin  WCTOYHMKOM  SHEpPrMM  CIYXKHT  Kakoe-IuOo  BerrecTBO  (CcyOcTpaT — pocTta), TO

Myen = (HQO/HSRO)UX/S. VuursiBas, uto He° z<HRO> u HY°= <HRO> , HOIMy4YaeM: My, =My -
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s <H RO> 371eCh MPUMEM CpeJTHEEe MEKITy 3HAUCHHSIMU 3TOM BEJIMYUHBI JUTsl OMOMACCH M HU3KOMOJIEKY-
JSPHBIX opraHudeckux coexuHeHunit: 113 xJlx/3kB. RO. Jlanee, o603naunM uepe3 E,, sHepruio (oToHa,
CPEITHIOIO 110 a0copOUpyeMOMy CIIEKTpPY WM COOTBETCTBYIOLIYIO JUTHHE BOJIHBI CBETA IIPU MOHOXPOMATHYE-
CKOM OCBelLleHHH. Jlyisl OKCHIeHHOTO TUNa (POTOCHHTE3A 7y py, = (H R0 IE,, )nX/Ph ~ (<H RO > / E,, )nX/Ph st
CiTydasi CMEIIaHHOI0 MCTOYHMKA SHEPIUHU (CyOCTpaT + CBET, aHOKCUTE€HHBIE OPraHU3MBbI) BBEIEM 0003HAYE-
Hus: NS°, No© u N,, — 4ucria peloKCOHOB GHOMACCHI, IOTPEOIEHHOTO CyOeTpaTa u abcopOMPOBAHHBIX
{oronos. Torma, yuntsisas, uto Ni° = N5 :

N Ph

RO 7RO RO RO

1 — HS NS + EPhNPh — NB HS EPh 1

RO A/RO RO = ,RO RO
T7x/En Hy Ny Hy Hy Hy™ 1y

HO+E, .

Ph 1

<H RO> MTx/pn .

JI7is YMCIIEHHBIX OIIEHOK pocTa (hOTOTPO(GOB BO3bMEM YACTO BCTPEUAIOIIUECS YCIOBHS OCBEIIECH-
HoctH [Aiba, 1982]: 1) aHOKCUTEHHBIE OaKTepUH — MOHOXPOMATHYECKUH CBET C MJIMHOW BOJIHBI
A =860 um, E,, =N, hc/A=139.2 k[lx/D (N, — unucno ABoraapo); 2) OKCUIeHHbIE KIETKH (3erie-

~
~

HBbIC BOZOPOCIH) — BOJb(paMoBas jaMia co CBeToBoi Temmeparypoii 2800 K, cnekTp moriomieHus
400-750 HM, pacueT no ¢dopmyie Ilnanka maer cpenanee sHadenue £, = 188.4 x/lx/3. Torna ans

pocta TreTepoTpOGHBIX MUKPOOPTaHM3MOB Ha TIIOKO3€ 77y, = 0.6; METHIOTpOdHBIC IPONOKH:
Ny, = 0.37; nypnypable 6akTepun (oaHa dorocucTeMa, cyOCTpaT — JIAKTaT): 77y, = 0.25; onHOKIeE-
TOYHBIE BOJOPOCTH (ABE€ OTOCUCTEMBI): 77y, = 0.17. OTcr04a BUAHO, YTO reTepoTpOQHbIE MUKPOOP-

TaHWU3MBI JOCTHTAI0T HAMHOTO 0oJiee BBICOKHMX 3HaYeHUH dHepreTuueckoi 3pPpekTHBHOCTH pocTa, ueM
¢doTtoTpodsl (B ciaydae IIFOKO3BI 3TO BOOONIE — MaKCHMAJIFHOE M3BECTHOE 3HAYCHHUE), & CPEAd II0-
CIIeTHUX OPTaHU3MBI, HCIOIB3YONIHE OJHOBPEMEHHO BOCCTAHOBIIEHHBIE CyOCTpaThl M CBET, OCTHTa-
10T OoJiee BBICOKOH 3(p(peKTUBHOCTH pocTa, YeM YHCThIE POTOTPORHI.

CTaIII/IOHapHaﬂ WJIN HECTAallMOHApPpHasA MOa€/Ib MeTadoau3mMa?

[IpuBeneHHBIE BBIIIE YPaBHEHHS MATEPUATLHO-OHEPIETUIECKOTO OanaHca SBIISIOTCS CTalHOHAp-
HbIMH. [To100HAsT CTAITMOHAPHOCTH UMEET MECTO B JIEKTPUICCKUX TeTsIX (TepBblil 3akoH Kupxroda),
IMOCKOJIBKY 3JICKTPOHBI HE MOT'YT HAaKAaIJIMBATHCA B y3JI1aX SJICKTPUYCCKUX COCILI/IHCHHﬁ. B 10 *)e BpEMsL
MeTaOOJIUThI, KaK MPaBUJIO, UMEIOT HEMOCTOSIHHOE COJICPKaHUE B KJIETKaX, MO3TOMY, CTPOTO TOBOPS,
ypaBHEHHUs OajaHca MOJDKHBI BKIIOUATh B ce0sl MPOU3BOIHBIC OT COACPIKAHUS META0ONUTOB MO Bpe-
menu. Hanpumep, ans Gananca makpospruueckux cesaseit Bmecto r'V, =¥, + y,, cienosano Obl

d [M3C ]
3aInCaTh: T: nW. —u¥, - yy. Torna s conepxanus MOC HyXHO ObLIO Obl BBECTH 3a-

BHCHUMOCTD CKOpOCTCfI g, 4 1y OT BIMAIOLIUX HA HUX KOHL[CHTpaL[I/If/'I. HOCJ’IG,I[HCG, BO-TICPBLIX,

CTaJIKUBAETCS C MPOOJIEeMaMu CTPYKTYpHUPOBAaHHBIX MOJIENIEH, O KOTOPBIX TOBOPHIIOCH BHIIIE, & BO-BTO-
PBIX, TpeOyeT NEeTaJbHOIO PACHHCHIBAHMSI MEXAHW3MOB KHHETHYECKHUX B3aUMOJCHCTBUH B KIIETKaX.
Toraa Bcst KpaTKOCTh M ICHOCTh MaTepPHAIbHO-YHEPTeTHYECKOT0 OajlaHca ucuesaer.

[okaxkem, 4TO Al CTEXMOMETPUYECKOTO OMHMCAHHWS MeTaboju3Ma HET HeoOXOAMMOCTH B Je-
TaJIbHOM y4eTe HECTAlMOHAPHOI'O MOBEACHHUS IIEPEMEHHBIX, ONMCHIBAIOIINX COCTOSIHUE KIJIETKH B aH-
HBIi MOMEHT BpeMeHH. [|JI1 0HOHAIPaBIEHHOIO ABMXEHUS K YCTOHUMBOMY CTAallMOHAPHOMY COCTOS-
HHUIO MOXHO BOCIIOJIb30BaThCS TeOpeMOi THXOHOBa 0 MaclITaOMPOBaHMH MEPEXOAHBIX MPOLECCOB IO
ckopoctsim [BacunmseBa, byTy30B, 1973] — ObICTpBIE MEpEeXOMHBIE MPOLECCH MOXXHO PacCMaTpPHBAThH
B MX 3aBEPIICHHOM COCTOSIHUH, KOT/1a TUHAMHUUYECKasi CUCTEMa [BIDKETCS 110 JIMHUM MEJICHHOTO /IBU-
xenust [Minkevich and Utkina, 1979]. {nst kone6aTenbHBIX IEPEXOTHBIX MTPOIECCOB (EPUOMUECKIX
WIN Xa0TUYECKUX) MOKHO MPUMEHHUTH yCpeTHEHHE TI0 BpeMeHH. [1ycTh «y3710B0oii» METab0IUT NMeeT
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cozepkanue B buomacce M , a HOTOKH, CXOJSALIMECS K y3IIy U yXOISIIHME U3 HETO, — f; (i =1,2,....1 );

MOCJICAHUC BCJIMYUHBI UMCIOT 3HAKH, COOTBECTCTBYIOIHE ITPUTOKY HUJIM OTTOKY BEHICCTB — HOCHUTENCH

. aM  d
RO unu M3C. Torpa B Kaxablii MOMEHT BPEMEHH —— = Zfl . YcpenHneHue 3a nepuos BpemeHu 1’

i=l

1 T
C TIOMOIIIBIO OTIepaIUH T I ..dt maet
0

_211;7, :%(M(T)—M(O)), (23)

rac f — YCPCAHCHHBIC IMOTOKU. MHorue xonebdaTenbpHbIe mpouccCChl UMCHOT IEPUOT KoJIeOaHHMI MHO-

i
ro MEHbIIIE, YeM BpeMs yJABOSHHUS OMOMACCHI (CPEIHSS JTUTEIHLHOCTh JKU3HEHHOTO IUKJA KIETOK).
Hmeer cMbICT B35Th BpeMsl yCpeaHEHUsT T MEHBIIMM, YeM BpeMs yIBOCHUS OHOMACChI, HO CYIIECT-
BEHHO OOJIBIITUM, YeM TIEPUOIEI OMOXUMUIECKUX KOJIeOaHWA. ITO TO3BOJIAET BBIICITPUBEACHHBIM 0a-
JIAaHCOBBLIM YpPaBHCHUAM 6[)ITI) MMPUMCHHUMBIMU K MCIAJICHHBIM NEPEXOAHBIM IIPOLECCaAM, XapaKTCPHOC
BpEMsl KOTOPBIX — MOPSIKA [UTUTSITLHOCTH XKU3HEHHOTO IIHKJIA KIeTOK. [T0CKONBKY peryisTopHbIe Me-

XaHU3MBI KJIETOK 00€CTIeurnBaOT MalocTh M (t) , IpaBas 9acTh (23) mpu BeIIICyKa3aHHBIX 1 CTaHO-

BUTCS MaJIOH 10 CPABHEHHMIO C KaKABIM M3 MOTOKOB f; . [loaToMy JUIsf yCpeHEHHBIX 110 BPEMEHH I10-

TokoB RO 1 MOC crarmonapHoe MprHOIMmKEHNE CIIPaBeIITHBO.

B T0 xe BpeMs 11 MCIJICHHBIX IMEPEMEHHBIX, TAKMX KaK KOHUCHTpAIWA 61/IOMaCCLI, JUHAMHUYECKHE
ypaBHEHUsI HEOOXOAUMBI, U CHCTeMa TaKUX YpPaBHEHHH JOJDKHA MCIIONB30BAaTh COOTHOLICHHUS MEXIY Me-
TaOOMMYECKUMH TIOTOKaMH, TIOTyYeHHBIE KaK CIIEICTBHAE CTAMOHAPHBIX OAJTAHCOBBIX COOTHOIICHHH.

OTMeTHM TaKke, YTO YpaBHEHUs] MaTepUAIbHO-IHEPreTHIecKoro Oananca — JTuHelHble. TeM He
MeHee, HETMHEHHOCTh PeryIATOPHBIX KHHETHYECKHX MEXaHM3MOB KIIETKH CYIECTBEHHO NMPHCYTCTBY-
€T B CTEXHOMETPUIECKOM OIMCAaHNH MeTaboIM3Ma, XOTS U B HEIBHOU (hopMe. DTH MEXaHU3MBI BMECTE
CO CTPYKTYpHBIMH CBOWCTBAaMH KIJIETOK OOECIIEYMBAIOT OTCYTCTBHE BbIXO/a OONBITMHCTBA METa0OIH-
TOB BO BHCUIHIOIO CPEAY U MPECAOTBPAIIAIOT HAKOIIJICHUEC HU3KOMOJICKYJIAPHBIX MeTa0O0IUTOB BHYTpHU
KIIETOK (ITOCIIeTHEE BBI3BIBAIIO ObI pa3phiB 000JIOYKH U KIETOYHBIX MEMOpaH M3-3a2 BRICOKOTO OCMOTH-
YECKOTO JaBJICHHS).

[TomMuMo 3amad, CBSI3aHHBIX C POCTOM OMOMAcCHl U 00pa30BaHHEM MPOAYKTa MeTabonm3Mma, Ha-
KaIUIMBAIOIIEroCsl BO BHEILIHEH Cpefie, MOTYT MPEJCTABIATh HHTEPEC U IPyTue 3aJauu, OTHOCAIINECS
K MaKpOMOJIEKYJISIPHOMY COCTaBy OMOMAcCCHI, K €€ TeHETHYECKOMY armapary, K (GyHKIHOHUPOBAHHIO
TOHKHX MEXaHH3MOB KJIIETOYHOW PETyJSIIHA | T. . B 3THX cilydasx ydeT HEeCTalMOHAPHOCTH TEX HITH
MHBIX MEPEMEHHBIX HE0OXO0ANM, HO HEOOXOAMM M YYeT BCeX CIOKHOCTEH MOJENUPOBAHMS, OMMCAH-
HBIX BBIIIE.

Oo6cy:xnenue

CTexnoMeTpHyecKnil aHaIN3 He CTABUT Iepes co00H 3a1auy BBIYHCICHUS CKOPOCTEH OMOXUMH-
Yyeckux nporeccoB. OH onpeenseT COOTHOMIEHUSI MEXIY MeTab0IMIeCKUMH TTOTOKaMH, IMEIOIIMMHU
Ba)XKHOE 3HAUEHHE C TOYKHU 3peHHs (U3UOIOTUU KIETOK M UX COOOIIECTB, Hojiaras Ipu 3TOM H3BECT-
HBIMH T€ CKOPOCTH, OT KOTOPBIX 3aBHCAT TaKHe COOTHOIeHHA. OXHUM U3 HUX SBISETCS BBIXOJ OHO-
Macchl U3 TOTPEOICHHOTO HCTOYHUKA YHEPTHH.

MarepuanbHo-3HepreTHYecKuii OanaHc sBiseTcs: POPMOIl CTeXHOMETPUH, OCHOBAHHOW Ha Hau-
Oozee o0l Mepe MeTaboIMYECKIX MOTOKOB (PEIOKCOH) M MaKCHMaJIbHO MPHOIIMKEHHON K OanmaHcy
SHEPrur. DTO KOMIAKTHOE NPEICTaBICHHE OMOIHEPTeTHKN MeTaboIM3Ma, JAIOIIee ero YKOHOMHYIO
cXeMy, 00J1aIaloIly 0 BEICOKOI CTENEHbI0 COOTBETCTBUS 00BEKTYy HccienoBanus. Orciona sdexTus-
HOCTb PacyeToB, MPOBOAMMBIX Ha OCHOBE 3TOT0 MOAX0/A.
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Bananc He uaeHTHGUIMPYET OJHO3HAYHO TOT MEXaHH3M, KOTOPBINA OMpPENesieT CKOPOCTh BCErO
nporecca. OgHako OallaHC yKa3bIBaeT, Ha UTO CIeAyeT OOpaTUTh BHUMAaHUE B 3TOM aclekTe. BaxkHbiM
MOMEHTOM SIBJISIETCSl HAJIMYKME JTUMUTHPOBAHUS pocTa. ECIM TUMUTUPYET TaK Ha3bIBAEMBIN KOHCEpBa-
TUBHBIA CyOCTpaT (HE MCTOYHHUK DHEPTUU U HE aKIICNTOP 3JCKTPOHOB JJIS AJIEKTPOH-TPAHCHOPTHOMN
[ENH), TO er0 KOHIEHTPAIUs B Cpelie HETOCPEACTBEHHO ONpPEAeTsieT BEIMINHY CKOPOCTH POCTa /i .

Torma dopmynsr tumna (7), (12), (20) 1 T. 1. BEIpaKalOT CKOPOCTHh MOTPEOJICHUS NCTOYHUKA YHEPTHH
yepe3 4. B MpoTHBHOM ciiy4ae, KOTJa JIMMUTHPYET BOCCTAHOBIICHHBIN CyOCTpaT WM CBET, CKOPOCTh

HOTpe6J'ICHI/I$l HUCTOYHHUKA SHCPIrur HEMMOCPECACTBCHHO 3aBUCUT OT KOHIICHTpALlUU cyGCTpaTa HJIn UH-
TCHCUBHOCTHU CBETA, a L/ BBIPpAXKACTCA UCPE3 OTY CKOPOCTH U 3aBUCUT OT BHCIIHUX YCJIOBI/Iﬁ 4yepe3 HEC.

EIHC OJHUM Ba>XHbBIM q)aKTOpOM, y‘IaCTByIOIHI/IM B OTHUX COOTHOIICHUAX, ABJIACTCA CKOpOCTI) paCXOI[OB
SHEPTUY Ha MOJJIEPIKAHUE KJIETOK. DTO €Il OJMH MEXaHU3M BIIMSHUS CPE/Ibl U HA OallaHC, U HA KUHE-
TUKY MeTa0oIr3Ma.

B cnydae, xorma mMeeT MECTO CHHTE3 BOCCTAHOBJICHHBIX IMPOAYKTOB M, COOTBETCTBEHHO, pa3-
BETBJICHHUE TIOTOKA PEJIOKCOHOB Ha UAYIIMI B OMOMAcCy U B MPOIYKThI, COOTHOIIIEHUE ITHUX TOTOKOB
OTIpeIeTIIeTCS] MEXaHU3MaMHU, OCYIIECTBISIFOIIMMHI PETYIISALNI0 MeTa0oIn3Ma. ITO ellle OJUH KHHETH-
qeCKHi (PaKTop, BIMSIONINI Ha CTEXHOMETPHIO METa00JIM3Ma B 3TOM CITydae.

B cuny ckazanHOro BBIIE O TpodIeMax pa3paboTKH CTPYKTYPHUPOBAHHBIX MOJETCH CTAaHOBUTCS
SICHO, YTO MOJICIMPOBAaHNE OMOXUMHUYECKHUX PEAKIINH, MTPOTEKAIOIINX B TOMOT'CHHOU CPENIe, MOdCem He
JTaBaTh PE3yJIFTATOB, COOTBETCTBYIOIINX PEATLHOMY IOBEIECHHIO KJIETOYHBIX Momyssimwidi. Ho 3To He
3HAYUT, YTO OHO MX He MOodicem 1aBaTh. ITO 03HAYAET TOJBKO TO, UTO K ITUM MPOOJIEMaM CIIeAyeT OTHO-
CUTBCSI BHUMATENFHO, YUUTHIBAS UX U IIPU MOCTAHOBKE 33/a4H, U IIPU UHTEPIPETALIUU PE3yIbTaTOB pe-
menus. OTHaKO MOYKHO YBEPEHHO CKa3aTh, YTO (PEHOMEHOJOTHYECKHEe 3aBICUMOCTH CKOPOCTEH OT yc-
JIOBHWA Cpeipl, IPH YUeTe CKa3aHHOTO 31€Ch O CTEXMOMETPHYECKHX CBS3SIX MEXKIY METa0OTUICCKUMHU
MOTOKaMHU, SBIIIOTCS TEPCIEKTUBHBIM IMOJIXO0J0OM, HUCKOJIBKO HE ycTapeBlinM. bonee Toro, ymauxas
«OMOXMMUYECKas MOJIENTb MOXKET CKOPEE PacCMaTPUBATHC Kak ()eHOMEHOJIOTHYECKas, a JIeKaIas B ee
OCHOBE OMOXMMHUYECKas CXeMa — KaK 3BPUCTHUECKUN CTIOCO0 HAXOKICHHS TaKOH 3aBUCHMOCTH.

HpI/IBeI[eHHBIe pe3YJ'II>TaTI>I IMOKa3bIBAKOT, YTO, IIOMUMO MOI{CHCI‘/’I, OCHOBAHHBIX Ha OFpaHquHHOfI
COBOKYITHOCTH «KJIFOUEBBIX)» pEaKlni, HEOOXOAMMO pPaccCMOTpeHHe MeTrabonu3Ma B meiaoM. Ctexuo-
METpHs, OCHOBaHHAs HAa 3aKOHAX COXPaHEHUS, BBISABIAET MPOCThIE 3aKOHOMEPHOCTH, YIPABISIOIINE
CTOJb CJIOKHOM CUCTEMOM.
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