®U3NONOrua PACTEHUU, PACTEHUEBOACTBO

HsBects TCXA. Bemyck 2. 2011 rox

YK 581.132

PACIIPEJIEJIEHHME 13C B YIJIEBOJAX U MEXAHU3M ®OTOCHUHTE3A

A A UBJIEB!, A.Y UI'AMBEPJIMER3, A O. JIYBUHCKMIA?

(' Kagenpa Heopranmueckoii u ananuruaeckod xumua PIAY - MCXA
nveHn KA. Tuvmpsizesa;? Otaen u3ydyeHus pacTeHuH, Y HuBepcuTeT MaHuTOOBI
(Kanama);? MactutyT npukiagHoit Matemarnku umeHn M.B. Kemaemia PAH)

CoriiacHo oCHILISIIHOHHON ImmoTese YriiepogHbIi MeTaGo/m3M mpu doTocHHTese pe-
aqmyercsi B BHe KoJedaTenbHOro mpomnecca. KosreGannsa sIBIAOTCS He3aTyXalomAMA H Co-
cToaT W3 ABYX ¢a3 — accmvmsimun C0, n doroapixanns. IlepBas cooTBeTcTBYET KapGoKcH-
Jasnoil ¢aze pynxmmonnpoBanns Pylmcio, Bropas — okcurenasnoii. Pacnpeneenne m3oro-
na BC B yriieBoJax TecHO CBS3aHO ¢ (POTOCHHTETHYCCKHMH OCIILISIIHAMH, BO3HHKAIOIIHMEA
npu doTocunTese. YriieBoaAbl odpasyores B Kakaoil m3 ¢as. Mbl yTBepikaaeM, 4To YriaieBoabl,
o0pasylomuecsi B KapOoKcHIA3HOH (ase, COCTOAT M3 TeKCO3 ¢ OTHOCHTEILHO PABHOMEPHBIM
pacnpeneieaneM 3C BI0JIb YIJIEPOTHOTO CKeIeTa MOJIEKY.I, TOIa KaK IeKco3bl B YIJIeBOAAX,
CHHTE3NPOBAHHBIX B OKCHTeHa3HoOH ¢ase, 001a1al0T cHenmu$pUIeCKIM HepABHOMEPHBIM M30-
TONHBIM PHCYHKOM. YHOMSHYTAsl THIOTe3a XOPOIIo OOBSICHIET 0COOCHHOCTH pacHpee/eHHs
H30TOIOB YIJIepoa W H30TONHBI cocTaB yriaesoqoB C;- m C,-pacTeHnii, a Takike M30TONHBIC
pasmunsa o0Imero yYriepoAa YIJIeBoI0B, 00YCJOBJICHHBIC Pa3zHOH CTENeHBI0 HCYCPHBIBAHHUS
¢donna cyéeTpaTa, HenoabsyemMoro npu GoTOABIXAHIIL

Kniouesvie cnosa: m3oTomHOE (PpaKIMOHUpOBaHHE YIIepofa, oTopIxaHue, PyOucko, yrie-
BOJIBL, MO/IeTTHPOBaHAE MeTa0oI3Ma.

B mocremnume rtoapl pacmpenencHue 3C B yINEBOJAX IPUBJICKACT BHUMAHHE BCE
Oompmero umcia uccaenopareneit [11, 28, 29, 34, 36, 61, 64]. 310 CBI3aHO C MOHUMAHH-
€M TOTO, 4YTO HCCICAOBAHMS HM30TOIHOTO COCTABA YIJICBOAOB, SBILIFOINUXCS TCPBUYHBIMH
aCCUMIUDITAMH TIpH  (DOTOCHHTE3E, OTKPHIBAIOT IIyTh K BBUICHCHHIO IPHPOIBI H30TOITHOH
TETCPOTCHHOCTH OCTAIbHBIX METAabOJMTOB WM HMX CBI3M C MEXAHH3MAaMH KJICTOUHBIX IIPO-
meccoB. K TOMy k€ HEMOCPEACTBECHHOE YYACTHE CAMHX YIJICBOJOB BO MHOTHX IPOLECCAX
(accommwpauu CO, B (OTOABIXAHMH, TEMHOBOM JbIXAHHHM H IUIHKOJH3E) JACT BO3MOKHOCTh
HCHOJIb30BATh H30TOMHBIC JAHHBIC TI0 YIJIEBOAAM I H3YUCHHUS 3THX MPOLIECCOB.

Ilpun wmccrenoBaHMM PACHpEAcTCHHA HM30TONMOB YIJIEPOAA B YIIACBOAAX BO3ZHUKACT PAX
TPYAHOCTEH, CBA3AHHBIX C OTCYTCTBHEM VCTOHMYMBBIX 3aKOHOMEPHOCTEH B pacHpencIcHHH
13C mekmy KOMIOHCHTaMH. Hampmmep, B OZHMX PACTECHHSX pPACTBOPHMBIC caxapa M Kpax-
Man oborameHs!l m30TonoM 3C 1m0 CpaBHEHHIO C APYTHMH VITICBOJAHBIMH KOMIIOHCHTAMH, B
apyrux — oOexneHbl. M30TOMHOE pacmpeacicHHE MOKET 3aMETHO PA3IMYaThCsl B 3aBHCH-
MOCTH OT TOTO, W3 KaKOTO OpraHa (JIMCT, cTeOeib, KOPCHb, CEMCHA) BBIACICHBI YTJICBOJHBIC
KOMIIOHEHTHI [39], or ycrnosmii oOmtaHmsa u BuAa pacteHms [23]. UroObl MOHATH NPHYHHY
BapHaOCIbHOCTH HM30TOMHOTO COCTaBa YIJIEPOJA VYIJCBOJHBIX KOMIIOHCHTOB, HEOOXOIUMO
BBLICHHTh, TA€ M KAK BOBHHKAIOT H30TOMHbBIC 3(Q(EKTHI IPH CHHTE3E YITICBOJOB M KAKHUC
(haKTOPHI BIMAFOT HA HX U30TOIHBIA COCTAB.
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WN3npvBegeHHOM HapucyHke 1 cXeMbl, NOKa3biBatOLel CBA3b MeXAy pasnunyHbl-
MWYTIEBOAHbIMY  (DOHAAMW,BUAHO, YTO KIHOYEBbIM 3BEHOM B LIEMOYKE BCEro YrieBoAHO-
ro obmeHa SBNSETCH CWHTE3 [/10K030-6-(hocthata (M6P), KOTOPbIA NPOMCXOAMT B LMKIE
KanbBuHa npu goTocuHTese. Yepes 6P npomcxoaut CUHTE3 [PYruMX reKco3 U MeHTO3,
aTakkKe  CBA3AHHbIX CHWMWM  caxapuaos.lo3ToMy 4TOObl MOHATb, 4eM Onpefensercs
M30TOMHbIA COCTaB Pa3fMYHbIX Yr/eBOAOB, B MEPBYID 0Oyepefb HEOOXOAVMO BbISICHUTS,
OT Yero 3aBUCUT U30TOMHbLIA cocTaB yrnepoga 6®. Mpu Takoli MOCTaHOBKe 3afaun He
060iiTCb 6e3 MpMBNEYEHMS MOAENM W30TOMHOMO (PpakLMOHMPOBaHWA yrnepoga npu do-
TOCUHTE3E.
CraunoHapHaa u oc-
UMNNIALUOHHaA MoZenm,
ncnonb3yemble 419 onuca-
HWA  W30TOMHOro  (hpakLmo-
HWPOBaHWS  yrnepoga  npu
(hoTOCKHTE3E.
M3 nntepatypbl  u3-
BeCTHbl [Ba  a/bTepPHATMB-
HbIX MoAXofa K OMUCaHuIo
M30TOMHOTO  (DPaKLMOHNPO-
BaHWs yrnepoga npu oTo-
CUHTe3E! CTauuoHapHas
Mofenb,  OCHOBaHHas Ha
NPeAnonoXeHnn, Yto  Mpu
HEU3MEHHbIX YC/IOBUAX BCE
npoueccbl  poTOCMHTE3a B
KNeTKe  MpoTeKalwT  OfHO-
BPEMEHHO W HEMpepbIBHO
[24, 31, 32, 47, 65, 66], u
OCLMNNALMOHHASA MOJefb,
Jonyckawowasa  nepvoguye-
CKWIA, AWCKPETHbLIA XapakTep
MPOTEKaHMA  MPOLECCOB, WX
OnNpefeNeHHy0  BPEMEHHYIO
nocnefoBaTesibHOCTb [5, 7,
8 12, 44]. JAMCKpeTHOCTb
npoLieccos, cornacHo  mo-
CnedHeli Mojdenun, ABNseTcs
CNefcTBMEM  NMePUOSNYECKO-
ro ucuyepnaHus (OHZOB Me-
Puc. 1 MpuHUMNUansHas cxema YrneBogHoro obMeHa B KIeTke Ta6oNNTOB, CMEHSIOLLErocst
WX 3aro/IHEHNEM.
CTaunoHapHasa Mmogenb. OCHOBHOe YypaBHEHWEe CTaluMOHapHOW MoAenu B 0603Haue-
Huax ®apkyapa v Konner [24, 32] nmeeT BUA;

(1)
roe [ — BenMuMHa M30TOMHON AncKpumMuHaumu 13 npu (POTOCKMHTE3e, @ — W30TOMHLIN
apbekT npu guddysnmn, b — wun3oTOMHbLIA 3deKT npu KapbokcumpoBaHun Pub®. Bebi-

paXkeHne (1) CBA3bIBAET BE/TNYNHY N30TOMHOW ONCKPUMKWHauun yrnepoga C OTHOLUEHWEM
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napumanbHbiX AaeneHunii CO2 BHyTpU nAncTa pi U B aTMocdepe pa W3 Hero nerko BUAETb,
yto ecnn Anddysmns KOHTPONMPYET CKOPOCTb Mpouecca, T.e. pi—0, n3oTonHas OUCKPK-
MUHauus npubnmkaeTcd K BenMumHe a Ecnm ckopoctb  accumunaumu C02  KOHTpOSu-
pyeTca peakuuein kapbokcunmpoBaHus Pub®, T.e. pi - pa M30TOMHas AWCKPUMUHALWS
npuénmxaetTca K BeinunHe b, Tpu 3TOM BAMAHME BHEWHMX (aKTOpoB (TemmnepaTypsbl,
B/IarOf0CTYMHOCTU, COMEHOCTU MOMMBHBLIX BOA, KOHUeHTpauun CO2 B atmoctepe u gp.)
Ha M30TOMHbIA COCTaB Yrnepoja pacTeHuii nepefaeTcs B MOJENM Yepe3 OTHOLUeHMe pi/ pa
C y4eTOM HaiJeHHbIX 3KCMEPUMEHTANIbHO BeANYMH @ = - 4,4%0 , a b = -29%o0 [32] mogenb
ONMCbIBaeT AManasoH MPUPOAHLIX BapuauWii BennuMH A M ee 3aBUCUMOCTb OT (aKkTOpOB
BHELLIHE cpegpl.

Mo Mepe ucnonb3oBaHWs ypaBHeHWA (1) BbIABUIOCH 3HAYMTENBHOE YWCIO HapyLue-
HW/A  NWHEHOR  Koppensumu, NOCTYAMpyemoil Mogenbto.  [oTpeboBanach  yCnoXHeHHas
(hopma CBA3M W30TOMHON AMCKPUMMHALMKM C YYeTOM BKIafOB BCEX MNPOLIECCOB, rAe BO3-
MOXKHa W30TOMHas AUCKpUMMHAUMA. OHW 1 06YyCNOBAMBAKOT OTK/IOHEHWE OT fIMHEHOCTW.
OfiHa 13 hopMm 1MeeT BUL:

rge pa ps pauw pc — napunaibHble fasneHnss CO02 B aTtMocdepe, y MOBEPXHOCTU JIUCTA,
B MEXKMETHWKaxX [0 PpacTBOPEHMS B LMTOMIa3Me, Y MeCT KapOOKCMIMPOBaHMA COOTBET-
CTBEHHO; ab — AucKpuMuHauma 13C npu guddysum yepes NOrpaHUYHbIA CMOi, a — And-
tysms C02 B BO3ayXxe, €S — (hpakumMoHMpoBaHWe npy pacTBopeHMn CO2 B UMTOMNA3Me,
al — dpakynoHmpoBaHue npu AudEy3MM B XMAKOCTW, b — U30TOMHas AUCKPUMUHALMA
13C npu epmeHTaTBHOM KapbokcunupoBaHum Pub® B C3-pacTeHusx; e u f — BO3MOXHOe
(hpaKLUMOHMPOBaHME W30TOMOB MNPU TEMHOBOM [fbixaHUM Rd 1 (OTOAbIXaHUN COOTBETCTBEH-
HO: K — 3((eKTMBHOCTb KapbOoKCUAMpoBaHUA M IM™* — TouKa KOMMeHcauwu, onpegensiemas
B OTCYTCTBME TEMHOBOro [bixaHus. Bce KO3I(PMUUMEHTbI WM30TOMHOro (pakLMOHMPOBaHMA
B MNepeync/ieHHbIX npoLeccax onpefenieHbl OMbITHbIM MyTeM B MOAENbHBIX Mpoueccax |
in vitro. TonyyeHbl cnegyrouwie 3HadyeHus: ab= 2.9%o [26, 31], 4.4%o, es = 11%o0 25° [66]
a,=0.7%o [48].

V3oTonHaa auckpuMuHaumsa b npu kap6okcunupoBaHun Pubd okasanacb cnabo 3a-
Bcumoint oT pH n npu pH 9.0 paBHsnace 29%o, a npu pH 7.0 — 30%. [54]. UTo KkacaeTcs
M30TOMHOTO (PPaKLMOHMPOBAHUA NPU TEMHOBOM [bIXaHUM e U (hoToAbixaHun f umK, Kak
npaBwfio, MpeHebperaldT W Y4uTbIBAOT MMWb TOrAa, KOrga OTKAOHEHWS OT YMNPOLLEHHON
mogenm (1) ctaHOBATCA OLWyTMMbIMWU. [Mpeanonaras, 4YTo 3TW OTK/IOHEHUS CBfA3aHbl C 06-
CYXXJaeMbIMU  3(heKTaMM, W3 HUX PaACCUMTBLIBAIOT YKa3aHHble KO3(ULMEHTbI U30TOMHOMO
(hpaKUMOHMPOBaHUSA. Y OfHWX UCCNefoBaTenell OLUEHKW e MOATBEPAWMIN WX Manyt Benu-
YuHy [46, 67], apyrve [29] npuwnu K BbIBOAY, UTO € 3HAUUTE/NIbHO M paBHO 6%. Elle 60nee
CMOPHBLIMW  M3-3a CMIOXHOCTW OMNpefesieHns OKasa/iCb OLEHKM KO3PMULMEHTOB W30TOMHO-
ro (ppakuMoHMpoBaHUA Mpu QoTofbiXxaHMW. WX onpegensnu, wUccnefys W30TOMHbIA COCTaB
C02 Bo3fmyxa BOAM3M TOUKM KOMMeHcauuu. PyHu [55] oueHun BennuuHy/= 7%o. ABTOpbI
paboTbl [67] yTBepxganu, 4to, ecnm NpuHATb f= 5%o, M3MeHeHWs A cocTaBAT 0.8%o. U3
KOCBEHHbIX OLIEHOK MOMYYMnW, YTO/ANA MLUeHMUbl cocTaBuna BeinunHy 3.3%o , and ga-
corm — 0.5%0 [35]. B pabote WrambepgmeBa u apyrux [41] aBTOpbI COMOCTaBUAN M30-
TOMHYI0 AMCKPUMUHALMIO Y [OMKWMX PacTeHWin n (POTOAbIXATeNbHbIX MYTAHTOB, Y KOTOPbIX
MHTEHCMBHOCTb (JOTOAbIXaHMA Oblna peayLypoBaHa MEeTOAOM FeHHOW WHXeHepun. W3 co-
MOCTaBfleHNs CAefaHa oueHKa addekTa oToabixaHus. ocnegHuii okasancs B AuanasoHe
10-13% pansa kapTodens, AUMeHs 1 apabugoncuca.
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W3 ypaBHeHus (2) BHOHO, YTO BKIKOUCHHE B YpaBHCHUE (1) HOBBIX WICHOB, Y4H-
THIBAIOIIMX BKJIAJ B HM30TONHYI0 IHUCKPUMHHALNWIO APYTHX IIPOIIECCOB, XOTS M IIO3BOJIICT
OOBACHHTH BBIIBICHHYIO 3KCICPHMCHTANBHO HEIMHCHHOCTh, HO CaMa 3aBHCHMOCTH A oOT
0O0BIIOr0 YMCIA IMAPAMETPOB JENIACT €€ CIOKHOH W 3amyTaHHOH. Ee TpyaHo wHCmOB30BaTh
JUT KAKHX-TTHOO IPOTHO3HBIX OIICHOK.

3a cyeT BBCACHHA HOBBIX IAPAMCTPOB YpaBHCHHE (2) JACT BO3MOKHOCTH CKOPPCK-
THPOBaTh HAOMOAACMBIC OTKJIOHCHWSA OT IJMHCHHOCTH, HO CBS3b HM30TOIMHOW JUCKPHMHHA-
o ¢ (pakTopaMm BHEINHEH CPEabl CTAHOBUTCS MCHEE OTHUCTIMBOM WM IpH 3TOM psia (ax-
TOB OCTaeTcsA 3a paMKaMH Mojemu. Hampummep, ocCTraeTcs HESICHBIM, MOYEMY B HEKOTOPBIX
ONBITAX IO Ta3000MeHY mpu (OTOCHHTE3EC HAOIFOJACTCS IPEHMYIICCTBCHHAS (pUKCaIms
meoroma 13C, a He 12C [3, 20], moueMy HEKOTOpPHIC IEPBHYHBIC ACCHMWJLITHI B ONBITAX C
HCIIOJIb30BAHHEM OOOTameHHOH TsoKeIbIM  m3oTomoM (O, OKa3bpIBAOTCSA OOOTANICHHBIMHA
13C otHocurembHO muraromer CO, [2]. 3a paMkaMM MOJENH OKAa3aJoch M OOJBLIOE UMCIO
(paKTOB, CBHACTCILCTBYIOIMX 00 M30TOMHOH YTSKEJICHHOCTH META0OMHTOB (POTOIBIXAHHS
[17, 18, 51, 52]. Pax BBIBOAOB, CACAYIOIMMX W3 MOJCIH, OKA3ajCAi B MPOTHBOPCUHH C (hak-
Tamu [42].

Kpome Toro, crammoHapHas MOZCTb, YIOBICTBOPUTCIHPHO OIMCHIBAIOIAS 3ABHCH-
MOCTb HM30TOIIHOTO COCTaBa OOMIETO yTJaepona OMOMACCHl PACTCHHA M €€ OCHOBHBIX (Dpak-
oA OT BHEINHHX (DAKTOPOB, B TO XE BpPEMs HEC MOMKET OOBSCHHTH BHYTPHUMOJCKYIISIPHBIC
H30TOMHBIC pasnuuus B MceTaboymTax. EauwHcTBeHHAs mombITka [04] OOBACHHTH H30TON-
HYK) TETEPOTCHHOCTh IMIOKO3bl (I'6D) HAa OCHOBE CTAMOHAPDHOM MOJETM IYTEM BBEAC-
HUS B HEC JONMOJHHUTCILHBIX W B OOJBIIMHCTBE CIY4YAacB MO OOOCHOBAHHBIX ITAPAMETPOB
MPSACTABIACTCSA MPOTHBOPCYHBOH H MATTOOOOCHOBAHHOM.

CranmoHapHasd MOJEIb ONCPHPYST YCPEAHCHHBIMH IIOTOKAMH YTJICPOJHBIX CyOcTpa-
TOB W OAQJAaHCOBBIMH OLCHKAMH, a OIMCAHWE HW30TOIHBIX PACTIPEACICHUI MOJICKYJ TpeOy-
€T y4yeTa KHHCTHYCCKHX H30TONMHBIX 3(P(PEKTOB KOHKPETHBIX ()CPMCHTATHUBHBIX PCAKIINH,
ONPEACIIFOIMX HM30TOIMHBIH COCTAB HMHIAWBHAYAIbHBIX AaTOMOB. [l03TOMY TIOIBITKH OIH-
caTh H30TONHBIC PHCYHKH MOJICKYJ HA OCHOBEC YCPEITHCHHBIX IIOTOKOB 33aBEAOMO OOpPEUCHBI
HA HEyIavy.

Ocyunnayuonnal MooOens.  ANBTCPHATHBHAS  OCIWDMANHOHHAS MOACTs [7, 44]
VTBEP)KIAACT, 4TO (DPAKIUOHMPOBAHHME H30TONOB VyIJAcpona mnpd (POTOCHHTE3E MPOUCXOTUT
B JBYX CONpPDKCHHBIX Ipoleccax — accumMuminuu CO, u ()OTOABIXAHMA, B KOTOPBIX 3(-
(PeKT3aJAFOMMMHI  PEAKIIMSIME  SIBIIIOTCA  COOTBETCTBCHHO KapOOKCHimpoBaHue Pub® w
rmuMuouHAcKapOokcunasHas peaxiud. Ilpu  accuvumamuu  CO, NPOHCXOAMT OOOraIiCHHE
Ouomaccel m3otonoM '2C orHocuTenbHO accuMmmiupyemoro C0,, npu (DOTOABIXAHMH, Ha-
MPOTHB, — OOCTHECHUE, T.€. 3TH TPOIECCCHI CONMPOBOXKIAFOTCS H3OTONMHBIMH 3S((PeKTamu C
MIPOTHUBOTIONOKHBIMH 3HAKAMH. AHANMW3 W30TOMHBIX 3(P(EKTOB HPH CONPSLKCHHH ACCHMH-
minuu ¥ (POTOABIXAHWSA TPHBET K 3aKIIOUCHHIO O CYIICCTBOBAHHMHM He3aryxarommx (oTo-
CHHTCTHUYCCKHX OCUMLTANUK [44], v koTopbix omHa u3 a3 accumumima CO, apyrai —
(¢orompxanme. 310 03HAYACT, YTO 00a MpPOIECCCAa PA3ACIACHBI BO BPECMCHH, MOCICIOBATCIb-
HO TICPEKIIOYAACH C OAHOTO Ha apyrod. OCIMUIANNH BO3HHKAIOT Ojarodaps CIOCOOHOCTH
KI04YeBOTO (pepMeHTa (HOTOCHHTE3a PAdOTATh B ABYX HIOCTACAX, KAK KAPOOKCHIA3a H KaK
OKCHTCHA3a, TOJ BO3ACHCTBHEM ICPHOJMUCCKH MCHSFOIICTOCS B KICTKE OTHONICHHUS KOH-
neHTpauuit C0,/0,. B pesymprare npu accumumanuud CO, NMOCTymaeT B KICTKH JIHCTa JHC-
KPETHBIMH NOPLHAMH [3].

B oTmmume 0T CTAaUMOHAPHOH MOJENH, OCUMULINHOHHAS MOZCHb, IPEANoaras Ie-
PHOAMYECKOE HCUCpIbIBAHUE / 3amoJHEHHE (OHIOB CyOCTPaToB, YTBEP)KIOACT, YTO TIPH
nucuepnbiBaHUK  QoHIOB cyOcTtpara B 3(dekrzamarommx peakumAX KICTKH BO3HHKACT
m3otonHb  3Qdekr Penea. [locneaumiti B ycmoBmax crnenupuyHOCTH (DEPMCHTATHBHBIX
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B3aMMOJENCTBMIA onpefensieT XapakTepHoe BHYTPU- U MEXMOMEKYNAPHOE pacrnpefeneHve
M30TOMOB yrnepofa B MeTabonmuTax, 3aBucALLee OT BPEMEHHOW opraHusauum (nocnefo.a-
Te/IbHOCTW KNETOYHbIX npoueccos). Hwdke OyaeT MnokasaHo, YTO OCUMINALMOHHAA MOfEeNb
crocobHa 00bACHUTL HabMoJaeMble  BHYTPUMOSEKYNIAAPHbIE  W30TOMHbIE  pacrpefeneHms
MeTaboNNTOB, B T.4. pacnpefeneHuns B rNI0K03e U APYruX YrieBOAHbIX MOEKYax.

MpegnonaraeMble  OCUMNNALUM  HeAaBHO OblIM  3KCMEPUMEHTANIBHO  MOATBEPKAEHDI
M3MEPEHNEM Bapuauuii  KOHLEHTpauum BHYTpUKneToyHoro CO02 B MOAYCTbUYHOM  Mpo-
CTPaHCTBE NMCTA B YCMOBMAX HWU3KOW KOHUeHTpauun CO02 (B6/iM3M TOUKM KOMMEHcaLuu
[58]. Cpean xaoTuueckux (AyKTyauuini yganochb BbIAENNTL MEPUOAMYECKYKD COCTaBAsO-
Wy ¥ NOCTPOUTL aTTPaKTop, YKasblBalOWMiA Ha Hanuume KonebaHwid, KOTOpble aBTOpbI
CBA3AN C MEXAHWU3MOM COMPSHKEHUSA (HOTOACCUMUNALUN U (hOTOABLIXaHMS.

[Jpyrvum noatBepxaeHWeM (DOTOCUMHTETUYECKUX OCLMMNALWMIA MOFYT CUATATbCA [AaH-
Hble CaTtoka M Katoka [60]. ABTOpbl HabMAaIM MUK 3aMe/IEHHON NHOMUHECLEHLMM Ha
5-l1 cekyHe nocne BO36YXAAIOLLEro MMNyfAbCa B 3KCMEPUMEHTaxX C 3efleHbIMU BOAOPOC/s-
MM Bn>opsis maxima, 4TO CBWAETENbLCTBYET 06 06paTHON CBA3M (DOTOAbIXaHWS W CBETOBbIX
peakumii (pOTOCUHTE3a, pa3feneHHbIX BO BpeMeHW. XOTA aBTopbl paboTann C M307Mpo-
BaHHbIMK  X/I0pOMNaacTamMmy, CUHTE3 (DOTOAbIXaTe/bHbIX WHTepMeanartosB  (docoramkonara
W rAMKONaTa) MOXeT MpUMBOAMTL K MOSBMEHUIO 0OpaTHOM CBA3WM Yepe3 W3MeHeHus pH
OKWCMIeHWe T/IMKonarta, KOTOPOE 4aCTMYHO CBA3aHO C XJ/loponjacTaMy M MOXET Henocpes-
CTBEHHO MepefaBaTb 3/IEKTPOHbI B WX 3/1EKTPOH-TPAHCMOPTHYIO LeMb, NPUBOAA K 3ddeKTy
obpaTHoin cBa3n [38]. Muk 06paTHOW CBA3M 3aTOPMOXKEHHOW MOMUMHECLEHUMN TOT XKe no
AAUTENBHOCTM, YTO M MOCT-WAMIOMUHALMOHHBIA  BCNMECK, SBMEHWE, O6YCMOBMEHHOE OKMC-
NeHneM OTOAbIXaTeNIbHOro FMLMHA NOC/e BbIK/TIOYEHWS CBETA.

O60CHOBAHHOCTL TaKOro OOBACHEHWS MOATBEPKAAETCA TEOPETUYECKUM MOLENNPO-
BaHvem atekTa ob6paTHOA cBA3M accumunaumm CO02 u (POTOAbIXAHUS HA  3MEKTPOHHBbI
TPaHCMOPT (DOTOCUHTE3a, BO3HMKAIOLWMIA Mocie UMMNYNbCa BO3OYXAEHWA B BUAe [ABYX Nu-
KOB 3aTOPMOXXEHHOW JIIOMUHECLEHLMN X10pOGnig, pasHECEHHbIX MO BpeMeHUM Ha 16 c
[19]. ABTOpbl nokasasn, YTO KOrfa OHW ybupanu BAvAHWE (OTOAbIXaHUA, OAWH U3 [ABYX
MWKOB JIFOMUHECLIEHTHOTO CMeKTpa 1cyesan.

[JnckpeTHblli XapakTep accumunsaumy CO2 NpuBOAUT K [LUCKPETHOW AMHAMWMKE BCEX
MeTaboNMYecKNX MpoLeccoB. 3TO OOBACHAET TOT (PakT, MOYeMy MW30TOMHOEe (PaKLMOHU-
poBaHue B (hepMEHTATUBHLIX peakuusX YacTo COMPOBOXKAAETCA MW30TOMHLIM  3((EKTOM
Penes, CBS3aHHOTO C uc4yepnbiBaHWeM (oHAOB. Komb6uHaums 060ux 3(geKToB, OoTpaxaro-
as BPEMEHHYIO OpraHu3auMio KIeTOYHbIX MPOoLeccoB, Oblia MokKasaHa paHee Ha npumepe
rnvkonmsa [6).

O6oraleHHoCcTs  130TONOM 12C  acCMMWAMPOBAHHOTO Yriepofa OTHOCUTENIbHO MuTa-
towero C02 nosiBAsAHOLWAsACca Npu kapbokcunpoBaHum Pub®, MoXKeT 6bITb OMKMCaHa Kak:

roe 01C6mvecsl 1 013CGR - M30TOMHBLIA COCTaB acCUMWIMPOBAHHOIO yrnepoga (6uomac-
cbl) M umcxogHoro CO02 cpegbl. F — cTeneHb wcuyepnbiBaHWS MOCTYNMBLLEA MOpUMMN,
a = KI2k13 — 3(h(eKTUBHbLIA KO3MPULUMEHT M30TOMHOIO (PPaKLMOHMPOBAHMA MpU  Kap6o-
KCUNNPOBHUN PUBD.

[na oTofbIxaHWs COOTBETCTBYHOLLEE BbIPXKEHUE UMEET aHa/IOTNYHbIA BUS;

roe 01CIod v 613002 — M30TOMHLIA COCTaB accMMWUAMpoBaHHOro yrnepoga (M6d) mn C02
thoToabIxaHus. F— cTeneHb ucyepnbiBaHua cybctpata (M6d), nocTynueLLero B oToabl-
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XaTeNpHYI0 IIemb, a' = x"2/k'3 — 3(pdexTuBHbIT KOIQPUIUECHT H30TOMHOTO (PpaKUHOHH-
poBaHuA NPH (PEPMEHTATHBHOM JCKAPOOKCHIMPOBHUH TIIHIMHA.
Kak ynomsaHyThIc yTBEp:KACHHUS PUMECHHTH K OMHCAHHUIO pacmpeaescHus B [6D?7

BuyTpumoJiekyasipHoe u3oTonHoe pacupenejieaue B 6D
B paMKax oCHA/LTAIHOHHOH Mo/Te

IIpexne Bcero, B COOTBETCTBHHM C OCIHWUDIHMOHHOH MOJCIBIO, IPOAHAIHM3HPYEM
MOCTICIOBATCIFHOCTh MCTA0OTMYMCCKHX COOBITHH B YIJICPOOHOM METAa0OM3ME  (POTOCHH-
T€3a U MECTO B HeH 1ukiia KanbBHHA, € MPOUCXOAUT CHHTES ['6D.

B xapOoxcunasuyroo ¢asy ¢(yHxkumoHuposanus PyOucko mopuus CO, BXOAUT B KJET-
Ky, W 4YacTb 3TOH mopumm vepe3 muka KameBuHa mpespamacTtcd B yriaeoasl. Ha Bxoae B
IOUKJI BECh ACCHMHJMPOBAHHBIM yTriepoxd, B T.4. yruepon [6®, mpm KapOOKCHIMpPOBAHHH
Pub® oboramaercs °C otHocuremsHo accmmummpyemoro C0,. Uepez ['6®D yriesoxer, 00-
pasyrommecs B KapOOkCHiasHOH (hase, Tawke oOoramarorca !2C. CremeHp 00OTAmICHHSA
OIIPEACIISICTCSl BEIMYMHOW HCUCpNbIBaHU Bomemmeidl B kierky moprmm CO,. UYacte yrire-
BOJOB, MPCANOJIOKHTCIFHO B (OpME Kpaxmama, 3amacacTcs Al 00eCHeucHHsI CyOcTpa-
TAMH TJIMKOIMTHYECKOH memu B TeMmHOTe. OctampHast 4vacth [6dD ocraercs B 7Ta0MIBHOM
PacTBOPCHHOM BHAC, W NpPH TNEPEKMOYCHHH PyOWCKO HAa OKCHICHA3HYIO (YHKIUMIO YTie-
BOJHBIH TOTOK uepe3 IMKI KanpBHHA ycTpeMisieTcs B (POTOABIXATEIBHYIO IETIFO, KOTOpPas
COCTOMT M3 TJIMKOJATHOTO IHMKIA, CONPsDKEHHOTO ¢ nukioMm Kamssmaa. Ilocnme mpoxoskme-
HUS TAMKOJIATHOTO IHKJIA TMOTOK YTIJIEepoJa pecuHTesupyer B Imukie Kampsmaa I'6®0 u 00-
pasyer yrieBoaHbIc (DOHIBI MPEUMY IECTBEHHO JTAOMIbHBIX CAXapOB.

B oxcurcHasHyio ¢asy (YHKOHOHHPOBAHHSA (PEpPMCHTA (DPAKIMOHMPOBAHHC H30TO-
MOB TPOWCXOAWT B TIHIMHACTUAPOTCHA3HOW peakumu. Bwiaemsmommiics B weit CO, 060-
rameH '2C OTHOCHTCIBHO YIJICPOAA YTJICBOAOB, 0OPA30BABIIMXCSA B KapOOKCHIA3HOH (hase.
B 10 xe Bpems ocraBmmiiics yriacBomHbri (oua HakammmaeT !3C. DorompIxaTeNbHBIC Me-
TabOJIMTHL, KOTOPBIC OOPA3yIOTCA MNAPALICTPHO IPH BPAIICHHH IIOTOKA B (POTOIBIXATEINIB-
HOW TCTIC, TAKKC HAKAIUIMBAKOT «TOKCNBIH» m30Tom. WM cHOBa Omaromaps 3¢¢ekry Penes
CTENeHb OOOTameHUsI MeTadonuToB (oroasxaHus m3otomoM 13C OT CTENEHH WCHYCPIBIBA-
HUS YTIICBOTHOTO (POHAA.

Ananuz uzomonnoeo pacnpedenenus usomonog yenepooa e 16Q@ e KapbOKCUNAHVIO
¢asy Pabdora mmkma KampBmHa B KapOOKCHIA3HYHO (a3y (PyHKIHOHUpOBAaHHA PyOmCKo
XOpOIIO M3BECTHA W OIMCAHA BO MHOTHX yueOHMKAX 10 ¢QorocuHTe3y [30]. Ilome3ysce
OOMCTIPHHATOH CXCMOH IWMKIA (pHC. 2), MOKHO OICHHTH H30TOITHOC PACIPCICICHHE, BO3-
HHUKafomee B mpoiaykre mukna — ['6®. Oboznaums arombl CO, m Pub® akumenropa, BXO-
JIIOUX B IIMKJI, KAaK MOKA3aHO HA PHCYHKE 2, MOKHO IOJNYYHTh YPABHCHHS MATCPHAILHOTO
W HM30TOIMHOTO OajaHCa AN KAKAOTO M3 aTOMOB, BXOJMINMX B LUK CyOCTpaToB (CM. TpH-
JO’KEHHE). JTO MO3BOJUIET PACCUMTAaTh HM30TOIHOE pacmpencicHue yriaepoxsa ['6@ Ha kaxk-
moMm obopore mmkia KampBuHa B KapOOKCHIasHOHW (ase. 3aBHCHMOCTD HW30TOIHOTO pPac-
TpeecHUsT OT 4uciIa OOOpOTOB IHMKJIA JAeTCAd IPOCTBIMH PEKYPPCHTHBIMH YPABHCHHIMHU,
VUUTHIBAIOIMMH CMCIICHHE AaTOMOB B TPAHCKETONA3HBIX M TPAHCAIBJOJIA3HBIX PEAKIUIX
mukma u o cremuuuHOCTh (hepMeHTAaTHBHBIX B3amMoachcreuit [11]. B ormmume or Uepkesa
u ap. [64] . M1 momaracMm, yto B ImKIC KaxbBHHA HET H30TOMHOTO (PPAKIHOHHPOBAHHA
VITIepoaa, Tak KaK HA 3TO HUYTO HE VKaspiBaeT. Uro kacaercs KOCBEHHBIX (DAKkTOB, HATIPH-
Mep, M30TOMHBIX 3((EeKTOB B (PEPMEHTATHBHBIX PEAKUMSIX in Vitro, HA KOTOPHIC ONHPAIOTCA
VOOMSHYTHIC aBTOPBI, TO OHH HE MOTYT OBITh APTYMEHTAMH HH «33», HH «IIPOTHB», IIO-
CKOJIbKY PEAaKIMH 7 Vitro HE MOTYT BOCIHPOM3BECTH YCIOBHS CONPSDKCHHOCTH PCAKIMH,
CYHICCTBYIOIIME B KICTKE, OT KOTOPBIX 3aBHCHT HW30TOIHBIH 3(dekr. Pazmmumsa Moryr Bo3-
HHKATh HE TOJBKO MO BEJIMUYUHE, HO M 1O 3HAKY [40, 43, 44].

32



PesynbTathl pacuyeta
M30TOMHOrO  pacnpefeneHus
F6® c wmcnonb3oBaHWeM an-
roputMma, faHHoro B [pwu-
NOXeHWW, MNpeacTaBfeHbl B
Tabnuue 1

lMockonbky npu Kap-
6okcunupoBaHnun Pub® wn3o-
TOMHbIA  3dheKT BO3HUKAET
Ha BXofie B UUKN KanbBuHa,
M30TOMHBbIA COCTaB  KaXfo-
ro (UKCUPOBAHHOrO  aTo-
Ma yrnepofa npetepnesaet
M30TOMHbIE CMELLEHUs, paB-
Hble  BEe/WYMHE  M30TOMHOW

AUCKPUMUHALMNA. Nwmes
BBMAY OTCYTCTBME M30TOM-
HOTO (hpaKLMOHMPOBaHUS

B UMKne ©n  3pPeKkTUBHOE
nepeMellnBaHne aToMoB B
TPAHCKETONA3HbIX W TpaHc-
anb0Nna3HblxX peakuuax
umkKna (cBoeobpasHOM WU30-
TOMHOM  MWKCUpE), crnegyeT
npegnofioXunTb, 4TO BCE Me-
TabonuTbl  UWMKNA, BKAKOYasa
[6d, wumMelT paBHOMEPHOE
n30TOMHOE pacnpefeneHue,
HECMOTPA Ha WCXOAHYK W30-
TOMHYI0 HEPABHOMEPHOCTb

Puc. 2. Cxema (yHKUMOHWMpPOBaHWSA UuKna KanbBMHA B Kap6o-

KcunasHo (hase (oTocMHTeTUYeCKMX KonebaHwii. Liudpbl nepeq,

M300paXeHNEM  MOJMIeKYN  MOKa3blBalOT — KOMMYECTBO  MOJEKyN,

Y4acTBYIOLWMX UM 06pasyromnxcs B NpespawieHnax uukna. Lindg-

pbl Haj M300pakeHMeM aTOMOB MOKasblBalOT HOMepa YriepofHbIX

atomoB B 'K [Mo atomam PIK npocnexusaroTca ux nepemMetLe-
HUA NpK KaxaoM 06opoTe

Tabnuya 1

M30TOMHbIN cocTaB yrnepoaHbix atoMoB M6d n Pub®, obpasytowmnxcsa B unkne KanbeuHa
Ha nN-m o6opoTe B KapboKcunasHyto Ppasy pyHKLMoHUpoBaHna PBPK/O

MpumeyaHune. T[lpuUHATO, YTO M30TONHAA AUCKPUMUHALUA ALC oTHocuTenbHO CO2cpeabl (813C = 0%o)
paBHa -20%0. 30TONHbI COCTaB YrNepoAHbIX aTOMOB BblpaXeH B NPOMU/NE OTHOCUTENBHO M30TOMHOrO cocTaBa

yrnepoga accumunupyemoro C02.
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Pub® [4 v Ha pasnuuma wucxogHoro yrnepoga C02 n ero akuentopa Pub®. W3 Tabnu-
ubl 1 BuaHO, 4TO YXe nocne 20-ro o6opoTa UMKNA [OCTUraeTcs MNPaKTUYEeCcKW paBHO-
MEepHOe pacrpefesnieHie W30TOMOB, AaXEe eC/N MPUHATb BCTPEYaeMble B PACTEHMAX Makcu-
Ma/IbHO BO3MOXHbIE Pas3/iMuMa B WU30TOMHOM COCTaBe MEPBUYHBLIX aCCUMWUNATOB W MPOAYK-
TOB BTOPMYHOro MeTabonusma (B npumepe, NpPUBELEHHOM B Tabnwvue, W30TOMHbI COCTaB
(hMKCMPOBAHHOIO yrniepoga npuHaTa 3a 20%0, M30TOMHbIA cocTaB PUB® — 3a 25 %0 co-
OTBETCTBEHHO), OMNPeAEeNAOLLMX pasNMuMa UCXOAHbIX cy6cTpatoB. C pocTtom umcna 060-
pOTOB UMK/MA (Y4TO 3KBMBAIEHTHO KO/MMYeCTBY Monekyn CO02 NpuXOAmMXCH Ha OfHY MO-
nekyny Pub®, nocTynawowmx B LMKN) WM30TOMHbIA COCTaB KaXAoro atoma yrnepoga M6d
CTPeMUTCH K M30TOMHOMY cocTasy nuTatowero CO02 (B gaHHom npumepe K 20 %o0). Cnepyet
3aMeTUTb, YTO OKOHuYaTenbHOe pacnpepeneHne 6P NpakTUYECKM He 3aBUCUT OT WCXOAHO-
ro pacnpegeneHus B Pub®. VIMEHHO MO3TOMY B pacyetax Mbl CUMTANM €ro paBHOMEPHbIM,

yTO YMpoLLano aHa-

N3 U3MEHEHW n30-

TOMHOro cocTaBa
aTomMoB npu 06opo-
Tax UMKa.

AHanms  u30-
TOMHOrO  pacnpege-
neHus yrnepoga oo
OKCUTeHasHoi  hasbl.
Pabota umkna Kanb-
BMHa B OKCUreHas-
Hyto (hasy obecneuu-
BaeTCA  Yrnepogom,
WCTOYHUKOM  KOTO-
poro saBngetca 6P,
CUHTE3VNPOBaHHbIA B
MPeALUeCTBYIOLLYIO
KapboKcunasHyo
(hasy (puc. 3). U3o-
TOMHOE pacnpejene-
Hve rnoKosbl (M6d),
CVHTE3UPOBaHHON B
OKCUreHasHyo a3y,
OLeHMBA/IOCh  aHaso-
rMYHO TOMY, Kak 3To
fenanocb B npegbl-
oywem  cnyvae. C
y4yeTom  creunduny-
HOCTWM  B3auMMOfeit-
CTBUA W MepemeLLn-
BaHWA  YrNepoAHbIX
aTOMOB B LVKIe,
a TaKkXe W30TOMHOrO

. (hpakLMoHUpOBaHUA
Puc. 3. Cxema tyHKLMOHMPOBaHUS LMkna KanbBUHA B OKCUTeHa3Hoi hase
o B rMyuHaernapo-
(POTOCUHTETUYECKUX KonebaHuii. O603HAYEHUSA UMEIOT TOT XK€ CMbIC/, YTO <
Ha pucyHKe 1. MyHKTUPHOM NMHMel nokKasaH y3en M30TOMHOro pakLnoHu- reHasHou peakynmn
poBaHVA B FMULUHAeKApP6OKCUNasHol peakuum COCTaB/1/1CA MaTe-
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puanbHblii M M30TOMHbLIA 6anaHc MO KaXAOMy aTOMy Yy4acTBYHOLWWX B LWKne cybcTpaTos.
3aBMCUMOCTb M30TOMHOrO COoCTaBa aTOMOB OT yucfia 060pOTOB LMKNa onpegensanacs ¢ no-
MOLLbIO COOTBETCTBYIOLWMNX PEKKYPEHTHbIX (opMyn (CM. NpUNOXeHue). PesynbTaTbl pac-
yeTa M30TOMHOro pacnpegeneHna M6d npusefeHsl B Tabnuue 2.

Ta6bnuuya 2

PesynbTaThl pacuéTa pacnpejeseHus n3oTonos yrnepoga M6, octaouierocs
B oTOAbIXaTeNbHOM (DOHAE MO Mepe ero ucyepnaHus 3a n 060poTOB LMKNa KanbBuHa

MpumeuvaHune. PacyéT NpoBOAUIN C YHETOM BENUYMNHBI KMHETUYECKOrO M30TOMHOMO 3 eKTa feKap-
60KCUMNINPOBAHNA TNNLMHA, paBHON y =12k/13k= 1,020. MpuHATO, 4TO B POHA POTOAbIXAaTE/IbHOM FNOKO3bI MOC/Ne
Kap6okcmnasHoli dasbl noctynaeT 100 Mmonekyn. 30TOMHOM cocTaB yrnepogHbix aToMoB [6®, nocTynawoLlero B
LMKN nocne KapOboKcMNasHoi thasbl, MPUHAT paBHbIM -20%00. Mpy Kaxabix 10 060poTax LMKNa CTeMeHb UCHEPMbl-
BaHus poHAa cocTtasnset 10%.

NaBHOE OT/IMYME [/IOKO3bl, CMHTE3MPOBAHHOW B OKCUIeHasHyk (hasy, OT [/IHOKO-
3bl, CMHTE3MPOBAHHOW B KapbOKCwnasHyw (hasy, B TOM, 4TO pacnpefeneHve nocnegHein
HEPaBHOMEPHO W XapaKTepu3yeTcs CWIbHbIM 060ralleHWeM TsKebiM  M30TOMOM Mo Mo-
noxeHmam C-3 n C-4 n COOTBETCTBYIOLMM obneryeHvem (oboraweHmem 12C) oT cepegu-
Hbl K KOHLAM MOfeKynbl. JIerkuii m3oTon Kak 6bl «BbIMbIBAETCA» W3 LEHTpa K nepudepum
MONeKy/bl.  [lpuyeM € poOCTOM u4mcra O06OPOTOB LMKMNA BHYTPUMOJEKYNAPHaA W30TOMHas
HEOHOPOAHOCTL YBE/IMUMBAETCA Mpu  oboraweHy O06Lero yrnepoga MOeKynbl M30TO-
nom 1C.

Pas3numnsa M30TOMHBLIX pacnpefeneHWidi B [HOKO3e, CUHTE3MpyeMoi B pasHbIX (hasax,
Nerko 06BACHAIOTCA TeMm, YTO B KapObOKCcMMasHyt a3y WCXOLHble W30TOMHbIE pasInyns
CybCTpaToB LMK/IA Ha KaXAoM HOBOM 060pOTe pasmblBatOTCH BHOBb nocTynawowmm CO02
a B OKCWUFeHasHyr (hasy W30TOMHbIA 3PEKT, MOPOXKAAMOWMIA U30TOMHbIE PasInYNs, Ha
Kak,oM 060p0OTe BOCNPOV3BOAMTCA.

PacnpegeneHue 13C B rN0K03e Kpaxmasa 3anacatoliux opraHoB pacTeHui

JKCNepUMEeHTaNbHO WCCNEA0BaN0oCh W30TOMHOE pacnpefenieHne T[/I0KO3bl  Kpaxmana
3amacalolmnx OpraHoB psga pacTeHwid. [na wWHTepnpeTauuu WM30TOMHOrO pacrnpejeneHns B
rNOKO3e A0CTaTOMHO 3HAaTb M30TOMHOe pacnpegeneHne F6®, KoTopoe e MOMHOCTHIO Ha-
cnegyetca (cm. puc.l). OaHHble di6ncoHa u XoypuHra [21] mo3BonsoT npegnonaratb, 4To
npoueccbl nonMMepusauMm npu ob6pa3oBaHMM Kpaxmana WM Npu ero Aenonumepusauuun ao
FNOKO3bl He COMPOBOXAAKTCA 3aMeTHbIMU UW30TOMHbIMKU 3ddekTamu. [1OCKONbKY aTOMbI
yrnepoga r/OKo3bl He 06MEHOCNOCO6HbLI, cuuTaeTcs, 4TO pacnpefeneHue 13C B r/OKO3e
Kpaxmana oTpakaeT M30TOMHOe pacnpegeneHne F6®, NCNONb30BAHHOTO Ha €r0 CUHTES.

JKCNepUMEHTaNbHO W3YYeHHOE HEe3aBUCUMbIMW UCCNefoBaTeNsMW M30TOMHOE pac-
npefeneHne TrOKO3bl KpaxMana 3anacatliux OpraHoB Yy psfa pacTeHWA npeacTaBieHO
B Tabnuue 3, U3 KOTOPOI BUAHO, YTO Yy BCEX U3YUYEHHbIX PACTEHUIA BHYTPUMONEKYNSPHOE
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Tabnnuya 3

PacnpefeneHve n3oTonoB yrnepoja B rnoKo3e Kpaxmana
3anacaroliMx opraHoB psaga pacteHunii [14, 33, 57]

MpumeuvaHune. W30TOMHbIE CABUMY YrNepoAHbIX aToMoB [113C (%0) npusefeHbl OTHOCUTENBHO O6LLErO
yrnepoga rntokosbl. BennyuHbl 513C rnokosbl gaHbl OTHOCUTENbHO cTaHaapTa PDB. * BennuuHbl 513 atomoB
C-3 1 C-4 paccunTbiBan1Ch No faHHbIM [33] U3 MpeAnonoXeHWs, 4TO M30TOMHBIA COCTaB yrnepoja ocTanbHbIX
aTOMOB paBeH M30TOMHOMY cocTaBy aTtomoB C-1.

pacnpefeneHve W30TOMOB Yriepoja B [/tO-
Kosze (I'6®) opmHakoBo. [naBHaf ero oco-
6EHHOCTb COCTOMT B TOM, 4TO YI/IEPOAHbIE
aToMbl [/1OKO3bl B nonoxeHun C-3 u C-4
oborauleHbl  n3oTtonoMm 13T OTHOCKTENBHO
o0Lero yrnepofa MOMEKY/bl U KOHLEBbIX
aTOMOB.

MpakTuyeckn Takue >Ke pesy/bTaThl
6bl11 NOMYYeHbl B 3KCMEpPUMEHTaxX Mo dep-
MEHTALUMN T/IHOKO3bl U Ccaxapo3bl, KOHEYHbI-

PuC. 4. CXeMa, MNMIOCTPUPYIOLLAA HACAEA0- MW MPOAYKTaMM KOTOPOIA SBASKOTCS ChMpT
BaHue aToMOB B npouecce epmenTtauum rao- W CO2. 13 pucyHka 4 MOXHO BUAETb, UTO
KO3bl CMMPT Hac/efyeT aToOMbl [/OKO3bl M3 MO3U-

umin C-1, C-6, C-2 n C-5, a CO02 HacnepmyeT

atoMbl rnokossl C-3 n C-4. Toatomy MOX-
HO MpOaHaNU3MPOBaTb W3OTOMHbIE Pa3NUMA  aTOMOB B COOTBETCTBYHOLUMX MOSOXEHUAX
rnoko3bl (Tabn. 4). Bo Bcex cnydasax C02 Bbigensemblii npu hepmeHTauum, okasancs 060-
rawieHHoiM 13T NO CpaBHEHWIO C YrnepofoM 3TaHoMa, T.e. ONbIT MOATBEPAU MOMYYEHHbIN
paHee pe3ynbTar.

YCTaHOBMIEHHOe pacnpefefieHne B [/IIOKO3e KpaxMmana OYeHb HanoMWHaeT PUCYHOK
pacnpegeneHns, nosnyyeHHbln ans 6P okcureHasHoi asbl (cMm. Tabn. 3), 3a WCKIHOYe-
HWEM HEKOTOpPbIX AeTaseil. O6OralleHHOCTb aTOMOB Yyriepoja B nonoxeHusx C-3 n C-4
acummeTpuyHa. B nonoxeHun C-4 yrnepof o6orawieH TsHKenbiM M30TOMOM B 6ObLUel
cTeneHn, 4em B nonoxeHunm C-3. Hebonbluas acMMMETPUYHOCTb MNPOCAEXMBAETCs WU Ans
napbl C-2 n C-5. Atom C-2 B 60nbLLe/ cTeneHn oborateH 13C.

Mbl nonaraem, 4TO MPUYMHOA 3TUX Pa3NUYUA ABNSETCA MEXMOEKYNAPHbIA  U30-
TOMHbIA OOMEH, KOTOPbIA MPOMCXOAMT B 06paTUMbIX peakuusax KeTO-eHONbHOW 130Me-
pw3sauun Tpro3 (puc. 5). Mprnyem 3To He 06MeH Mexgy atomamu F'6d 1 Tprosamm, kak
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Ta6bnuuya 4

M30ToMHbIe pasnuuua yrnepoja caxapuioB U NpoAyKToB hepmeHTaumum
Nno AaHHbIM pasHbIX aBTOPOB

npegnonarasiocb B paboTtax [36,64], amex-
MOSIEKY/APHBLIA  M30TOMHBIA  OOMEH  MexXay
YrnepogHbIMM  atoMaMu  MOJeKyn  TpUo3
COOTBETCTBEHHO MO mnonoxeHusm C-1, C-2
n C-3 npu B3anMONpeBpaLleHnn MOSEKYS
®rA n [OOA®. Tpn 3TOM YrnepogHblii
CKeneT MOJSIEKYN TPMO3 COXpaHseTcs  (CM.
puc. 5). WM3oTomHbIli 06MeH nogTBepXAa-
€TCA COMOCTaBfieHneM HabMILaeMbIX WU30-
TOMHbIX ~ pasAMuMii. ¢ TEOPETUYECKMMM
PaBHOBECHBIMU  U30TOMHBLIMU  3dhheKTamm,
OUeHeHHbIMK Yepe3 |3-thakTopbl [11]. Tak
KaK M30TOMHbIA 06MEH [fasek OT paBHOBe-
Cus, TEOPEeTUYECKWE OLEHKM  MO3BONAIOT
NMWb  0BHApYXWTb TPEHS B WU3MEHEHWM
M30TOMHOTO COCTaBa aTtOMOB W OH COOT-
BETCTBYET HaboaeMbIM M30TOMHBIM
CMELLEeHMAM  pacCcMaTpuBaeMbIX  aTOMOB
OT OAMHAKOBbLIX WCXOAHbIX 3HAYEHWH, yHa-
cnefoBaHHbIX 0T K.

Uto kacaeTcd M30TOMHbIX pas/u-
uniA napbl atomoB C-1 u C-6, TeopeTu-
YeCKM OHW [O/KHbI  ObITb  OAWMHAKOBbI-
MW, TMOCKOMbKY, KaK W pacCMOTPeHHble
Bbille napbl, Hacnegyttca ot PrK, u
He BWAOHO NPWYMH, KOTOpble MOrnaM Obl
MPUBECTU K U30TOMHBIM Pas/Inunsm.

B aKkcnepnmeHTe ke ObliM  MOYYeEHbI
MPOTMBOPEYMBbIE  pe3ynbTatbl. B 3Tux
YCMOBUSX  MpPEXae YeM fenaTb  OKOH-

yaTe/lbHbIA  BbIBOA,
HO [06aBUTb,
NaHHbIA  Ans

4YTO aHa/n3
PasNINYHbIX paCTeHMVI

pasyMHee [0XAaTbCA HOBO  MH(hopMaLyu.
pacnpefenieHns paguMoaKTUBHON MeTKM B
(Tabaka,

Puc. 5. MeXMoneKynsapHblii M30TOMHLIA 06MeH
MeXay TpuosamMu B UMKne KanbBuHa. CBETNblE K
TEMHbIE TOYKN M 3BE3A0YKWU Haf artomamu MoKa-
3bIBalOT napbl aTomoB ®rK u JOA®P, ob6meHMBato-
LMXCA Mexay coboii. Mpu 3TOM MOMeKysbl He pas-
pywatotcs. [MokasaHbl Takke nouvumn [6d, Kyga
rnonajaroT 3TW aToOMbl NPV MOCNeAyoLeM CUHTe-
3e. KonoHka cnpasa oT [6d nokasbiBaeT 3Kcnepu-
MEeHTa/IbHble 3HAYEHWS W30TOMHbLIX CABUIOB aTMOB
OTHOCUTE/LHO OB6LLEro yriepofa MOeKybl

K CcKasaHHOMY MOX-
rnoKose, che-
NOACOMHYXa) W  BogopocAn  (xnopen-
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Nbl), B ONblTax MO ra3000MeHy OOHapYyXW/n WOEHTUYHOE pacrpefenieHne 1C  mex-
oy nonokeHnamm C-1 um C-6 M 0YeHb TECHYIO KOPPenauuio  Mexay pacnpeje-
NeHvem 14C  ©  npupofHbiM  pacnpegeneHneM 13T nNo  OCTabHLIM  MONOXEHWUAM
(r2=0,81 -0,87) [39].

KocBeHHble [10Ka3aTenbCTBa, MOATBEPXAatoLye, UTO W30TOMHas reTeporeHHoCTb
F6® cBsizaHa C (OTOAbIXaHWMEM, MO3BOMAIOT COMOCTaBMTb W3OTOMHbIA COCTaB YriepofaHbIX
aToMOB B T/OK03e Kpaxmana C3 m CdpacTteHuin (Tabn. 5). M3BecTHo, uto B C4 B OTAnume
oT C3pacTeHuii, B Culy aHaTOMUYeCKMX OCOGeHHOCTel (oToAbixaHue pefyumpoBaHo [30].
CnepoBaTenbHO, YrNeBOAHbIA (OHA4 Y HUX [OMKeH ObiTb 06pa3oBaH MPEMMYLLECTBEHHO W3
F6® kapbokcwunasHol (hasbl, M BHYTPUMOMEKYNAPHOE W30TOMHAs HEOAHOPOAHOCTb B [/H0-
KO3e [0/MKHa 6bITb 3HAUNTENbHO MEHEE BbIPaXKeHa.

Tabnuuya 5
CpaBHeHMe BHYTPUMOMEKYNSPHbIX M30TOMHbIX pacrnpefeneHunii yrnepoga
B rntokose C3 u C4-pacTeHMit. [laHHble NOMYYeHbl HA OCHOBE aHann3a M30TOMHOMO cocTaBa
NPoAYKTOB AECTPYKLUMN TNOKO3bl Npy hepmeHTayunn [39]

Mosuuus A(C3) n(c4 ne -0
C-1 -1.3 +0.9 -2.2
C-2 -0.9 -0.1 -0.8
C-3 +1.9 -0.7 +2.6
C-4 +6.3 +5.2 +11
C-5 -1.1 -0.1 -1.0
C-6 -4.9 -4.8 -0.1

MpuMmeyaHne. BennuMHbl, XapaKTepU3yHoLLMe U30TOMHbIA COCTAB MO KaXAOMY W3 MOMOXEHWI yrie-
POAHbIX aTOMOB, PacCUMTbIBA/IMCh Kak PasHWLA MEXAY U30TOMHbIM COCTABOM YIr/NePOAa B JAHHOM MONOXKEHWM
N yrneposom Bce rmokossl A = 6130 - Coay,

[JeicTBnTeNnsHO, MOXHO BUAETb (3-A KOOHKa Tabnuupl 5), 4TO pasimuus B M30TON-
HOM coCTaBe KaXgoro m3 6 aTtomoB yrnepoga ritokosbl y C3 n C4-pacTeHwin cBUAETENbCTBY-
IOT O TOM, YTO Y MNepBbIX BHYTPUMONEKYNAPHas W30TOMHas HEOLHOPOAHOCTb OOfblUe, 4TO
COOTBETCTBYET 60/1€e HTEHCMBHOMY (hOTOABIXaHMIO.

MHoOro (hakToB yKa3blBalOT Ha TO, 4TO 3amnacalolime opraHbl pacTeHuii hopmupy-
I0TCA Ha MNO3OHMX CTagusX OHTOreHesa. Ha 3Toi cragum 6GuoXMMMYecKue CchBWArM MeTa-
60/11M3Ma yKasbiBalOT Ha YCWIeHWe (oTodbIXaHus. 3TO MPOSBASETCA B YCWIEHWM BKnaja
FNIMKONATHOrO MyTW, HaKOM/EHWN OKWUCMEHHbIX MPOAYKTOB [1], CyLleCTBEHHOM Yycwuse-
HUN OKCWAA3HOW aKTMBHOCTWM B CTapblX SIMCTbAX MO CPaBHEHUKO C MOMOABIMU U B APYrUX
npusHakax [16]. Bbino TaKKe OOHAPYXXEHO, YTO WHIMOUTOPbI (POTOAbIXaHUS TOPMO3AT
cTapeHue [53].

YKasaHHble MeTaboNMyeckue CABUIMM  COOTBETCTBYIOT HabMO4aeMOMy  HaKOMIEHUIo
13C B 6mMomacce pacTeHMsi MO Mepe ero crapeHusi. B cTapbix AMCTbsiX OTMevaeTcs obora-
WeHve 6uomacchl m3otonom 13C Mo cpaBHeHWIO ¢ MonofbiMy [15,45]. CunbHOe CHUXEHWe
M30TOMHOW AMCKpUMMHauMM 13C 6bi10 06HAapYXKeHO Y MLUeHULbl Ha CTaguu CO3peBaHUs
[15]. AHanoruyHble M3MeHeHWs ObiNM O6GHapYXKeHbl B NUCTbAX (haconm [68] u xnonka [59].
Bce 3T bakTbl MO3BOMSIOT YTBEPXKAaTb, 4YTO HabAogaeMas W30TOMHas reTeporeHHOCTb
YINEBOAHbLIX  eAMHUL, TeKCco3, B Kpaxmase 3aracalolux OpraHoB, paBHO KakK WX
«TSDKE/bIA»  M30TOMHBIA  cOCTaB, CBA3aHa C [6®, nNpoM3BOAMMbIM B  OKCUFEHa3HOM
thase (hyHKLMOHMPOBaHWS Pybucko.
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Apyrue GakTbl 110 M3YYECHHIO H30TOITHOTO COCTABA YIJIEPOJA CAXAPUI0B
H UX HHTEPNPETANNA B PAMKAX 0CHHJLIAINOHHON MOIe/ N

[IpuBeneHHbIC JaHHBIC JACMOHCTPHUPYIOT CYINECTBOBAHHEC B KJICTKE [BYX H30TOIHO-
PA3THYAOIMUXCA TMOTOKOB VIJICPOJHBIX CyOCTparoB, OOpa3yHOIMHXCA B KapOOKCHIA3ZHYIO
W OKCHUICHA3HYI0 (pazy paboTrsl PyOMCKO W SIBISIOINUXCS pe3yabTaroM (DOTOCHHTETHYC-
CKHX OCHWUDIMH. JIOTHYECKMM BBIBOJIOM W3 CKA3aHHOTO SBILICTCS YTBEP)KICHHE O CY-
IICCTBOBAHUM B KJICTKE [JBYX H30TIHOPA3NMYAIONIMXCA (POHIOB YIJICBOAOB, IHTAFOIINX
YIOOMAHYThIE TOTOKH [44]. Bompoc 3axmouaercs B TOM, KaK O3TH JBa MOTOKA, MPOXOAA
yepe3 nmkan KanpBuHa, uepe3 OOmME YYACTKH METaDOIMYECKOr0 INYTH HE IIEPEMCEINNBA-
orca? OTBeT MOXKCT OBITH TONBKO OauWH. DOHIBI PadOTArOT pasHogpemenHo. B xapbo-
kcmnmazHylo  (Gazy 6D, obpasyrommiics B 1mkiae KanpBmHa, Cpazy ke YTHIM3HPYCTCSH
(8 mpememax wucuepmbiBaHWS mnocTymmBmed moprmu CO,) HAa CHHTE3 PE3EPBHOTO yTie-
BOJHOTO (JOHIA A1 THTAHWS TIAMKOJUTHYCCKOH IEMH B TEMHOBOHM NEPHOJ M HA CHHTE3
murHAHOB. OHHM XpaHATCA B IIOJUMEPH30BAHHOM BHIC M HE MOTYT YYaCTBOBATh B peak-
IUSX OKCUTCHA3HOH (Dasbl.

B TtemuOBOW mepmonx «ierkuin»y ()OHA, OOpa3OBAHHBIA B KApOOKCHIA3HYIO (hasy, mH-
TACT TIMKOJUTHYCCKYIO IICTIb M COIPSDKCHHBIM CHHTE3 JKHPHBIX KHCIOT M AMHHOKHCIIOT,
a TaKKe CHHTE3 IMTHHHOB. B 3TOM NpWYMHA WX OTHOCHTENBHO «JETKOT0» HM30TOIHOTO CO-
craBa. OH Tawke OO0CCIMCUHMBACT CYyOCTpaTaMH TCMHOBOC MABIXAHHC UCpe3 JICKApOOKCHIHPO-
BAHHUC MHpPYBaTa U (yHKIHOHHPOBaHHC mukia Kpedca [4].

B oxcurenazHyro (azy mnabmnbHeid (orn 6@ mnwuraeT (POTOABIXATENBHYIO IICT-
MO U «YTDKSIECTCS» C KaKAbIM oboporoM 1mkima. PoHA HCHmOIb3yeTrcs il obpaso-
BaHUSA (DOHAOB TMPCHMYIICCTBCHHO  JAOWIBHBIX  VIJICBOAOB  (Caxaposel, (DPYKTAHOB),
a Take (DOTOABIXATCIBHBIX CYOCTPAaTOB, TAKHX KAK IPOJIMH, TIHIHH, CCPUH, OKcaja-
Tel ¥ T.1 CHHTE3 OPraHMYECKHX KHCIOT, KOTOPHIH IPOHUCXOJUT B TEMHOBOH IICPHOZ,
TAKKC WCMOMB3YCT VINCBOAHBIA (DOHA, OOpA30BAHHBIH B OKCHTCHA3HYIO (hasdy. HM3zorom-
HBI COCTaB OOpA3yIOIMXCA META0OIMTOB  OMPENCILICTCA  CTCNCHBIO  HCUCPIBIBAHHUS
(¢ouma, cBM3aHHOTO C (orompIxaTtenpHOW TmeTieH. [lpwdem MeTaOoNHTHL, 00pasyro-
IEEeCsT TPH Pa3HBIX CTENCHAX MCUCPNBIBAHUA, OVAYT PpAa3NMUYHBIMH II0 H30TOITHOMY CO-
crapy. Cnenyer 3aMeTHTh, 4YTO Yy HEKOTOPBIX BHIOB PACTCHHH MOTYT CYINECTBOBAThH
aNbTCPHATUBHBIC IyTH OWOCHHTE3d  IICPEUMCICHHBIX  METAa0OIUTOB,  HMCHOJB3YIOIIHX
VITIEpOd, MPOXOMMINHH Yepe3 TIIMKOJIUTHYCCKYEO IIElb, M TOTJA HMX H3OTONHBIH COCTaB
OyIeT HHBIM.

Ha pucynke 6 mpencraBieHbI NMPUMEPHI CIOXKHBIX METaDOJMTOB, V KOTOPBIX CHHTE3
ONHON W3 YacTel MOJEKYJBI CB3aH C «JICTKHM» IIOTOKOM CYOCTpaToB, APYTOH — C «Ti-
JKCIBIM». JTO PACTUTCIBHBIC TIHKO3HHOJATHL, W3yucHHbIC [IIMmarom u ap. [62], a mMEHHO
AMHUTJATHH W3 CEMSH TOPHKOTO MHHIAN, TTIOKOCHHANBOWH M XOIHHOBBIM 3(up cuHAmo-
BOW KUCIIOTHI M3 JIMCTHEB OCIIOW TOPUHITHL.

Jle TmepBBIE MONCKYJbl HMEIOT JBE PA3IHYHBIC IO HM30TOMHOMY COCTAaBY 4ACTH.
Ompa W3 HUX AarMKOHOBAS (HEYTJICBOJHAS) CHHTC3MPOBAHA 4YEPE3 TIHKOJIHTHYCCKYIO LIECIb
H CBA3aHA C <JICTKHM» YTIACBOAHBIM (OHIOM, OOpa30BAaHHBIM B KApOOKCHIIA3HOW (hase.
Jlpyras vacte YTJICBOJHOTO IPOUCXOXKIACHHWS, NPEANOIOKHUTCIBHO CBsI3aHHAI C  (OHAOM,
00pa30BaHHBIM B OKCHTCHA3HYIO ()a3y, W MOTOMy oOorameHa m30TomoM !3C OTHOCHTCIIBHO
nepBod 4YacTH. TpeTHH IIFOKO3HHONAT (CM. PHC. 6) HE HMMEECT YIJICBOAHOM 4YaCTH, HO HMe-
eT (H)parMCHT, HACICAYIOINHH CKCICT CCPHHA, KOTOPHIH TOXKE 00pa3yeTcs B OKCHICHABHOH
(aze u Toxxe odorameH 13C.
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XONIMHOBbIV 3P CUMHANOBON KNCAOTbI

Puc. 6. N30TOMHOE pacnpefeneHne yrneposa B HEKOTOPbIX PacTUTENIbHbIX
rnrKo3unoHartax. Ludpbl psgoM ¢ MonekynaMm nokasbiBatoT BeUMHBI & 13C
COOTBETCTBYHOLUMX PParMeHTOB MOMIEKYN

[Janee nokKaszaHO, KakK W30TOMHble [aHHble MO O6LIEMY Yrfeposy MOEKyn COOT-
BETCTBYIOT  OCUMIISUMOHHOM  rnoTese.  DKCMEPUMEHTa/IbHbIE  [jaHHble, MpPeACTaB/eHHble
B Tabnmuax 6-9, NpUBOAAT K CieayHoLWMM BbIBOAAM:

1 Cpegy 6GMOXMMUYECKMX (hpakuuii 6romacchl YrneBogHas (pakuus camasi «Ts-
Xenas;

2. VInavBuayasnbHble yrieBopl pasnnyatoTcs no M30TOMHOMY COCTaBY YI/IEpOAa;

3. YrneBofHble (OHAbI W3 pasHbIX OPraHOB PAaCTEHWIA WMEKT pasHblii U30TOMHbINA
COCTaB Yr/eposs;

4., B 3aBUCMMOCTM OT BpeMeHW O0TGopa NpoG M30TOMHbLIA COCTaB OAHUX U TEX ke
(hpaKumii yrieBooB pasnimyaeTcs.

Tabnuuya 6

BapuaLummn n30TonNHOro cocTasa yr/iepofa yrfiesofHbIX U CTPYKTYPHbBIX KOMMOHEHTOB
Tponunyeckoro pacteHus C3-CAM tuna Clusia minor B 3aBUCMMOCTHM
OT (PaKTOPOB BHellHel cpelbl [23]

MpumeyaHune. BennumHbl 513C nprseseHsb! B NPpOMUIIe OTHOCUTENLHO cTaHaapTa PDB.
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Ta6bnuuya 7

Bapvaymm M30TOMHOrO cocTaBa Yrfiiepoja HEKOTOPbIX YFNeBOAHbIX KOMMOHEHTOB
13 IUCTa U KOPHSA caxapHoli cBeknbl (C3-pacTeHne) B TeueHUe CBETOBOro nepuoga [37]

MpumeuvaHune. BennunHbl 513 faHbl B %o OTHOCUTENLHO cTaHAapTa PDB.

Tabnuuya 8

ConocTaBfieHMe N30TOMHOMO COCTaBa yriepoja HeKOTOPbIX KOMMOHEHTOB Yr1eBO4HO
(hpakummn ¢ N30TOMHbLIM COCTaBOM 06Lero yrnepoga 6enKoBoi U AMNMAHON hpakLmuii
ana nucta CAM pacteHus Bryophyllum daigramontiana Berger [27]

Tabnuuya 9

M30TONHBIA cocTaB 6UOXMMUYECKNX (hpakL il Guomacchbl MOPCKOW BOAOPOCIN
Chlorella stigmatophora npu paznu4yHoii coneHocTy Bogbl [13]

CornacHo pacCMOTPEHHON runoTese 06OralleHHOCTb Yrnesogos wmsotonom 1 oT-
HOCWUTE/NIbHO ApYruxX (hpakumini 06bACHAETCA TeM, UYTO 3HauMTeNbHas ee 4acTb O6pasyeTcs
3a CYeT OKCUIeHa3HOM (hyHKLMM Py6urcko.

Pa3nmuns B M30TOMHOM COCTaBe WHAMBUAY&IbHbIX YINEBOAHbIX (HOHAOB OOBACHS-
I0TCA TeM, YTO OHW HaKanauBalOTCA B OKCUreHasHoW (pase Npu pasHbIX CTeneHAaX ucuep-
MbiBaHUA (OTOAbIXaTENbHOTO (hoHAA. PaHee Takol e MeXaHu3M MOSBAEHUS W30TOMHbIX
pasnnunii 6bin JOKasaH 415 MeTabonnTOB, CUHTE3VPYEMBIX MpK Fnkonuse [10].

PacCMOTpeHHbI/ Bbille MexaHW3M OTBETCTBEHEH 3a W30TOMHble PasMunsg  OJHOM-
MEHHbIX MeTab0/IMTOB, CUHTE3UPYEMbIX pasHbIMM OpraHaMmy pacTeHWil. Mol nonaraem,
4TO 3TO CBA3aHO C TEM, YTO WX CKMHTE3 ucnonb3yeT 6P mpu ApyrMx CTeneHax ucuepnbl-
BaHWs (hOTOAbIXaTeNbHOr0 (POHAR, T.e. CMHTE3 OJHOrO0 M TOrO >Xe MeTabonmTa MPOMCXOAWT
B Pa3/NIMUHbIX OpraHax Npu pasHblX YCN0BKAX, YTO Y MPUBOAMUT K CABMIY B NOC/NeA0BATE b-
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HOCTH CHHTE3a MeTa0OIHMTOB H K COOTBCCTBYIOIIIMM H3MCHCHHAM B H30TOIMHOM COCTaBC
yriuepoaa.

3HAYNTEIbHAS 3aBUCHMOCTh HM30TOIHOTO COCTaBa YIJEPOJA VITCBOJAOB OT BPEMCHH
oTOopa mpoOBI — PE3YIBTAT Pa3HOTO BKIAAa B Metabomm3Mm (Gmomaccy) ['6®, cuHTE3H-
pyeMoro B KapOOKCHIA3HYIO ()asy W B OKCHICHA3HYKO (a3y, M B CHHTC3 COOTBCTCTBYIOIIHX
VITICBOAHBIX (DOHIOB, T.€. 3TO PE3yJabTaT OMOXHMHUCCKOM amanTalii PACTCHHSI K CYTOY-
HBIM U3MCHCHHUAM, B T.Y. K H3MCHCHHUIO OCBCIICHHOCTH [22, 28].

AHanorm4yHBIM O00pPa30M pearmpyer M30TONHBIH COCTaB YIJCBOJOB MW OHOMACCHI
HA BAMSHHUE ApyTHX (PaKTOpoB cpensl [9].

Hecmotpst Ha BapmabEIbHOCTH HM30TOITHOTO COCTaBa YTICPOAA VIJICBOIOB, OIIPEAC-

JIIEMYI0 BHEITHMMH (DaKTOpAMH, OIIPE/ICICHHBIC 3aKOHOMEPHOCTH B HM30TOIIHOM pacIpese-
JICHHH YTJIEBOJIOB MOKHO MPOCIEANTh. HampuMep, CTPYKTYPHBIE KOMIIOHEHTHI (LIEJUTFOJIO-
33, TCMHICILUTIOI03A), KAK MPaBWiIO, odorameHsl 2C W ONH3KHM MO0 M30TOMHOMY COCTaBy. JTO
O3HAYACT, YTO OHH OOPA3YIOTCS NPAKTHYCCKH OJHOBPEMCHHO (IPH OJWHAKOBBIX CTEICHSIX
ucuepmbBaHug (PoToasIxaTeIbHOTO ()OoHAA). B TO ke BpeMsa mAaOWIBHBIC caxapa OOBIU-
HO oOoramieHsl 13C, a Kpaxmal W TJFOKAaHBI HMCIOT IIPOME)KYTOUHBIM H30TOIHBIH COCTaB.
WHorma >TOT mOpSIOK HApPYMIaeTcsS B PE3yIbTaTe ACHCTBHS KAKMX-THOO (DAKTOPOB CPEIBL
Bo BrakHBIH CC30H B 3aTCHCHHBIX JIHCTHAX PACTBOPHMBIC caxapa pes3ko oOoramarorcs 12C,
TAaKWE >KC 3HAYCHUS WM30TOIHOTO COCTABAa XapaKTepHBI I Kpaxmaia B CyXOH CE30H B 3a-
TECHEHHBIX JHCTHAX [23]. DTO O3HA4aeT, YTO B XOJC 3BOIOLMH M B PE3yJbTATC amaNTaluH K
TEKYIIUM YCIOBHSIM CpEIbl M3MCHCHHS B H30TOITHOM COCTABE YTJICBOAOB B PACIPEIACICHUHI
13C MeKAy HHMH OTPaKAOT H3MCHCHHS BO BPECMCHHOHM MOCICIOBATCIBHOCTH CHHTC3a MC-
Ta60J'lI/ITOB, BIUTOTH A0 BKIIKOYUCHH B CHHTC3 AJIbTCPHATHBHBIX HyTefI.

W3oTomHBIH COCTaB yriaepoAa YIJICBOJOB 4YacTO CPABHUBAOT C HM3OTOIHBIM COCTABOM
JUTHHHOB, TaK KaK B HX CHHTE3¢ MHOTO 00miero (puc. 7). CHHTE3 THTHHHOB COMPSDKCH C
pabortoii mukna KampBmHA, B KOTOPOM OOpa3yloTCS Hy’KHBIC UII CHHTE3a 3PHTPO3BL. OpH-
TPO3BI B3aMMOACHCTBYIOT C JBYMS MOJIEKYIAaMH IHMPyBaTa M 00pa3yioT (PeHHIMpOmaHOW-
Hble CTPYKTYPBI (Cg - C;). DTH CTPYKTYpHI IPETCPICBAIOT TMOJMMEPH3AIMIO W B KOHCYHOM
CUCTC NPCBPAIIAIOTCA B JIMTHUH. Brto 06Hapy>KeHo, YTO JIMIT'HHHBI, HC3dBHCHMO OT THIA
pactenui (C; umu C,), Bcerna odoraieHs! 12C 0THOCHTENbHO LISIUIF0I03bI (Tada. 10).

IlpuunHy pa3HOrO H30TOMHOIO COCTaBa YIJIEPOJA YIJIEBOJOB (LEJUIFOJIO3bI) M JIUTHH-
HOB CJEAyET WCKaTh B PA3IMYMHM MEXaHH3MOB HM30TOIHOTO (DPAKIHOHUPOBAHHMS HA MyTIX
HX CHHTE3a. «JIerkui» HM30TONHBIH COCTAaB YIJIEPOJA JUTHWHOB, KOTOPBIH ONH30K K H30-
TOIIHOMY COCTaBY JIMIHAOB, IO3BOJLIET IPEAIOJIOXKHTH, YTO 3PHTPO3BI OOPA3yIOTCA B Kap-
6okcmmazHoi (asze paborsl mukina KameemHa. 310 moaTBEepiKmaerca TeM (pakTom, UTO 00€
MoJeky el - (pocoeHomupysara (PEIT), koTopsic gamee B3aHMOACHCTBYIOT C 3PHTPO3OH,
TAKKC MPHHAAICKAT IMOTOKY, MNOAHHMAKOMCMYCA II0 TIIHKOJHTHYCCKOH ey MmpH TIFOKO-
HeorcHese [4]. MCTOUHHMKOM JId TOCICTHETO SBIOTCA YIJICBOABL, OOpasyrommecs B Kap-
Ookcmmasnol (aze. Takum 00pa3oM, CTAOWIBHYI) PAsHHIY B H30TOMHOM COCTaBC MCXKIY
LCILUTFOIO30H U TUTHUHAMH (CM. Ta0L. 10) MOXHO OOBACHUTH TEM, UTO MCPBBIC CBA3AHKI C

Tabnwnya 10

ConocTaBneHWe U3OTOMHOrO cocTaBa yrnepoAa LEnmnionosbl U NIUrHUHA
(8 = 8"3C . nionoza - "°Criurnun) ANA PasNUYHbIX TKaHen C; n C, pacTeHui [39]

ConocTaBnsemble 06bekTbl C;%o0 C,%o0 Trn TkaHK
Llenntonosa - nUrHuH 35 - HpeBecuHa
Llenntonosa - nUrHuH 41 6.2 PasnunyHble TkaHn
Llenntonosa - nUrHuH 4.6 51 INnctbs
Llenntonosa - nUrHuH 25 46 KopeHb
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yrnepogom cy6crparos, 06-
pasyembix B  Kapbokcmnas-
Ho/i (hase, a BTOpble TeMm,
4YTO WX CUHTE3 MpOMCXOAuT
M3 CcybCcTpaToB  OKCUreHas-
HOW (hasbl.

M3 Tabnumubl 10 mMOX-
HO TakkKe 3amMeTuTb, 4TO
pasmuma B M30TOMHOM CO-
CTaBe LEeNNtoio3bl U JIMHK-
HOoB y C3pacTeHuin 6oblue,
yem y CépacteHuidi. Ha Haw
B3r/NA4, MpUuYMHA 3TUX pas-
NIMYNIA KPOETCA BHe M30TOM-
HOro  (hpakLUMOHMpOBaHMA B
YINEBOAHOM MeTabonmname 1
CBfi3aHa C W30TOMHbLIM (ppak-
LUMOHMPOBAaHUEM  YI/epoja,
MPOVCXOAALLMM B FNKOMU-
TUYECKOI Lienu B TEMHOTE.

Puc. 7. LUMKMMaTHbIA MyTb CMHTE3a NMPOBWMHOTPAAHOW KUCMOTHI,
YrNepoAHbIii CKeMeT KOTOPO/ MCMonb3yeTcs A1 GUOCKMHTE3a Jur-

Kntouesoii 3PeKT3AA0-  hpHa B pacTeHusix. Liudpbl Haj aTOMamu MOKasbiBAlT BeNUUNHY
el peakuMen nNpuM 3TOM  M3OTOMHBIX CABWIOB aTOMOB OTHOCWTENILHO CPEAHEr0 W30TOMHOIO
qaBnsgeTcs QJepMEHTaTI/IBHoe COCTaBa. 3Be3,q0LIKV| N KPY>XO4YKM MNOKa3biBalOT MeCTa, KyAda nona-

[leKkapboKcnmpoBaHue nm-
pyBata. 30TOMNHbIN cOCTaB

[)al0T aTOMbl, YHacNeA0BaHHbIe OT UCXOAHbIX Cy6CTPATOB

yrnepoga @®EW, uCnonb3yeMoro Ha CUHTe3 JIMMTHWHA, OMPefenseTcd W30TOMHbIM COoCTa-
BOM nupyBaTa. llocnegHWil, Kak W W30TOMHbIA COCTaB FAMUMHA NpU (OTOAbIXaHWN B K-
KOMaTHOM Lenwn, CBA3aH C BE/IMYMHOW MCYepnbiBaHWs (hoHAA cybeTpata, ApYrMMUM CroBa-

Mu, onpegensetca adekTom Penes. B
cnydasax, korga PEWN wmcnonb3yetca Ha
CYHTE3 JIUTHWHA, TMPOUCXOOMUT  UCYep-
MbiBaHWe nupysaTHOro (oHga. Bornee
«TSDKENbIA»  U30TOMHbIA COCTaB  JINTHU-
HoB y C3-pacTeHWii MOXHO TpaKTOBaTb
KaK pesynbTar 60nee  WHTEHCWMBHOIO
CUHTE3a NMrHnHoB  C3-pacteHnamm
(M GonbLUeA KOHUEHTpauneid B HUX
NNTHWHOB), BCNEACTBME Yero oTMeva-
erca 6onbliee WCYepnbiBaHWe (oH4a W
6onee «TSHKEMbIA»  M30TOMHLIA  COCTaB
NNTHWHOB y C3-pacTeHuil.

CkasaHHoe KOCBEHHO nog-
TBepXaaeTca koppenaumen (A=
= 3I1clice - d813Clign) ¢ oqu&ma-
HWEM NWUTHMHOB Ha pucyHke 8. Kop-
penaums  u3yyanacb AN fpesec-
HbIX pacTeHwuit 7 TPaBAHNCTBIX
pacteHuit C3 n C4tuna [39]. Yem

KoHueHTpaLus NMrHnHoBs, %

Puc. 8. Koppensumsa Mexgy KOHLUEHTpaumein anrHu-
Ha W W30TOMHbIM CABUIOM JIMTHUHA OTHOCUTENIbHO
uenntonosbl [39]. TMycTble KPyXOukKM — [epeBbs; 3a-
NNTble KPYXKOUKN — C4TpaBbl; MycTble KBafpaTUKM —

C3-TpaBbl. MogpobHOCTM B TeKCTe
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60/blle  KOHLEHTpaumus JIMTHWUHOB B  YKa-
3aHHOM psgy (60nblue CTeneHb uMcYepnbl-
BaHWS NUPYBaTHOrO (hoHAQ), TeM «TsXKe-
Nnee» JIUTHWHBI U MeHbLUe pasHULa MeXxay
M30TOMHbLIM COCTaBOM LIENHOMI03blI U JIUT-
HWHOB.
B kauecTBe [Apyroro KOCBEHHOro ap-
rYMEHTa MOXHO MNPUBECTU  aHa/IOMUYHYHO
KOPPeNauMIo MeXay pasHuueid B m3oTon-
HOM COCTaBOM fMMNWAOB Yrnepoga u obule-
ro yrrepofa pacTeHVWs U COfepXXaHWeM B
HeM /fIMNWUAOB, OOHapY>KeHHyK [lapkom
AncTaitHom ewe B 1961 r. [49] n nosgHee
NoATBePXAeHHYIO B pabote [25]. CwuHTes
NUNUAOB TakXe CBA3aH C MOTOKOM, Mpo-
XOOALMM  Yepe3  [IMKOUTUYECKYHD  LieMb
Puc. 9. Koppensiums Mexay KoHueHTpaumeis B TEMHOBOW Mepuod, a WX M30TOMHbIA CO-
amnnpaos U U30TOMHBIM CABUTOM NUNKWAOB OTHO- CTaB Oﬂpe,ﬂ'e}'lﬂeTCﬂ MN30TOMHbIM SqJ(*JeK-
CUTENNIbHO yrnvepo,qa 06u_|,e|7| 6UVIOMaCCbI JINCTBbI TOM A9K3p60KCV|f|V|p()BaHV|F| nmpyBaTa n
ana agpeBecHOUM W HeapeBECHOWM pPacTUTE/IbHOCTU 3aBUCUT OT CTeneHn VIC‘-IepI'IbIBaHVIFI nu-

[39]. TMycTble KpyXoukM — [epeBbs; 3anuUTble

KDYOUKM — CA-TpaBbl; 3a/uTble ksagpatukn — PYBAaTHOrO (oHAa [4]. Ha pucyHke 9 MOX-

C3-TpaBbl; TpeyrosibHUKW KBepxy — nanopoTHu-  HO BMAETH NpPakKTn4yecKun aHa/1I0rMYHbIN
KA, TPEYTONbHUKN KHU3Y — KyCTapHUKN XapakKTep Koppenauuu: ofHa AnA [OepeBbes,

apyras — [AnS HeApeBeCHOW pacTUTeNbHO-
ctu. [MpuuvHa nofo6usi oueBMaHa. OAWHAKoOBas NpWUMHA OBGBACHAET OAMHAKOBLIA Xa-
paKTep KOppensuuu.
TeM He MeHee, MPUBELEHHOE OOGBACHEHWE Mbl PacCMaTpPUBAEM KaK MpefBapuTesib-
HOE, MOKa Ll 3KCMEPUMEHTANTbHBIX AaHHBIX HEOCTATOUHO.

3aKnyeHune

Pacnpegenenne 1 B yrneBojax TeCHO CBfi3aHO C MexaHW3MOM (oTOCMHTe3a. B cooTseT-
CTBMM C OCUMINALMOHHOM MOAENbH YriepoAHblii MeTabonn3Mm (oTocMHTe3a MNpeAcTBAseT coboit
HesaTyxallme konebaHus, coctoslwme 3 AByx (a3 - accumnaumm C02 n doTogbixaHus. Py6u-
CKO perynvpyert 3Tu OCLUMANALMK, Nepeknioyas MX C acCUMUNALMU Ha (OTofbIXxaHWe U 06paTHO
B 3aBMCMMOCTM OT MEPUOAMYECKN MEHSIOLLErocs B KETKe OTHOLeHMA KoHueHTpauuii CCK/CK.
B pasHble ¢hasbl konebaHMii B KMETKE BO3HWKAKOT ABa Pas/Myarolmxca no M30TOMHOMY cocTa-
BY YrNeBOAHbIX (hOHAA. 30TOMHbLIA cocTaB M pacrpedeneHWe uM30TOMOB yrnepoja B 6P aTmx
(hOHLOB ONpefensatTcs ABYMA pasHbIMKW MO 3HaKy M30TONHbIMK 3dekTamn. OAUH U3 HWX, U30-
TOMHbIVA 3dekT kapbokcunmpoBaHus Pub®d, nosensetca B ase accumunauum CO, (B Kapbok-
cunasHoin (hase GYHKUWOHMPOBaHMA Py6uUCKO), APYroii M30TOMHbIA 3PGEKT B FMLMHAEKapOOK-
CUNA3HON peakumn nossnseTca B ase oTofbixaHua (B OKcUreHasHol ase (YHKLWOHWPOBAHWSA
Py6ucko). Ob6a athhekTa MMEKT KUHETUYECKYHO MPUPOAY W COMPSHXKEHbI C WUCYEprbiBaHMEM (DOH-
[l0B cybCTpaToB.

noko30-6-hocpat (F6P) - rnaBHas egumHULLA YrNeBOAHOro mMetabonusma B 06emx hasax —
UrpaeT onpefensoulyo posnb B (HOPMUPOBAHUM M30TOMHOFO COCTaBa Yrfepofa WHAMBUAYaNbHbIX
YrNeBoOfOB M WX WM30TOMHbIX pacnpefeneHnii. B kapbokcunasHoil ase rnaBHbIA NPOAYKT (PYHK-
LUMOHUpOBaHWA UMkna KanbBuHa M6® 6narogaps M30TonHOMY 3dekTy Pub® kapbokcunuposaHus
M paHAOMU3aLMKM aTOMOB B TPAHCKETONA3HbIX WM TpaHCaNbAoMasHbIX peakuuax npuobpeTaeT «er-
KWiA» M30TOMHbIA cocTaB (06oraweHHOCTb M3oTonom 12C) m 61M3Koe K paBHOMEPHOMY pacnpegene-
HWe 130ToNoB yrnepoga. CTeneHb 060raweHHOCTY 12C 3aBUCUT OT CTENEHU NCMOb30BaHWA MOPLMK
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CO,, mocTyIMBIIEH IPH aCCHMIUTIINA B KIETKY. ACCHMIIMPOBAHHEIA YIIEpO] YTUIH3HPYETCS ML
CO3aHMs YIIIEBOJHOTO (POHZA, YTOOBI B TEMHOBOIl II€PHOJ IHTATh TNIHKOIUTUYECKYIO IEIb W CO-
HPSOKEHHBIM CHHTE3 OOIBIIMHCTBA JIMIIHJOB, NIPOTEHHOB, JUTHIHHOB M HEKOTOPBIX JPYTHX MeTado-
mmToB. Bee mpoaykrel oboramens! 2C otHocuTenpHo mmTatomei CO,. IlapanmensHo ¢ BBIMICHa3-
BaHHEIM co3zjaeTcsl TaOunbHbIM dorx I'6D mig muranmsa QoToxbIXaTeNpHOH IIETIH, cocTosmed m3
ITIMKOJIaTHOTO ITMKJIA, CONPSDKEHHOTO ¢ nmkiaoM KambspuHa.

B okcurenasHolf dase yriepoiHHIH MOTOK B Imkie KalbBHHAa MEHSET CBOG HaIIpaBICHHC
Ha nporuBomoioxHoe. CyOcTpaTel malOmwibHOro (QoHAa, HPOXOMI depe3 (POTOABIXATEIBHYIO IIET-
MO, TOJBEpraloTes BO3JeifcTBHIO m3oTomHOTO 5ddekTa IINIUHACKapOOKCHIA3HOH peaknuum H
Bo3BpamaroTcss B (OHA ¢ APYTMM H30TONHBIM cocTaBoM. 16®d, pecuHTe3HpoBaHHBIH B (OTOJEI-
XaTeJbHOH IeTe, MMeeT «TSDKENBI» HM30TONHEIH cocTaB (oOorameHHbri '*C) W HepaBHOMEPHOE
pacIipeielleHle H30TOIOB yriepoja. CTemeHp 00OTaIeHHOCTH yINeBo 0B 3C W MX HM30TOIMHOH Te-
TEPOTCHHOCTH OIIPEJICISIETCl UUCIOM O0OpOTOB IIOTOKAa CyOCTpaToB B (DOTOJBIXATENBHOH IIeTIIC.
B xoge ¢oromsxanma donx I'6D wmcmonpsyercs MBI CHHTE3a Pa3IHYHBIX YIVIEBOIHBIX (OHJOB,
OpraHMYECKUX KHCIOT, DPa3HOOOpasHBIX (OTOIBIXATENBHBIX IIPOAYKTOB (IIIHKOJIATa, OKCalaToB,
IpOJIMHA, CEpHHA, DiHIWHA). TakmM oOpa3oM, MBI YTBEPXKIAEM BaXHYIO OMOCHHTETHYECKYIO
POIIb OKCHUTeHa3HOH dasbl.

OcIUBINHOHHAsT MOJENb OOBICHIET CYMIECTBOBAaHHE B KIETKE ABYX H30TOIHOPA3INIAIO-
IMUXCSI TIOTOKOB YTIEPOJHEIX CyOCTpaToB, CO3JaBAGMBIX ABYMS DasIHYHBIMHU II0 H30TOIIHOMY CO-
cTaBy (OHJAMH YIVIEBOJOB, oOpa30BaHHBIX B KapOoKcmioasHOM M okcureHasHod ¢asax. Oro Mo-
XeT OBITH IOJIE3HO IIPH IIOWCKe METaOONMUEcKHX CBI3ed MexJy (QoHTaMM Pa3sHBIX METa0OJIUTOB.
Mogens 0OBSCHIET BHYTPHMOJIEKYISIPHEIM HM30TONHBIA PHCYHOK INIFOKO3BI KpaXMalla 3allacaiollix
OpraHOB H DPa3iMddsi B M30TOIHBIX paclpefeleHmsIx Imokossl C,- m C,-pacrenmii. M3otomHas re-
TEPOT€HHOCTh DPSAJa CJIOXKHBIX PACTHTCIBHBIX TNIOKO3MIOHATOB OOBSCHSETCS yJ4acTHEM B CHHTE3C
ux ¢parMeHTOB cyOCTpaToB M3 ABYX Pa3HBIX 110 H30TOIHOMY COCTAaBY IOTOKOB, CBSI3aHHEIX C COOT-
BETCTBYIOIUMHE YIIIEBOJHBIMH (BOHAaMH, 00pa30BaHHBIMH B Pa3HBIX (azax OCIITIIAIIIL.

Ilokazano, uTo cyOCTpaThl IS CHHTE3a JIMTHHHOB HOABIIOTCS B KapOoKcmiasHo#t dase
(OTOCHHTETHYECKIX OCIIWUIAIMA, HO WX H30TONHBIM cOCTaB ONIpeelseTcs €Ile W H30TOIHBIM
s¢dexToM eKkapOOKCHINpOBaHUI NHpyBaTa. MoJens OOBSICHAET OJWHAKOBYIO NPHPOJY KOppeii-
Iif, ofHA W3 KOTOPBHIX CBS3BIBACT PasHUIy MEXXIYy HM30TOIHBIM COCTaBOM YIVIEpoJa IEIIONO3H H
muraaHoB (J[= 5BC 050 = 51PCygm,) © COJEpKAHUEM JMIHAHOB B OMOMacce, Jpyras - W30TOIHbIH
CJIBAI' MEXJly M30TOIHBIM COCTABOM IHMIUIOB U 6moMaccehl (J1= 513C, oo - S1C ) © cotepxa-
HHMEM JHNHAOB B Omomacce. O0e KoppelsImu oOyCIJIOBICHE 3aBHCHMOCTBIO H30TOIIHOTO COCTaBa M
JIMTHAHOB, U JIHIUAOB OT OJHUX U TeX ke (PaKTopoB, M30TONMHOTO 3ddekTa B Peaknu JeKapOoKcH-
JMpoBaHK NHPYBaTa, CTEICHN HCUCPIbIBAHMS ITHPYBaTHOro QOHMA, a Takke OT OalaHCOBEIX COOT-
HomeHnH ppaxuii B Snomacce.
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IMPMJIOKEHUE

IIpn paspaboTke aIropuTMoB I yI00CTBa 0003HAUCHHS MeTaOOINTOB HCIIONIH30BAIN B aH-
DIMACKOR TpaHCKPUIILHH.

Aneopumm pacuema pacnpedenenus uzomonog yenepooa ¢ G6P (enoxose), obpasyiougeiica
8 KapOoOKCUNA3HYIO a3y pabomul Yurka

PacripesienieHre M30TOIMHOTO COCTaBa PACCUUTHIBACTCS IO PEKKYPEHTHBIM opMylaM, KoTJa
HocTe yIoHe 3HAYeHNS BETHACIIIIOTCS 10 pes3yIbTaTaM IIpe IbIy UK BeTHIHH.

IlycTs BHawane nMeeTcst MolieKya pudyno3o-1,5-6ucdocdara (RuBP) ¢ pacmpenenennem

RuBP(l), RuBP(2), RuBP(3), RuBP(4), RuBP(5). 13 nee moxygaercs 2 momekyansl PGA co
crenyomuM pactpenenenneM PGA() = 122xRuBP(1) + RuBP(5)); PGA(Q2) = I/2x(RuBP(2) +
+ RuBP#)), PGA(3) = 1/2x(RuBP(3) + 5C0,), rae 5C0,— m30TOmHOE COJepXKaHIEe acCHMIIApPYe-
MOTO YITIEKHCIIOTO Tasa.

Jarnee obpasyrorest 6 Moekyn FBP co cieyromumMu xapakTepucTUKaMUA:

FBP(1)=FBP(6)=PGA(1); FBP(2)= FBP(5)=PGA(2), FBP(3)= FBP(4)=PGA(3).

Ortu Monexynsl FOP mpeBpamarotes B Mosiekyisl G6P u mepememmuBaroTcs ¢ OCTaJIbHBIMHU
MoJeKyTaMu (oHJa I[TIOKO3BL, Tak uTto B cpegHeM: GO6P(1)=(FBP(1)+GOP(1)*N;)/( Ny + 1), rae
Ny — KonHMdgecTBO MOJEKYJI INTIOKO3H B doHfe. Temeps «ycpefHeHHasy TTMOKO3a ABIDKETCS IO IMyTH
mpeobpazoBanms B RuBP: RuBP(l) = PGA(l); RuBP(2) = PGA(2); RuBP(3) = PGA(3); RuBP#) =
(PGAG)T2*PGA(2))/3; RuBP(5) = (PGA(3)+2*PGA(]))/3, mocJte 4ero MUK MOBTOpseTcs.

Aneopumm pacuema pacnpedeneHus u30monog yenepooa e enokose (G6P), obpasyioueiica
8 OKCU2EHA3HYIO a3y pabomvl yuKa

RuBP pas6usaetcs Ha PGA n rimkomar, npmaem PGA (1) = RuBP(), PGA, (2) = RuBP(2),
PGA, (3) =RuBP(Q3).

Ecnm obosmaunts q = RuBP(5), a q,= RuBP#), q.=1 - q - q,. m y=k/k, (e y - kuneTn-
geckui M30TOMHEIHM 3¢deKT, kX - KOHCTaHTa CKOPOCTH INIHITWHACTHIPOTCHA3HOM peakIly, B KOTO-
poit peetcst cBsa3ph 2C-12C, I - KoHCTaHTa CKOPOCTH DIIMITUHJETHIPOTeHA3HOW peakIlud, B KOTOPOH
pBetcst ¢Ba3b 12C-13C), To mociie BHICBOOOKICHMS YIVIEKHCIOTO Tasa (T/e M MPOSBISIETCS HU30TOI-
HEIM sddexT), momm Toxkemsx aToMoB B PGA GyayT creaytommmvm: PGA (D= q,/( yqot q + q,),
PGA,(D) = q, QYT 4 T WD/ yqt a4 + @) PGAG) = ¢, QUG q. + ¢)-D/(yqet q. +
+ q,). 3atem PGA, u PGA, cmemmparores: PGA(1) = (2*PGA,(1) + PGA,(1))/3. Jlanee obpasyercs
FBP monotHo Tomy, kak B nukie Kampeuna: FBP(1)= FBP(6)=PGA(1); FBP(2)= FBP(5)=PGA(2);
FBP(3)= FBP4)=PGA(3). Ilocie storo FBP cmemmBaetcst ¢ aByms monekyinamu G6P: FBP(»)=
=FBP@)+2G6P31))/3.

W3 tpex momyumBnmxcss mosekysl FBP oxma BosBpamaercs B myn G6P, yepexamssich ¢ Ha-
XomammMucs TaM Molekyitamu G6P: G6P(1)=( FBP(1) + G6P(1) (N;-2))/( Ng-1). Oxma Momekyia
Tpuozodocdara u gacTs Molekynsl FBP (aToMmbl ¢ TpeTbero Io 4eTBepTHIM) depe3 oOpasoBaHHe
sputposzodocdara uayT Ha obpasoBanme cejorentyioszodocdara (S7P), mpmuem S7P(1)= PGA(D);
S7TP(2)= PGA(2), S7TP(3)= PGA(3), S7P(4)= FBP#), S7TP(5)= FBP(3), S7P(6)= FBP(2); S7TP(7)=
=FBP(1).

OcraBmasics acTh Mollekyibl FBP (aToMbl mepBBIlf M Bropoit) m Mollekyna Tpuosodocdarta
obpasyoT Moiekyiny kemrylosodocdara (XP) (a) ¢ pacmpegenmenmem XP,(1)= PGA(l);, XP, 2)=
=PGA(2), XP, (3= PGA(3); XP, (4= PGA(2),XSP, (5)= PGA(l). IlepBrie nBa aToMa MOJEKYJEI
cejorenTyio3odocdaTa m MoleKyla Tpuosodocdara obpasyloT elme OJHY MOJIEKYIy KCHIyJI030-
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docdara (B) ¢ pacmpejelleHHEM aTOMOB, aHATOTUIHBIM IepBoif. OcTalbHble IHITH aTOMOB HIyT
Ha obpasoanme RuBP. RuBP(l) = PGA(3); RuBP(2) = PGA(3); RuBP(3) = PGA(3); RuBP4)' =
=PGA(2); RuBP(5) = PGA(D.

Haxorern, cMemmBatoTes Bee Tpu Molekyiasl RuBP(1)=( RuBP() + XP,(1) + XP,(1))/3, mocie
9ero UK HOBTOPSIETCSL.

SUMMARY

According to oscillation hypothesis, carbonaceous metabolism by photosynthesis is imple-
mented in the form of oscillation process. Fluctuations are sustained and consist of two phases -
assimilation of C02 and photo-respiration. The former corresponds to carboxylase phase of func-
tioning Rubisko, the latter to oxygenase phase. Distribution of C13 isotope in carbohydrates is
closely connected with photosynthetic oscillations occurring in the process of photosynthesis. Car-
bohydrates are produced in each stage. We assert that carbohydrates forming in carboxylase phase
consist of hexoses with relatively uniform C13 distribution along carbonic backbone of molecules,
whereas hexoses in carbohydrates, synthesized in oxygenase phase, are characterized by specific
non-uniform isotopic pattern. Above mentioned hypothesis accounts for both carbon isotope dis-
tribution peculiarities and isotopic composition of carbohydrates C3 and C4 - plants well and also
isotopic differences in general carbon of carbohydrates, due to a different degree of substrate pool
(fund) depletion, used in photo-respiration.

Key words: isotopic fractioning of carbon photorespiration, Rubisko, carbohydrates, me-

tabolism modeling.
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