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M30TOMHBLIE JAHHLIE MOKA3LIBAIKOT: YINEPOAHbLIN
METABON3M B ®OTOCUHTESUPYIOLLEN KNETKE —
KONEBATEbHLIV MPOLIECC

A.A. UBJIEB

(Kachenpa HeopraHn4eckon n aHanMTU4eCKon XMMmn)

IIpennaraemasi oCHMJUIALIMOHHAS KOHIENIHUSI paccMaTpuBaeT (OTOCHHTE3 KaK KO-
JelaTesbHBIH mpomecc, cocrosiumii u3 ¢aspl accuvmasanuu C0, u dasel Poroabixa-
HHSA, BO BpeMsl KOTOPBIX MeHsieTcsl JBMKEHHMe MOTOKA YIVIEPOAHBIX cy0CTpPaToB B LMKJIE
Kanbeuna. CMeHa pe:kMMOB ()YHKIIMOHMPOBAHUS IUKJIA MPOUCXOAUT OJiarosaps ABOMCT-
BCHHOH CIOCOOHOCTH KJI049eBOro ¢epmenta ¢orocunre3a — PyOucko paGorare kak
KAapOOKCHJIa3a M KaK OKCHIeHA3a B 3aBHCHMOCTH OT NEpPHOJAMYECKH MeHSIoLlerocss B

KJIeTKe OTHomeHus KoHuenrpamuii CO0,/0,.

Konuenuusi 000CHOBBIBaeTCS O0O0JbLIINM

(hakTHYeCKHM MaTepHaJIOM, B OCHOBHOM CBSI3aHHBIM ¢ ()PAKIHMOHHMPOBAHHEM H30TOIOB
yriepoaa B kieTke. JlaHHbI MaTepuan BK/IHO4YaeT (pakThbl, CBHAETEJLCTBYIOIIHE O Cy-
IIEeCTBOBAHUM B KJIeTKe JABYX H30TONHOPA3IHYAIOIIUXCH MOTOKOB YIJEPOIHBIX CYO0-
CTPATOB, NOATBEPKIAOIIHE CBSA3b BHYTPHUMOJICKYJISIDHOH W30TONMHOH HEOXHOPOIHOCTH
B IUIIOKO3¢ KpaxMaja 3amacaloliuX OpPraHoB pacTeHuii ¢ ¢oroabixaTeJabHol ¢a3oii
paborbl mukja KanbBuHa, NaHHBIE N0 JMHAMHKE H30TOIHOro cocraBa yriaepoga CO0,
NPH TEMHOBOM JBIXaHHMH, 2 TaK:Ke (PAKTBI, He CBA3aHHbIEC ¢ H30TONMHBIMHU 3 PeKkTamu.

Knrouessle criosa: rmnoTesa 0 POTOCUHTETUYECKMX OCLUMNALMSX.

AHanus nuTepaTypbl MO  (OTOCUHTE-
3y nokasblBaeT, 4YTO MpakTU4yeckn Bce
uccnegosarenu, 3aHUMmaroLLmecs n3yde-
HMEM  yrrnepogHoro  mMeTtabonuama,  cuu-
TawT, 4YTO OTOCUHTE3 - CTaUMOHapHbIN
npouecc, B KOTOPOM BCE peakuunm Ha cBe-
TY NPOTEKAOT HEMPEPbLIBHO, OOHOBPEMEH-
HO M B CcTauyuoHapHoMm pexume. C 3TuX
nosvMuuin  genawTcs MOMNbITKM €ero onucaTb
[29, 43, 44]. B Hactosawen paboTe, onu-
pasicb Ha MW30TOMHble [JdaHHble Mo Yrnepo-
ay (13C/12C), bl nonblTaemMca aprymeH-
TMpoBaTb  Apyroe  yTBepxaeHue:  ¢oTo-
cuHTE3 - 23T0 komnebGaTenbHblA  Mpouecc,
COCTOSILMA B 4YepefoBaHUM  MPOLIECCOB
accumunsauum  CO, 1 doTodbIXxaHusa, YTo
COOTBETCTBYET CMEHE HanpaBneHuss [OBu-
KEHUst  MOTOKOB  YrnepofHbix  cybcTpaTtoB
B UuUukne KanbBuMHaA C CWUHTE3a [NHOKO30-
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6-poccpata (M64) us CO, B a3y accu-
MUNALMM  Ha  OKUCneHne obpasoBaBLLero-
ca 6@ po CO, B dhasy doToabIXxaHUS.
Perynatopom nepeknioYeHnn ABnNseTcA
knoyeBon epmeHT poTocuHTesa Pybuc-
KO (pnbynosobucdocdartkapbokcunasa  /
OKCUreHasa), CMOCOGHbIV PYHKLMOHUPO-
BaTb kKak Kkapbokcunasa W Kak OKCureHa-
3a B 3aBWCMMOCTW OT NEepuoaunyeckn me-
HSIOLLErocsl B KMeTKe  OTHOLEHUSI  KOH-
ueHTpauui C0,/0, [34].

nepBbIM warom B HanpasllieHun [Oo-

KasaTenscrea konebaTtensbHON npupoAb!
doToCUHTE3a SABUIICA  OTKPbITbIA  Hamu B
1993 r. usoTonHbIN apdekT oTo AbIXxaHUS
co 3HaKoM, NPOTUBOMOSOXKHBIM 3HaKy
M30TOMHOro acpbdekTa doToCUHTETUYEC-
kon accumunaumn [8]. [do aToro cuuta-
nocb, 4T0  (POTOCMHTE3  COMpPOBOXAAETCH




TONbKO  M30TOMHbIM  3acpdhekToM  accumu-
nauum  CO,, KoTOpbIN MpuMBOAMT K 06O-
ralieHVio  acCUMWIMPOBAHHOIO  yrnepoga
(bniomaccel) wmsotonom  12C OoTHOCMTENBHO
C0, atmocdepbl. ITOT deHoMeH 6Obin Ha-
3BaH M30TOMHOW AuckpumuHaumen 13C. Mol
obpaTunn BHUMaHWe Ha HekoTopble dak-
Tbl, KOTOpble He yKknagblBanmucb B 3Ty
rmnotesy W cyuiTanucb aptedakramu. 37O
HakorneHve '3C B MEepBUYHbIX  accumu-
narax  [23], npeumyLlecTBEHHOe  MOorno-
weHne 13C, a He '2C B onbiTax no rasoob-
MeHy [3]. OOGblMHO  ynomsHyTble  dhaKTbl
oTmevanucb, korga Bmecto CO0, Bosgyxa
ucnonbsosanca CO0,,  oboraweHHbI  «Ts-
xenelm» un3otonom 13C. Tpu nocTeneHHom
yBenuyenun B nuTaowem CO, copepxa-
HUS  «TsbKermoro»  M3oTona  oTMevanach
WHBEPCUA 3Haka u3oTonHoro adpdekta. B
6uomacce Hakannusanca wu3oton 13C [5].
ConocTaBue 3TM u papyrve  akTbl, CBd-
3aHHble C BINWSHWEM Ha W30TOMHY AuUc-

KPUMUHaLMIO  TakMX  BHELIHUX  (akTopos,
KaKk  CONeHoCTb,  BMarogoCTYyMHOCTb,  WH-
TEHCUBHOCTb oCBeLLeHNs, OTHOLLEHne
C0,/0, B cpege, Mbl npuwnu K BbiBOAY,
yTO, BEPOATHO, cywiecTtsyeT Apyron,
HEeu3BeCTHbIn B TO Bpemsi, W3OTOMHbIN
apdekT, KOTOpbIN, CKOpee BCero, CBsi-

3aH C oToabIxaHMemMm M MMeeT 3HaK npo-
TMBOMOMOXHBLIV  3HaKy adpekta accumu-
naumm. Ero He o6HapyxuBanu, nNOCKOmb-
Ky OH Mackuposanca 6omnbwum Mo Benu-
UMHEe  U30TOMHbLIM  3PPEKTOM  accumung-
umn  CO,. [lpoaHanuampoBaB [NMUKOMATHLIN
nyTe OTOAbIXaHWS, Mbl MPUWAN K  Bbl-
Bo4Y, 4YyTo  y3noM  dopaKUMOHMPOBaHMS
M30TOMOB  yrnepoga, No-BMAMMOMY,  SIB-
nsetcs  peakuuss  pepmeHTaTUBHOrO  fde-
KapboKCMNMPOBaHWA ruuMHa — ojHa U3
KMnoyeBblX  peakuun  doToabixaHua  [34].
CpoenaB Takoe npegnonioXxeHve, Mbl BMe-
cte ¢ npodp. AY. WrambepameBbim un ero

COTpyOHMKamMuW  cTanu  uccnegoBatb 3Ty
peakuuio in  vitro W, [OENCTBUTENbHO,
OGHapyxunu B Hen  pakuMOHNpPOBaHNE

M30TOMOB yrnepoga, HO 3ddekTbl  Obinn
oboux 3HakoB [3, 12]. [Hokasatb, 4TO in
VivO BO3HMKaeT adeKkT Cco 3HaKom, mnpo-
TUBOMOMOXHbIM ~ 3HaKy addpekta accumm-
nAuMM  yganocb Mocre TOoro Kak COBMECT-

HO C 3apybexHbiMn wnccrnegoBaTensaMm Mol
n3yymnn  cotogelxaHme |y  AguKoro  BuAaa
AYMEHA W SYMeHs-MyTaHTa C  pedyumpo-
BaHHON rnvumMHaerngporeHasHomn yHK-
umen [30]. Ons 9TOro MeTogamu TeHHOW
WHXEeHepun B nnactugbl pacTteHus  Obin
BHeApeH  MOoANUUUPOBAHHLIN  (hepMeHT-
Hbli  komnnekc. [pegckaszaHHoe oboratlye-
HMe OuomMaccbl MYTaHTHOrO pacTeHus ner-
KuM un3otonoMm '2C no cpaBHeHW C Au-
KMM BMOOM noareepaunocb (tabn. 1) 3710
O3Ha4ano, 4to in vivo npu oToabixa-
HAM  BO3HMKaeT adpdekT, conpoBoXaae-
MbIl  yTspkeneHnem 6uomaccbl, W MeCcToM
€ero  BO3HUKHOBEHUS  SBNSETCA  peakumst
AekapboKCMNNPOBaHNS rMULUHAa.

Ta6nuuya 1
M3oTonHbIN cocTaB yrnepoaa nucrta s4MeHs
aukoro Buaa u FAr-myradra [29]
(n — yncno onbITOB)

Bos- .
PacreHue pacrT, 5°C%o0
Hea.
AYmeHb, ANKUA BUA 1 -39,04+0,7 (n=4)

6 -31,310,6 (n=2)
Aumenb, MAM-myTanT 1 —45,5+0,6 (n=5)
6  -37,5%0,3 (n=4)

NMpumeyaHue. MNPUHATO U3OTOMHbLIN COCTaB
yrnepoaa obpa3uoB BbipaxaTb B eguMHuuax 6, npea-
CTaBNAKLWMX HOPMUPOBAHHYH Pa3HOCTb OTHOLLIEHUI
M30TONHbIX KOHUEeHTpauui 13C/12C B o6pasue u cTaH-

s (:—z%)wp - (%)cram 3
aapre §°C = P 10°. B xave-
W craHa

CTBe CTaHAapTa WUCNONb3yeTCA M3OTONHbLIA COCTaB
yrnepoaa kap6oHata Kanbuusi U3 6enemMHuTa, B KO-
TopoMm oTHolweHue 13C/12C paBHO 1123 « 105:

3peck u ganee Benn4uuHbl 6'°C%o0 gaHbl B %0 OT-
HocuTenbHO ctaHpapTta POB.

ToyHO Takme e OnbITbl ObIMM MOBTO-
peHbl Ha apabwugoncuce u kaptodene. [lo-
nyYeHbl aHanoruyHele pedynetatbl [31].

Kakum e obpa3om npeacTtaBneHve
O [AByX M30TOMHbIX 3dpdpekTax C NpPOTMBO-
MOMOXHBIMWA  3Hakamu,  COMPOBOXAAMLLMX
(hOTOCMHTE3, NPMBOOAWUT K BbIBOAY O KO-
nebaTtensHOM XxapakTepe C€aMoro mnpouec-
ca? Ytobbl OTBETUTL Ha 3TOT BOMpPOC,
paccMOTpUM, KakuMm obpa3om B KrneTke
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npovcxoauT nepuoam4eckoe n3MeHeHune
KOHLleHTpaLun CO0,/0,, nepexrno4ato-
wee Pybucko c kapbokcunasHon  yHk-
LM Ha oKcureHasHyto n obpaTtHo.

BepoaTHbIN ~ MexaHW3M  MepeknoyYeHun

[33] ocHoBaH Ha cneaywloLleM [ONyLWEHUN.

CkopocTb depMeEHTATUBHBIX peakuum
kapbokcunuposaHns Pub® un  pgekapbok-
CUNMPOBaHMA rmMumHa CyLLeCTBEHHO

Gonblwe ckopoctn Aunddysmm CO, B Knet-
Ky M wu3 Hee. B nonb3y aToro rosoput
HU3KAs  SHeprmst  akTMBauuu,  3KCnepu-
MEHTanbHO OOHapyXeHHas npu  U3y4YeHuu
nposogmmoct no CO, knetok me3odun-
na (10,2-12,5 «kmpx\Wwmonb npu  15~25°C)
[21].

Torga B HEKOTOPbIN MOMEHT BpPEMEHU

(t. 1 Ha pwuc. 1), coOTBETCTBYIOLMA Kap-
6okcunasHom case YHKLMOHUPOBaHUS
PB®K/O, «korga  koHueHTpauus CO, B
kneTke paBHa KoHueHTpauun CO, B cpe-
e, yrnekucnbll ra3 noctynaetr B KneT-
Ky ©Onarogapsi rpaguveHTy  KOHUEHTpaLuui
B cpege Wy MecT kapbokcunmpoBaHusl,
co3aBaeMomy ukcaumen YrNeKUcnoro
rasa Ha epmeHTe. Tak Kak CKOPOCTb

kapbokcunupoBaHus
Te Bbllle CKOpPOCTU
Tpauna CO,,
LeHTpauun

Pnb® Ha depmeH-
anddysnm,  KOHLEH-
a ToyHee OTHOLWIEHWe KOH-
C0,/0, (koHueHTpaumo 0, B
KNneTke Mbl MpUHMMaem MOCTOSHHOW) na-
JaeT BNNOTb [0 HEKOTOPOro  KpuUTu4ec-
Koro ypoBHs (T. 2 Ha pwuc. 1), cooTBeT-
CTByHOLLEro  nepeknoyeHnto  Pybucko Ha
oKcureHasHyo dyHkumio. Ha yyactke
1-2  gnddysma CO, ysBenumuuBaeT  ero
KOHUeHTpauuio B kneTke, a  kapbokcu-
nMpoBaHMe YyMeHbluaeT, T.e. WX BNUsHWE
NPOTUBOMOMNOXHO (nokasaHo cTpenkamm
Ha pwuc.1). Ytobbl un3bexaTb notepb Ha
B6ecnonesHyto peLmpKynauuno cybeTpa-
Ta, MepeknioyYeHuss B KIeTke  [OMKHbI
NPOUCXOANTb TPUITEPHO (PE3KO).
Mocne nepeknioyeHns Ha
Hyto  dyHKumio  Pybucko
CO0, B KreTke  HauuHaet
TONbKO Ha 9TOT pa3
3um CO, oka3blBaeTCA MeHblle CKOpOCTU
rmvumnHaekapbokcmunasHon  peakumn.  bna-
rogaps SToMy koHueHTpauus CO, B kneTt-
Ke BO3pacTaeT, [OCTUraeT YpOBHA COAep-
XaHus B cpefe (T. 3 Ha puc. 1), a 3aTtem

OKCUreHas-
KOHLUeHTpauua

BO3pacTaTb,
ckopocTb  Anddpy-
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Puc. 1. Cxema npeanonaraemoro MexaHuama nepekniwoyeHusa PBPOK/O
C Kap6GoKcunasHou (pyHKLUM Ha OKCUreHa3Hy U o6paTHO
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npesocxogut ero. Ha aTtom
yyacTke, COOTBETCTBYIOLLEM
KPMBON  U3MEHeHUs
umHaekapbokcnnasHasa
dy3va  [OencTBylOT B OOHOM  Hanpaene-
HUKM, yBenuuMeas KoHueHTpauuio CO, B
knetke. Ha BpemeHHOM oTpe3ke 3-4 KOH-
ueHTpaums CO, BospactaeT [[o Tex nop,

BPEMEHHOM
oTpesky 2-3
KOHLUEeHTpauun,  rmnu-

peakuMsa wn  aud-

nMoka He [OOCTUIHET BEpPXHero KpuTudec-
KOO  3Ha4yeHusl, COOTBETCTBYIOLEro  ne-
peknioyeHnio  epMeHTa Ha  kapBokcunas-

Hyto dyHkuuo (1. 4 Ha puc. 1). pn atom
BNusHWe auddysmm ©n  peakuum  gekap-
OOKCMNUPOBaAHUS  FMMUMHA  HA  KOHLEHT-
paumio CO, B knetke OygeT npoOTUBOMO-
noxHelM.  Oudpdysms  Gyoet  npuBoauTb
K BbIOpoCcy yrnekucnoro rasa B cpedy,
T.e. K TOHWKEHWO ero  KOHLUEHTpauuu
BHYTPM KNEeTkn, a peakuus - HaobopoT.
lMocne nepeknyeHns depmeHTa Ha Kap-
GokcmnasHyto  dyHkumio  (oTpesok  4-1")
BnusiHe auddysum un  peakuum  kapbo-
KCUMMPOBAHUA  BHOBb  CTaHOBUTCS  OOHO-
HanpaBfneHHbIM B CTOPOHY CHWXKEHWUSI KOH-
ueHtpaumn CO, B kneTke. 3710 BygeT npo-

aomkaTtbCcA BMNOTb ao MOMEHTAa, nokKa
KOHUeHTpauuna B KneTke He CpaBHAeTCA
C koHueHTpauuen CO, B cpege (1. I Ha

puc. 1). Janee Bce npoueccbl MOBTOPSAIOT-
ca. N3 mexaHuama cnegyeTt, u4TO COOGCT-
BEHHO oToAdbIXaHWe, nog KOTOpbIM  Mo-
HumaeTtca ypaneHne CO, w3 «knetkm B
cpedy, 3axBaTbiBaeT TOMbKO 4YacTb  OK-
cureHasHon pasbl  (kpuBaa 3-4) M vacTb
KapbokcmnasHom dasbl (kpyBas  4-1),
Korga KOHUEeHTpauns CO, B KreTke
Bbille, 4Yem B cpege. B paccmoTpeHHOM
MeXaHu3me  TOYKM  MOPOroBbIX  3HAYEHWUN
oTHoweHnn CO0,/0, 2 ©n 4, npu KoOTOpbIX
npoucxoduT cpabaTtbiBaHne depmeHTa Cco
CMEeHOM  byHKUMKM, wurpardT ocoby  pornb.
Mo cywecTBy, OHW onpeaenslT nNPOAON-
XuTenbHOCTb a3 accumunsaummn  u - do-
TOAbIXaHWs W BKkNag MocrnegHWx B MeTa-
6onmam oTocuHTesa. [loporoBble 3Haye-
Hua CO0,/0, 3aBucaT oOT psiga (akTopos,
B T.M. BHEWHMX, M CBs3aHbl C agantauu-
OHHOW CMOCOBHOCTLIO OpraHu3ma.

B kapbokcunasHyw asy paboTel Py-
oucko uukn KanbBuHa paboTaeTr Ha Kap-
bokcMnuMpoBaHue, Kak nokasaHo Ha pu-

CyHke 2. Tak kak npu 3TOM MPOUCXOAUT
hbpakumMoHpoBaHme N30TOMNoB yrnepoaa
npu kapbokcunuposaHum Pub®, TO 006-
pasylowuinca B 3Ty ¢dasy [6P okasbiBa-
etcs oboraileHHbiM 2C  oTHocuTenbHo CO,
cpedbl Ha BENWYMHY W30TOMHOW  AWUCKPU-
muHaumn. bBonee Toro, 6Gnarogaps paH-
AoMu3aumMnm  atToMoB B TPAHCKETONa3sHbIX
M TpaHcanbhonasHbiX  peakuusix, aToMbl
yrmepoga B 64 un B Apyrx accumuns-
Tax, obpasylowmxca B 9Ty a3y, oOka-
3bIBAOTCA NPUMONMU3NTENBHO OQHOTO U TOro
e Wu30TonHoro coctaBa. Yacte [6®P, 06-
pasyloweroca B kapbokcunasHylo  dasy,
3amacaetcs B pe3epBHbIX  YrMNEeBOAHbIX
doHgax B BuAe nonmcaxapugos,  KOTO-
pble WCNOMb3ylOTCA KNETKOW B TEMHOBOW
nepvod Ans CcuHTe3a oOnpefenieHHbIX Me-
TabonuTtoB. WM3oTonHbIA cocTaB nocnegHux
W pacnpegerneHve  U30TOMOB  yrmepoaa
oynet onpegenaTbes COOTBETCTBYOLLN-
MU xapaktepuctukamm [6d.

Mocne  nepeknioyeHns  Pybucko  Ha
OKCUrEeHa3Hylo  (YHKUMIO  OCTaBLUMACA B
doHae 6P B BMAe nabunbHbIX Yyrneeo-
JOB  yCTpemnsieTcd B [MUKOMaTHYl  Lenb
doTogpixaHns, rae  NpoMCXoAuMT  CUHTe3
NpoAyKTOB doToabIXaHNS (okcanaTos,
rMWKOMNEBON  KWUCMOTbl, PsSAa  aMUMHOKMUC-
NnoT cepwHa, rnuvuMHa, nponuHa) (puc. 3).
Yactb [6® 3anacaetca B BMAOe caxapo-
3bl, M3 KOTOPOM B TEMHOBOW nepuog npo-
NCXOOUT  CWMHTE3  OpraHW4yeckMx  KWUCOT.
Mockonbky B rnukonaTHOW uUenu  oTo-
AblxaHus npoucxoanT hbpakumoHmpoBa-
HMe W30TOMOB Yyrnepoga B rAvMuMHOEKap-
GokcunasHol peakumu, B ¢doHae 69,
nuTaloweM  GOTO  AbIXaTenbHyl0  MEeTnio,
HakannuBaeTcs  «Tsxkenbii»  msoton  18C.
Mpuyem, 4Yem UMHTEHCMBHee  (DOTOAbIXa-
HWe (4em O6onblwee 4ucno o6opoToB CoO-
BepllaeT yrnepoaHeli MoTok B  oTodbl-
XaTenbHOW MeTne), Tem CurnbHee  akky-
mynupyetca B doHge 6P wuzoton 13C. B
CUINYy  KMHETUYECKOW npupodbl  U30TOMHOro
adhpekta  gekapbokcunupoBaHusi rnium-
Ha (M30TOMHBIN adhdpekT npossnseTcs
nvwb  No  MecTam  JecTpyKuuu  yrnepog-
HbIX CBfi3€l) W30TOMHOE pacnpegeneHve
[6d B oOKcureHasHylo a3y CTaHOBUTCS
HEOAHOPOAHbBIM, nopoxgas KTSKENbIA»
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Puc. 2. Cxema pa6otbl uukna KanbBuHa B kKap6okcunasHyto a3y yHKuMoHupoBaHus Pybucko

M30TOMHBLIN COCTaB W HepaBHOMEPHOE W30-
TONHOe pacnpegeneHne B Tex MeTabonu-
Tax, CWHTE3 KOTOpbIX CBsi3aH C (OHAOM
[6d B a1y (pasy. TakoBa nocnegoBaTerb-
HOCTb  MeTabonunyecknx cobbITUR, BbITe-
Kawowas w3 npeactaBneHMn o  koneba-
TenbHOM XapakTepe OTOCUHTE3a U BO3-
HMKalLWeEM nNpu 3TOM  COMPSPKEHUU  U30-
TOMHbIX 3¢ EKTOB.

®Pakmbl U meopemu4vecKkue
OCHO8aHusi, 2osopsiujue e nosib3y
a2unomesbl 06 ocyuunNNAYUSIX

Kak e aprymeHTMpoBaTb
nocneaoBaTenibHOCTb COObITUA?

1. Tlpexpe Bcero, oHa npegnonaraet
CYLLECTBOBaHUE  «JIETKOrO» U «TSHKENOro»
NoTOKOB MeTabonMToB, WCTOYHMKOM  yrre-
poga 4ana  koTopblx sasnsetca 6P, Ha-
KannueBaembli B KapOOKCUIMA3HYld U  OKCK-

OMUCaHHy
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reHasHylo asbl COOTBETCTBEHHO. [lencTsu-
TenbHO, Kak BMAHO u3 Tabnuy 2-4, Kk «ner-
KOMy»  MOTOKY  OTHOCSITCA ~ MeTabonuThbl,
CMHTE3  KOTOPbIX CBSI3@aH C  [NWKONUTK-
Yyeckon uenbto  (BONBLUMHCTBO  aMUHOKWMC-
NOT, NWUMNWAOB), K «TSHKENOMY» MOTOKY —
meTabonuthbl doToabIxaHus (nabunbeHble
caxapa, oOkcanaTbl, TMPOfWH) W oOpraHu-
yeckMe KucnoTbl. OTO WMeeT MecTo He-
3aBMCMMO OT Tuna QOTOCUMHTE3NpPYHOLLe-
ro opraHusma.

Ha pucyHke 4 npeactaBneHbl  HEKO-
Topble pactuTenbHble rMKKO3UIOHAaTHI.
OTO CrnoOXHble MOMeKynbl, B CWHTE3e KO-
TOpbIX MpUHMMallOT Yyyactme oba noTtoka.
B awmwurpannHe w rmoko3uHanbuHe  yrne-
BOAHble (parMeHTbl 3HAYUTENbHO  «TsAXe-
nee» arnukKoHoBbIX 4Yacten [42]. B xonu-
HOBOM 3Mpe CUHANoOBOWM KUCIMOTbl XOMu-
HOBbIN  CMMPT CUHTE3WpyeTcs C  yyacTu-
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Puc. 3. Cxema pa6oTbl uukna KanbBuHa B okcureHasHyto a3y yHKLMOoHupoBaHus Py6ucko

eM cepuHa [6],
TOPOro  Takxe
ocTanbHOM  4acTu

yrnepoaHbl  ckeneTt  Ko-
3HAUUTENbHO  «TsKenee»
monekynbl.  OboraLueH-
HocTb um3oTtonom 1C  BO Bcex cny4vasax
0ObACHSAETCA  CMHTE30M M3 Yr1eBodoB,
HakannmBaeMbIX B OKCUreHasHyto aasy.

2. [Opyrum aprymeHTOM B nofb3y OC-
UMNASUMOHHOM  KOHUenuuu  ctano  obHa-
pyxeHue cneumduyeckomn N30TOMHOM

HeOOHOPOOHOCTM B YINEpPOOHOM  CKeneTte
[6d, CUHTE3MPOBAHHOrO B  OKCUreHasHylo
¢da3zy. OHa, kak ObiNoO CckasaHO BbILLE,
obycrnoBneHa KMHETNYECKOM npupoaon
nm3oTonHoro  adpdpekta,  COMPOBOXAAMOLLE-
ro pgekapbokcunupoBaHue rnvumHa. YTo-
Obl npeacTaBUTb, KakMM — OOMKHO  ObiTb
pacnpegeneHne  M30TONOB  yrrmepoga B
F6®, cnegyet MeThb B BUAY, YTO B MMK-
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Tabnuua 2

Pacnpepnenenue 13C (613C%. B PDB eguHuuax)
B 6uomacce n GuoxumMmmnyeckmnx ppakumax
Mopckoun Bogopocnu Chorella
stigmatophora, BbipalweHHON B YCINOBUSAX
pPa3nU4yHOM CONEHOCTM.
6'3C nuTarowen CO,-21%.[11,17].

KonuyenTtpauua NaCl
MlapameTp B cpege, mM

0o | 425 | s95
Cyxas 6uomacca, %o -61,6 -59,0 —64,5
Jnnuabt, %e -66,0 -65,0 -63,8
Benku, %o —421 -40,9 473
JlabunbHble caxapa, % -30,0 — =305
MponuH, %o -290 — =315

KonaTHbIi  umkn noctynaetr [6d, Hakon-
NeHHbI B kapbokcunasHyio dasy u ume-
IOWMWA  NpaKkTUY4eCKM  paBHOMEpHOe  pac-
npegeneHue U30TOMOB yrrepoga B Cke-
nere.

Ha
na pgo

nepBoM BWTKE T[MIMKONATHOIO  LUK-
Hayana [fgekapbokcunmpoBaHus Y
rMAUMHA COXpaHAeTCd paBHOMEpPHOe pac-
npegeneHne  U30TOMOB,  yHacnegoBaHHOE
oT wucxogHoro [6®. OpgHako nocne npe-
BpalleHWss B MWTOXOHOPMM ABYX Morne-
Kyn rmuiuuHa B cepuH u oTtwenneHunsa CO,
B obpasylolwemMcs cepuHe pacnpeperneHue
M30TOMOB  yrnepoga CTaHOBWUTCA  Hepas-
HOMepHbIM. [TockonbKy Aanee CepuH uc-

Ta6bnuuya 3

U3oTonHbIN cocTaB yrnepoaa 6uoxmmmnyeckux dpakumim,
BblAeNeHHbIX U3 nuctbeB Clusia minor, BbIpOCLIMX NPU pa3fiMyHbIX BHELWHUX ycnoBusax [27].
Mpo6bl oTOoGpaHbLI Ha paccBeTe U Ha 3aKaTe

Mokpbiit ce3oH Cyxoit ce3oH
«3KCNOHUPOB» «3areHeHHbIn» «IKCNOHUPOB» «3aTEHEHHbLIA»
CDpaKuvm h1i%{*13 et nucT nKHeT
paccseT pacceeT 3akat 3akar
O6wuit yrnepop, 25,7 -30,3 —24.6 -291
JAnuasl u NUrMeHTbI -28,7 -32,2 27,7 -30,8
AMWHOKUCNOTB! -31,7 -32,6 -31,3 -32,7
PacrtsopuMblie caxapa -21,2 -29,2 -17.9 -21,9
Opranuyeckme KUcrnoTb! -22,3 27,7 -21,1 245

Ta6bnuua 4

MN3oTonHbIN cocTaB yrnepoaa nucTa U okcanata HekoTopbix C,
oKcanaTHaKannmMBarLwmx pacreHumn [37,38]

Bua pacrexus Twun accumunaumn et Okcanatbl Ccbinka
Spinaceae oleracea Cs -27,5 -11,9 37
Spinaceae oleracea Cs 25,7 -19,9 38
Pelagronium Cs -31,0 -12,4 37
Mereunialis perennis Cs -27.9 -13,7 37
Echinomastus intertextus CAM ~-13,4 ~7,3 38
Echinomastus horizonthalomus CAM -13,0 -7.8 38
Escobana ruberoulosa CAM -12,3 -8,3 38
Opuntia euglemannii CAM -13,3 -8,5 38
Opuntia imbricata CAM -14,1 -8,7 38
nonb3yetca npu cuHTese [6®, nocne- aerngporeHasHom komnnekce (puc. 5). [pu
OHWIA Takke npuobpeTaet M30TOMHY0  AeKkapbOKCUNMPOBaHWM  MMuUuMHa B cuny
HeogHopodHoCTb. [ns  Toro 4tobbl  oue- KMHETUYECKOro  M30TOMHOro adpdekrta ge-
HATb  M3OTOMHYKD HeogHopoAHOCTb cepu-  cTpykumm C - C  cBA3M B yrnepoaHbIX
Ha, paccMoTpuMM ppakLMOHUPOBaAHNE U30- aTomax HeeCTPYKTUPOBaHHOIO rnuumHa
TOMOB, KOTOpOE MNpPOMCXOOAUT B  MMUUMH-  Hakannusaetcs usoton 13C (Ha puc. 5 aTto-
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Puc. 4. U3oTonHoe pacnpepeneHue yrinepoaa B HEKOTOPbIX PacTUTENbHbIX MMOKO3UNOHaTax.
LUndpbl psgom ¢ monekynamm o603Ha4aloT BenU4nHbI 613C nsyvyeHHbIX YacTen.
[aHHble u3 pabotbl [20]
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Puc. 5. Cxema peakuui, npoucxoasiymnx B rnMunHaermaporeHasHoOM KoMnnekce, NosicHAOLWas
BO3HUKHOBEHWE U3OTOMNHOM HeoaHopoaHocTU B M6®P B okcureHasHyo a3y pabotbl Py6ucko.
MosicHeHUn B TeKkcTe

Mbl 00GO3HauyeHbl 3Be3foykoi), a B obpa- HakannueaeTca '2C (Ha puc. 5 nomMeyeHbl
sytowemcss CO, u B MeETUNIEHOBOW rpyn- 3anuTbiMn  Kpyxoukamu). TIOK nepeHo-
ne, Kotopas CBA3bIBAeTCA C NepeHocYn- CUT METUNEHOBbLI aToM U NpucoeauHseT
KOM  OfHOyrnepoAaHblX dparMeHToB TeT- €r0 K  MOfeKkyne HeAeCcTPyKTPOBAHHOIO
parngpodonnesom KucnoTton (TF®K)  rmvumHa,  KOTOpbIM  npeBpallaetca B ce-
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puH [36]. Takum obGpasom, y cepuHa kKap-
BGOKCUMbHBLIN N CMEXHbI C HUM aToM yr-
nepopaa oKkasblBaTCs oboraLleHHbIMU
«TSDKEMbIM»  U30TOMOM, a KOHLEBOW Me-
TOKCUIbHbIA aTOM — «I1ErKUM».

Mpn cuHTese 6D u3 cepuHa ero cke-
netr dopmMmupyetcsa TakuMm obpas3oM, 4TO
«TSKEnbI»  KapOOKCMIbHBLIM ~ aToM  cepu-
Ha oOkasblBaeTcsa B MonoxeHnsx C-3 nu
C-4 atomoB [6®. ATOMbI B MNOMOXEHUAX
C-2 n C-5 B pesynbrate nepemMelLnBa-
HUS  OKa3blBalOTCA  HECKONbKO  «Jlerdey,
yem C-3 n C-4, HO «TsKenee» obuiero
yrmepoga [6®, a aTomMbl B MONOXEHUU
C-1 un C-6 6P okasbiBalOTCA «neryey,
YyeMm yrnepog wucxogHoro cyb6ctparta. Pac-
yeT uucrneHHoro npumepa [6], npeacras-
NEeHHbIn B Tabnuue 5, nokasbiBaeT, 4TO

Ha BTOPOM W nocneaylowmx obopoTax
uMkna aTta HepaBHOMEPHOCTb COXpaHsAeT-
ca n ycunuBaetcd. Yem OGonblue WHTEH-
CUBHOCTb poTOAbIXaHWs, T.e. YeM Oornb-
we o06OopoTOB pfenaeT YrnepoaHbli  MOTOK
B doToabixaTeNbHON neTne, TeMm «Tshke-
nee» craHosButca yrnepod [6®, un Tem
culbHee  W30TOMHble  pasnuuns  aToMOB,
COCTaBnSALWMX ero ckenet (cMm. Tabn. 5).

AHanus  umeroweroca B nutepaType
mMaTepuana no N3y4YeHuto N30TOMHOro
pacnpefeneHns  yrnepoga B YrneBOOHOW
dpakumMm pacTeHMn BbISBWI, YTO pacnpe-
JerneHne, CXoQHOe C  BbILIEOMUCAHHbIM,
nMeeT [MOKO3a, BblENeHHas U3  Kpax-
Mana ux 3anacawwux opraHoB (Tabn. 6).
CnepoBaTenbHO, €CTb  OCHOBaHWS  CYu-
TaTb, YTO Kpaxman 3anacatoLimnx opra-

Ta6bnuua 5

PesynbTathbl pacuyéTa pacnpeaeneHus msoronoB yrnepoaa N6®, ocrarowerocs
B (poToabixaTensHOM pOoHAE MO Mepe ero ucyepnaHusa 3a n o6opotoB uukna KanbBuHa

Homep Yucno oboporos, n

atoma 10 [ 20 [ 3 [ 4 [ s0 [ 60 | 70 | 8 | o0
1 -203 -207 -211 -214 -219 -224 230 237 -246
2 -19,7 -194 -1919 -187 -183 -178 -172 -164 -15.2
3 -195 -188 -181 -173 -164 -152 -138 -119 -8,8
4 -1965 -188 -181 -173 -164 -152 -138 -119 -8,8
5 -197 -194 -191 -187 -183 -178 -172 -164 -152
6 -200 -207 -211 214 219 -224 230 -230 -246

MpumeyvyaHwue. Pacuér

nposogusncsa c y‘-IéTOM BeJINYNHbI KMHETUYeCKOro U3oTonHoro 3cbcbeKTa

AeKap6oKCUNMpPoBaHUA rMULUMHA, paBHOW o= 12K/13k = 1,020. U3oTONHOM cocTaB yrnepoaHbix aTomoB 6D,
nocTynawlLLero B LIMKN nocre KapéokcunasHom asbl, NPUHAT paBHbIM -20%. [6].

Ta6bnuuya 6

PacnpeneneHve n3oTonos yrnepoaa B rfOKO3€ Kpaxmara 3anacalowmx opraHoB
psina pacteHum [4,13, 39]

A'C = 8°C; - 6"™Crorosu , i- HOMED aTOMa

06 8"°C rnio- N
BEKT KO3b OCH(1) - HC(z)OH - OHC(Q)H - HC«)OH - HC(5)OH C(e)HzOH
Cy l C. ] Cs l C, ] Cs I Ce

Beta vulgaris, knybeHb -25,2 -1,6 -0,4 +2,1 +6,3 -1,7 -5,1
Zea mays, ceMeHa -10,8 -1,7 -0,1 +1,1 +3,6 -0,2 -3,6
Zea mays, ceMeHa -12,5 =31 +1,9 -1,9
Triticum aestivum, cemeHa -23,1 -7.1 +3,5* -7.1
Solanum tuberosum, knybenb  —24,9 =91 +4,5% -9,1
Oryza sativa, ceMeHa -26,1 -6,9 +3,6 -6,9
Pisum sativumn, cemeHa -24.9 -4.1 +2,1* —4,1

MpumeyaHue. W3oTonHbie CABUMK yrniepoaHbix atomos APC (%) NpuseseHsbt oTHOCHTeNbHO obero

yrnepoaa rniokosbl.

BennuuHbt §3C aTomos C-3 n C-4 paccyuTbIBaNuUGCh MO AaHHLIM [24] U3 NPeANONOKEHUA, YTO U3OTOMHLIA
COCTaB yrnepoAa OCTanbHbiX aTOMOB paBeH M30TONHOMY coctasy atomos C-1
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Puc. 6. Cxema, nunnioctpupyiowias
yHacneaoBaHHOCTb YriepoAHbIX aTOMOB
rNOKO3bl NPOAYKTaMu ee AeCTPYKUUN
npu cpepmMeHTaLumn

HOB pacTeHU/i CUHTe3upyeTcs C Yy4yacTu-
em [6®, obpasywoweroca B a3y doTo-
OblXaHusi.

C atum cornacyetcs M WU30TOMHOE pac-
npegeneHne, MOMyvyeHHOe Mnpu  aHanuse
NPOAYKTOB AECTPYKUUW [MOKO3bl Mpu  ee
depmeHTaumm [28]. Kak BMAHO K3 pUCYH-
ka 6, obpasywowuincs npu depmeHTaLmm
C0, wHacnegyetr atombl C-3 u C-4 rmio-
KO3bl, @ STWMOBbIM cnMPT — artombl C-1,
C-2, C-5 n C-6 cootBetcTBeHHO. CobpaH-
HbI  yrNeKUcnblil ra3 okasancs 3aMeTHO
«Tsbkenee» obuwlero yrnepoga  MOMeEKynbl,
a yrmmepoa 93TaHona, HamnpoTuB, «nerdex.
Opyrummn  crnoBamn, Bce  uccriegoBaTtenu
nonyyunu  cornacywwiecss  Mmexgy coboi
pe3ynbTaThbl.

CnepoBaTenbHO, MOXHO caenaTtb Bbl-
BOA4, 4TO B [/OKO3e Kpaxmana 3anacato-
LMX OpraHoB pacTeHUW U3OTONHOe pac-
npepenexue COOTBETCTBYET npenckasbl-
BaeMoMy [Ans  [MOKO3bl, CUHTE3UpPYEMON
B OKCUreHasHyi a3y, a 3HauuT, SBns-
eTCa aprymMeHToM B MOMb3y CyLIEeCTBOBa-
HUS OCLMNNALNA.

B nonb3dy Q3TOr0 roBoput w” TO, 4TO

3anacawowpe opraHbl  pacTeHuin  opmu-
pylOTCA  Ha MO3AHMX 3Tanax OHTOreHe-
3a, Korga pacTeHus MpOsIBNASAT  MHOrMo-
YMCIIEHHblE MPU3HakM TOro, 4YTO B  3TO
BpemMsi  poToAbIXaHNe  3HAUUTEMBHO  yCU-
nuBaetca.  [encTBuTeNnbHO, Ha  aTanax
LUBeTeHMs1, COo3peBaHMst W  NIOLOHOLLEHNS

MPOUCXOOWUT HaKoMreHue B
TbAX  OKUCMEHHbIX
HOro  uukna,

uMst  nepekucum

cTapblX nuc-
NpOAYKTOB  rnukonar-
yBenuyMBaeTCca  KOHLUEeHTpa-

BOAOPOAA,  ycunueaeTcs
aKTUBHOCTb  nepokcugasbl  [15, 16]. Ha
ycuneHne  coTogbixaHuss  ykasbiBaeT U
Habniogaemoe B 9TW nepuodbl U30TOMHOE
yTsbkeneHne ©Guomacchl pactenun  [35], wu
psg apyrux npusHakos [32, 41].

Bo3MOXHbIN BKNnag B
rNIOKO3bl  Kpaxmana
HOB  [JOKO3bl, CUHTE3MPOBAHHOW B  Kap-
OokcunasHow ase, He MOXET WcKasuTb
BbILLEONUCAHHOE  WM30TOMHOE  pacnpegene-
HMe, MOCKOMbKY  [OKO3a,  CUHTe3upye-
Mas B kapbokcunasHonm ase, [OIDKHa
UMeTb npuénnanTensHoO paBHOMepHoe
nsoTonHoe pacnpegenexnve. CkasaHHoe He
TONbKO CBWUAETENbCTBYET B MNOMb3y OC-
UMNnaUMiA, HO Takke MO3BOMsET caenatb
BblIBOA O 3Ha4MTenbHOM BuocuMHTeTnYec-
kKon ponu doToabixaHus, 0cobeHHO npo-
SBMAIOLWErocs Ha cTagum  (OpMUMpPOBaHUS
3anacaroLmx opraHos.

3. [Opyroe cBMOETENBLCTBO CyLECTBO-
BaHUA oToabIxaTensHON rMIOKO3bI, a
3HaunT u aByx a3 konebaTenbHoro pe-
xvma y umkna KanbBuHa, paet conoc-
TaBneHve  BHYTPUMOMEKYNAPHbIX  U30TOM-
HbIX  pacnpefeneHuin  rmnoKo3bl  Kpaxma-
na 3sanacatowmux opraHoB y C; un C,-pac-
TeHun. Xobbu wn BepHep [28], u3yuuB Ta-
Kne pacnpefeneHus u ycpegHuB uX, YcC-
TaHOBMMM, 4YTO Yy  T[NIIOKO3bl  Kpaxmana
n3 Cs-pacTeHunn u30TOMHas HEOAHOPOA-
HOCTb BbIpaxeHa ropasgo pesdve. Pesynb-
TaTbl WX WCCNeOoBaHWs MpeacTaBneHbl B
Tabnuue 7, K3 KOTOPOW BUOHO, 4YTO B
C,-pacTeHusix rnokosa Kpaxmana uMmeeT
NpUHUMNManNbLHO Takoe e  pacnpegene-
HWe, Kak W Trnoko3a kpaxmana y Cs-pac-
TEeHWUN, TOMNbKO BHYTPMMOIEKynsapHas
N30TONHAs HEOAHOPOAHOCTb y Hee ropas-
00 MeHee BblpaxeHa. 3JTa O0COOGEHHOCTb
cornacyetcss C TeM W3BECTHbIM  (haKToM,
yto Cs-pacteHuss otnuyatTca oT  Cy-pac-

obpasoBaHue
3anacalowux  opra-

TeHun ropas3go 6onee WMHTEHCUBHbIM  ¢hO-
TOAbIXaHNEM. Bhiwe OTMeuvarnochb, 4yTO
yem MHTEHCUBHEN doToabixaHue, Tem
CUINbHEE  BbIPAXEHO  M30TOMHOE  YTskKe-

neHue rnKo3bl U Tem 6onbLue npose-
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Ta6nuuya7
ConoctaBneHue ycpeaHeHHbIX U30TOMHbIX
pacnpepneneHni B rnOKo3e Kpaxmana
13 3anacatouux opradoB y C, n C,-pacteHui

[28]

ROeP | ACY | aC) | ACs-Cy
c-1 13 409 22
C-2 09 01 08
C-3 +1,9 0,7 +2,6
C4 +6,3 +5,2 +1,1
C-5 ~1.1 —0.1 -1.0
C-6 4.9 —4.8 -0.1

MNpumeyaHnune. [ecTpykuus rniokosb Nposo-
aunacek nyrem cdepmentauuu. LUudpo 8 ctonbuax
NPeACTaBNAOT pasHOCTb U30TONHOro cocrasa 06-
Lero yrnepoaa roko3bi 1 U30TONHOrO cocTasa yr-
nepoaa B i-M nonoxenuu 8 C; n Cy-pacreHusx (A=
= §3C, - Cirar). B NOCHEAHEM CTONGLE NPUBEAERDI Pas3-
HOCTU MEXAY U3OTONHBIM COCTABOM YINEpPOAa B KaX-
AOM nonoxeHun y C; n Cy-pacTeHuit

nseTca  ee  M3oTonHas
4yTO  MOATBEpPXAAETCA
ubl 7.

4. WHdbopmauums,
M3y4eHMn TeMHOBOro [AbixaHusi y Cs-pa-
CTEHUN, Takke CBWOETENbLCTBYET B MNOMb-
3y POTOCUHTETUYECKNX ocuMnAsUni.
Mpynna y4yeHbIX W3  HECKONMbKUX  CTpaH,
ncnonb3ys HOBEWNLLIWN HacTpavBaembIn
OVOOHBIN  Na3epHbld  CMEeKTpoOMeTp,  Mo-
3BONALNIA O HOBPEMEHHO onpeaensitb
WHTEHCMBHOCTb  TEMHOBOrO  AblXaHus u
MU30TOMHbIN cocTaB Bbiabixaemoro  CO,,
uccnegosana TeMHOBoe AbixaHue  Ricinus
communis L. B onbiTax nNo ra3oobmeHy B
KOTponupyembix —ycnousx [26]. Pesynb-
TaTbl NpuBeAeHbl B Tabnuue 8.

Bbino ob6HapyxeHo (cm. Tabn. 8), uTO
B nepeBble 15 MWH nocne BbIKMIOYEHUSA CBe-
Ta HabnogaeTcs UHTEHCUMBHOE AblXxaHue

HeOoOHOPOAHOCTb,
OaHHbIMK  Tabnu-

nonyvyeHHaa npu

Ta6nunua 8

BpemeHHaa avHamuka BenuumnHbl 673C C0,, BbiAbIXaeMoro nucTbAMKU Ricinus communis L.
B TeMHOTE B ra300MeHHOIN KaMepe, COBMELLEHHOMN C HacTpanBaeMbIiM AUOAHLIM Na3epHbIM
cnekTpomeTpom [26]*

Bpems nocne BbIKNIOMEHUA cBETa

A= 5130002 - SnccyﬁcrpaT

Npeanonaraembiit cybeTpar
ANA TEMHOBOTO AbIXaHWSA

10—15 MUH OT Hayana TEMHOBO- < o +11%e Caxapa v3 hnnosMHoro coka
ro nepuoga

30-60 MuH OT Ha4Yana TEMHOBO- OT1 +3 A0 +7%o Caxapa 13 (hnoamHoro coka
ro nepuoga

2-5 4 nocne Havana TEMHOBOro Lo +4,5%0 Caxapa 13 proamMHOro coka
nepviona

24 4 nocne Havana TEMHOBOTO —1,1%0 Caxapa v3 ¢noamHoro coka + Bknaj
nepuoaa NpoAYKTOB AeCTPyKUMM NUNuaos

48 4 nocne Hayana TEMHOBOIO -1,6%0 Caxapa 13 ¢noaMmHoro coka + Bknap
nepuopa nNpoAyKTOB AECTPYKLMW NUNULO0B

* Ycnosus akcnepuMeHTa: oOunbHOE yBnaxHeHue; He mMeHee deM 3a 20 MUH A0 BbIKSIOYEHUR CBETa

JKCMOHUPOBAHNE CBETOM BBICOKOW MHTEHCUBHOCTHW.

m CO0, no wu3oTonHoMmy cocTaBy yrrepoga
3HauUUTENbHO  Tskenee npegnonaraemo-
ro cybctpata — caxapoB M3 (NO3IMHOroO
coka pacteHuin. bonee Toro, okasanoch,
4YTO ecnu nepes BbIKIIOYEHUMEM OCBETUTb
pacTeHMe CBETOM  BbICOKOW  WHTEHCUBHO-
CTW, WU30TOMHOoe YyTshkeneHve ewe 6o-
nee ycunuBaetca. B nocnegyoowmn yac
MHTEHCUBHOCTb AblXaHunA n M30TOMHOE
yTskeneHve  cHwxatoTtcs.  [lpy nNponoH-
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rauMm TeMHOBOro nepuoga Gonee 4em Ha
24 4 n nocne 48 4 K30TOMHbLIA COCTaB
ymepoga CO, craHoButCca oboralleHHbIM
mzotonom '2C  OTHOCUTENBHO  WCXOAHOro
cybctpata. ABTOpbl He CMOrMM OOBACHUTH
9Ty AOMHaMWKY W  WUCTOMHUK CTOMb  «Tsi-
XernbIx» cybcTpaTos.

O6bscHEHMe  JaeT  OCUMNNSALMOHHasi
rmnote3a. Kak Obino ckasaHo, nocne ne-
peknioyeHns  Pybucko Ha  OKCUreHasHyto



dyHKUMIO  nabunbHble caxapa He  Tonb-
KO nuTalT doTodpixaTenbHylo LUenb, HO
OOHOBPEMEHHO  MocTynaiT BO  doamy.
Moatomy caxapa nO3IMHOrO coka He
TONbko oborawieHbl wmsotonom '3C, HO wux
rekCo3Hble 3BEHbS WUMEKT HepaBHOMEp-
Hoe pacnpefeneHne W30TOMOB Yrnepoaa,
B KoTtopoM atombl C-3 u C-4 yTtaxeneHbl
cunbHee gpyrux. OcBelleHWe CBETOM Bbl-
COKOW WHTEHCUBHOCTW reped  ero  BblKMo-

YeHMeM [OMMKHO MPMBOAUTL K YCUIEHWUIO
doToapbixaHus, MOCKOMbKY WNHTEHCUB-
HOCTb  OCBELLEHUs ABNSAETCS  OOHUM U3
akTopos, CTUMYNUPYIOLLNX doToabixa-

Hue [2]. 310, B cBOW oyepedb, ewe 6onb-
we ycunueaeT oboraileHne caxapoB rno-
aMHoro coka u3otonom 'C, a B rekcosax
caxapoB  yBenuMuuMBaeTCs  BHYTPUMOIEKY-
nsipHas U30TOMNHaA HEOAHOPOOHOCTb.

Mpwn BbIKMIOYEHWM CcBeTa CHavana Ha-
YMHAIOT  paspyllaTbCsl  HaKOMMeHHble  na-
OunbHble caxapa, npeBpawascb B oOpra-
HMYeckme KucroTel. Ha 310  ykasbiBawoT
AaHHble BopnaHg u ap. [27], obHapyxus-
WKX YeTKYl CBSA3b  Mexagy caxapamu,
HaKOMMEeHHbLIMM B CBETOBOM  nepuod, MU
CMHTE30M OpraHUYecKkMx KWUCMOT — B TeM-
HOBOW. OpHoBpemMeHHO npocnexunsaeTtcs
TecHas  Koppensuusi 1 MO U3OTOMHOMY
COCTaBy caxapOB W OpraHuWYeckux Kuc-
notr. AsTopbl [26] Takke  BbiCkasanu
npeanorioXeHne, 4YTO  MHTEHCMBHOe  Abl-
XaHue, KOTOpOe HauyuMHaeTca cpasy noc-
ne BbIKMIOYEHUs CBeTa, CBSI3aHO C  CWH-
TE30M opraHuyeckux kucnot. Ecnu  aTo
Tak, TO CTAHOBWUTCA MOHSATHBIM  MpUYKHA
OYeHb  TSHKEnoro  M30TOMHOTO  cocTaea
CO,, O0OyCnoBrneHHoro oTNM  CUHTE30M.
Mpn pectpykuum caxapoB artomel C-3 1
C-4 rekcos oTwennawTca M uKeupy-
totca B Buge CO, TEeMHOBOro pAblxaHus,
a [OByxyrnmepogHole  dparMeHTbl  UCMOonb-
3ylOTCA Ha CWHTE3 YIrMepogHoro  ckerne-
Ta Au- n  TpukapboHoBbIX kucnot. Mso-
TonHbI coctaB CO,, BblgbIXaeMoro B nep-

Bole 15 MWH rocne BbIKIIOYEHUS CBETa
no BenuyMHe OBOralweHHOCTM  U30TOMOM
3C, kak pa3 cooTBeTcTByeT oboralleHuto

aTomoB C-3 n C-4 6® (cm. Tabn. 5).
O6GneryeHne M30TOMHOrMO cocTaBa
npy  NPOSIOHIMPOBAHUN  TEMHOBOTO

Co,
nepu-

oga (cm. Tabn. 7) cBA3aHO yxe He ¢oTo-
CMHTE30M, a Cc konebaHusmMm B  rMAMKOMKW-
TMdeckom uenu, nepuod KonebaHum  Ko-
TOpbIX COCTaBnseT npubnuantensHo 24
[24]. Mpun aTOM B oOTCYTCTBME MOCTYynne-
HUA  rMoko3bl U3 uukna  KanmbBuHa  (Umkn
B TeMHOTe He paboTaeT), OCHOBHYIO pOfb
HayMHaeT wrpatb pecuHTe3 [roKo3bl  3a
cyeT NpoAyKToB pacnaga nunugos un 6Gen-
koB [36]. [lockonbKky nocrnegHve B LUErnoM
oborauwleHbl wusotoriom '2C, 810 M aBNSA-
eTcs npuyMHOM oboralleHns nerkuMm  unso-
Tonom CO, npuM NPOMOHIMPOBaAHUWN TeM-
HOTBI.

5. Ewe oavH aprymeHT B nonb3y ¢o-

TOCUHTETUYECKNX ocunnnsauni naet
paccMOTpeHMe CB3W  U30TOMHOro  CocTa-
Ba kucropoga, obpasytowerocs npu  o-
TocuHTese, ¢ accumunsumen CO,. Ewe B
1941 r. BwuHorpagoB u Tenc [1], wncnonb-
3ys MedyeHyio Bogy H,0'8,  BbigcHumu,
YTO KUCropod, BbldensieMbin npu  ¢oTo-

CWHTE3€, NPOVCXOANT 13 BOARI.
nCO;+ n I’Izo18 - (CHzO)n + 0218

OpHako ponroe BpemsA ocTaBanacb 3a-
ragkon  oboralleHHOCTb  BblAenstoLWwerocs
O, «TaxenbiM» KACNOPOAOM MO CpaBHe-
HWIO C Kkucnopodom Bogbl. B nocnepgyto-
wmx onbitax [2, 19, 20] 6bino nokasaHo,
yto yTsxkeneuue 180, BO3HMKaeT Bcnea-
CTBME  CBETOMHAOYUMPOBAHHOrO  MOrmfoLue-
HUa  kucnopoga npu  accumunsaumn.  OHo,
Kak BbISCHWNW aBTOPbl, ABNSeTCA cnea-
ctBMeM  poToAbIxaHus M peneeBcKoro
ucyepnbiBaHma  musotona 80 (npeumy-
ulectBeHHoro nornoweHns 160, npu  Obl-
XaHnM Ha CBeTy), COMNPOBOXAAWOLWMUX 3TOT
npouecc. B nopTBepxgeHue cBoero Bbl-
BOAA aBTOpbl NPMBOAAT 3KCMepuMeHTanb-
HO M3y4YeHHyl0  CBA3b  ObBoraleHHOCTU
BblObIXaeMOro Ha CBeTy Kkucrnopoga Mu3o-
TonoMm 80 ¢ WHTEHCUBHOCTbK  AblXaHuUS
Ha cBeTy, C coaepxaHnem B cpege ac-
cumunupyemoro yrnepoga CO, (unm 6u-
KkapboHaT MOHA) U C WHTEHCUMBHOCTBIO OC-
BelleHus, T.e. C daktopamu, BRAMSIOWU-
MW Ha WHTEHCUBHOCTb oToAbixaHusa [20].
Habniogaemass y  pasHbix  (hOTOCUHTE3M-
pylOLUMX OpPraHn3MoB CBA3b  ObGoralleHHo-
ctv kncnopoga 80 c chakTopamu, Bnusito-
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wmnMmn Ha MHTEHCUBHOCTb (*)OTO,ELI:IX&HVIH
(I/IHTeHCVIBHOCTb cBeTa, KOHUEeHTpauuna
nutaowen CO,) [19], obycnoeneHa pas-

HOW MHTEHCUBHOCTbIO (poToabIXxaHusa (pas-
HOM CTeneHbld ucyepnbiBaHUS 0bpa3oBas-

Wwencsa nopumu  Kucrniopoga), onpegense-
MOV  BbllIEYNOMsaHYTbIMW  dhakTopamn. Ho
ncuepnbiBaHue kucnopoga BO3MOXHO

nvwb B TOM Cryyae, €cnu KJCropod mnpwu
doTocuHTE3e OOpasyetca B Buae OTAENb-
HblX nopuui. [lpu 3TOM nopuMUS  KWUCHO-
poga o6pasyeTcsi, ecnu B npouecc o-
TocuHTesa CO, BoBnekaetcs B Buge OT-
aenbHbix nopuuin. Ewe B 1989 r., ananu-
3upys usotonHele  adhpekTel  yrnepoaa
npu hoToCUHTETMYECKOMN accuMnnsaummn
CO,, M™bl Bbickazanu runotesy [9], uTO
CO, noctynaeT B KNeTKy He ChMOLHbIM
notokom, a AauckpeTtHo. Cenvac npupoaa
OVNCKPETHOCTM CcTana TMOHATHOW: OHa CBsi-
3aHa C MepuvoaNYECKUMU  MEPEKNIOYEHM-
amn  Pybucko ¢ kapbokcunasHonm  pyHk-
UMM Ha OKCUreHasHyto U obpaTHo M C 4e-
pefoBaHMeM  MpoLEecCcoB  acCMMUNALMU 1
doToabixaHMsA. OTO U HaxoduT CBOe Moa-
TBEpXOeHne B M30TOMNHbIX apdekTax
no Kncnopoay.

6. OcuunnaumoHHas runoTesa  noA-
TBEpXOaeTcH He  TOMbKO N30TOMHbLIMU
OaHHbIMKW.  FBreHWe  NOCTUNMOMWHALMOH-
Horo Bcrinecka CO, (post illumination
burst, PIB) [25], BO3HuKawowWwero cpasy
nocrne  BbIKNOYEHUS  cBeTa, CBUAETEenb-
cteyeT, 4to accumunsaumus CO, u  npo-
uecc oToabixaHWs pasHeceHbl BO Bpe-
meHn [13], a 31O cornacyetca c koneba-
HuamMu. O TOM e CBMOETENbCTBYET Mo-
SIBNEHNe [ByX MNWKOB Ha KpWBOW 3amen-
TNEHHOMN TNIOMUHECLIEHLIMM xnopodwunna.
MepBbli NWK COOTBETCTBYET BUSHUIO Ha
dotocuctemy |l uukna KanbsBuHa, pabo-
Talwero B pexume kapboKkcunMpoBaHus,
BTOPOM €ro BMAMSIHWIO, Korga oOH paboTa-

eT B pexume okcureHnposaHus [43]. TMukn
pasHeceHbl BO BpemeHu Ha 1.6 c.

B pabGote [40] o6HapyxeHbl nepuoau-
yeckme konebaHuma koHueHTpauuun CO, B
MEXKINEeTOYHOM  NpOCTpaHCTBE nucTa  npu
koHUeHTpaumsax CO,, 6nuskux K  Touke
KOMneHcaumn, T.e. Torga, korga coTo-

OblXaHne npodaeBnAeTca CunbHee BCero.
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koneba-
Py6uc-

ABTOpbI  CKMOHHbI ~ CuUTaTh  3TU
HUS  MPOSIBNIEHMEM  MEPEKITYEHWI
KO, O KOTOPbIX LA peyb.

3akno4yeHne

TakuMm o06pasoM, pPacCMOTPEeHHbIn dak-
TUYECKM MaTepuan noaBOAMT  CEpbe3HYHo
OCHOBY MOA  OCUWUNNSAUMOHHYIO  KOHLUEeNuuo
¢oTocuHTe3a. lMocneaHas no3sBonseT coBep-
LWEeHHO MO-HOBOMY paccmaTtpuBatb  (PyH-
JaMeHTanbHble  BOMPOCbI  OpraHusauuM U
perynaumm oTocMHTE3a U OTKPbIBAET HO-
Bble BO3MOXHOCTM B WHTepnpeTauun dak-
TMYeckoro Mmarepuana. HeCOMHeHHo, 4To
npu ee UWCNonb3oBaHUM MOSIBATCA W HO-
Bble BO3MOXHOCTM B pelleHun npuknag-
HbIX BOMPOCOB — TMOBbLIWEHUS MNPOAYKTUB-
HOCTM C.-X. KynbTyp, BbIBEAEHWS COPTOB,
YCTOMUMBbLIX K HebnaronpuaTHbIM  BHELUHUM
cbakTopam.
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PeueHzeHm — a. 6. H. N.T". TapakaHoB

SUMMARY

The oscillation concept assuming that
result of periodic changes of Calvin
photorespiration is suggested.
photosynthetic  enzyme  Rubisco
simultaneous change in carbon
factual argumentation of the theory
fractionation data that comprise
fluxes in a cell,
of storage organs that was
carbon isotope ratio dynamics of CO,
data confirm this concept as well.

from
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photosynthetic oscillations appear
cycle
The oscillations occur
carboxylase
flux directions in
is considered. It
the existence of two
the heterogeneous carbon
proved for

substrate

glucose formed in
expired in

to be a
regimes from CO, assimilation to
due to switching of the key
function to oxygenase with
the Calvin cycle. The
is based on carbon isotope
isotopically different carbon
isotope distribution in glucose from starch
photorespiration phase,
the dark, etc. Some non-isotopic



