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TpemroxkeHa HoBasd KOHIETIIMA PerysiiH obMeHa HHIpaTa MOCPEACTBOM MMOTHKOMIAPTMEHTALHH
aHHOHa B KopHe. Ha mpopocrkax mieHHub!, BeipalieHHbIX npH 25 H 12°C B 30He KopHeii,
HCCIICAOBaHBI IOITIOIICHHE HHTPATa, KOMIAPTMEHTAUHA H BOCCTAHOBIICHHE B KOPHAX H TPAHCIIOKAIHA
B nobGern. ITokxaszaHo, WTO HHTPAT KOPHA KOMMApTMEHTHPOBAH B HECKOJBLKHX (YHKIHOHAILHBIX
ITyJ1ax: 3anacHoM, MeTaboIHIecCKOM H NOABHDKHOM, NPCIHAZHAYCHHOM JUIA INIEPEMCILICHH B HAX3CMHbIC
opranel. HeTTo-noCTyIuicHHE, OTHOIIEHHE BXOI/BBIXOX (B/M3 KOpDHeil), pasMep MOIBIDKHOrO 1yjna H
TpaHCIOKAIHA WIMEHSIOTCS B 38BMCHMOCTH OT TeMIICpaTyphl BhIpallpiBaHHA. BhIgBiieHb!I KojaeOaHHA
CKOPOCTH HETTO-TIOITIOMICHHMS H KOHLCHTpAlHM HHTIpaTa B TKaHAX, a TaKXe H3MCHCHHS I3THX
xoieOaHUi moJ AcHCTBHEM TeMIIEpaTyphl. DMIMpHYecKas MoJehb peryiaauuu Oasupyercs Ha ToM,
YTO HETTO-NOCTYIUICHHE MOCPEACTBOM H3MEHCHHS COOTHOLICHHS BXOI/BBLIXOX KOHTPOJMpPYETCH HHT-
paToM MOABHIKHOrO IyNIa, paMep KOTOPOro 3aBHCHT OT OTTOKa aHuHOHa B nmobern. MareMatiyeckas
MoJleTb npefcTaBngeT coboi cHcTeMy TMHeHHBIX TH(PPCPCHIHATLHAIX YPaBHEHHI H NTOCIIE YIPOILUSHHS
B COOTBETCTBHH C HEpapXHeH KOHCTAHT CKOPOCTEH OTACIBLHBIX MPOLECCOB CBOTHTCA K CHCTEME JBYX
b depeHIaTLHBIX YPaBHEHHH, KOoTopad MMeeT Ha (a3oBoil IUIOCKOCTH NPEeleibHbIl IMKI B
onpejicneHHol o65acTH 3HadeHHi napaMeTpoB. Mojenb 0GOCHOBLIBACT PETyIMHHIO IO MPHHLMITY
TMOJIOXHTEIILHOH o6pamoii CBsI3H Mpouecca TpaHcmopTa HHIpaTa H3 BHOBbL MOITIOIUCHHOIO ITyjla B
TPAHCIOKALMOHHBIH Iy H ero (GopMHpoBaHHA B KJIETKAX KOPbl KOopHA. Mojeims BOCIPOH3BOMHT
ABJICHHSA, HabmoNaeMbie S5KCNEPHMEHTAILHO.

Knroueevie cnosa: nYabli Humpama, no2aowerue numpama, KoneGanus, KOMNAPMMEHINAAbHAR PeYAiyuR,

Mamemamuyeckans Mooenb.

HuTpaT — OCHOBHO#M HMCTOYHMK a30Ta JyIi pac-
tenuid. Ilpolieccbl MOMIOLIEHHS HUTpaTa M €ro
YCBOCHHMS 3aBHCAT OT BHEIIHHUX (PAaKTOPOB Cpelibl
M HaxoJATca Noj MeTaboIMYecCKHM U I'eHHbIM KOH-
TposieM [1-4]. MaremaTuueckue MOAEIH HIpaioT
BaXHYIO POJIb KaK MHCTPYMEHT aHAJIM3a MEXaHH3-
MOB peryysuuu 6uosioruueckux mnpoueccos. [pu
H3YYEHHH HHMTpPaTHOro oOMeHa PACTeHHil ycHams
MaTeMaTHKOB U 6H0JIOroB ObUTH C(POKYCHPOBaHBI,
[JIaBHBIM O6pa3’oM, Ha HCCIICOBaHWM peEryJAIHH
TPaHCMOpTa HUTpaTa 4Yepe3 IUIA3MaJUIEMy KJIETOK
xopHa [5-9]. Hcnonb3zoBaHHE KOPOTKOXHBYIIETO
uzoTona a3oTa !N 1o3Bo/mIo MpemIokKHTh MO-
JieNb, KOJTMYECTBEHHO OIMCHIBAIOUIYIO HM3MEHEHHE
IBYX cocTaBjsolMx mnoraouenuss NO3 — Bxo-

Coxpawenus: HP — uurparpenyxrasa, MII — meraGomiue-
cxuit nyn, 311 - 3anacuoit nyn, ITI1 — noasHxHbH nyn, HIT -
HoBonornoweHHsidt nyn, TIT — TpancnokaumonHbIi nyn, DP -
9HAOMIA3MATHYECKHH PETHKYJIYM.

Ja/BbIxoa B 3aBUCHMOCTH OT NyTei Merabosmu3Ma
HUTpaTa B TKaHAX KopHsA [6]. [pyras Momeib
BOCTNPOU3BOJMT JHHAMHKY NIOTOKOB HUTpaTa 4yepes
MeMOpaHy cMMIUIacTa KOpHEeH M peryisiuio BXoAa
U BbIXOJa 3HIOICHHOW KOHUEHTpaLlel HUTpaTa
H HEKOTOPbIMH aMHHOKHCJIOTaMH [9].

lIeraanoe HCCJICAOBAHHUE INOIVIOLIICHHA H YC-
BOCHHA HHTpaTa Ha HHTAKTHLIX PacTCHHUAX HIlic-
HHUILIB! B CTALIHOHAPHOM COCTOSIHHH TTO3BOJIMIIO BbI-

‘IBUTL OKOJIOYacoBble KosieOaHus CKOPOCTH Norio-

IXCHMS HMTpaTa M KoJjieOaHHs KOHLEHTPALIUH HUT-
paTa B TKaHAX KOpPHS, KOTOpble MPOUCXONAT B
npotuBodase [7,10,11]. IIpennonaraercs, yro o6-
HapyXeHHbIe KojieOaHUA CBA3aHbl C KOMMAapTMEH-
Taled HUTpaTa B TKAHAX KOPHA M OTPaXaloT
0COOEHHOCTH MEXaHU3Ma PeryjlMU NOrJIOICHHS
NO; y pacTenuii B crallMOHapHOM COCTOSIHHH.

Pe3ynbTaThl MHOIOJIETHUX HCCICHOBAHMHA MNo-
[JIOLEHMs ¥ O6MeHa HUTpaTa y NpOPOCTKOB Mille-
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HuLbl, 0600lIEHHbIE B CXeMe, MO3BOJIMIM paspa-
60TaTh NPUHIMMTHATILHO HOBYIO KHHETHYECKYIO Ma-
TEMATHYECKYIO MOJEIb PEryAllMd MOCTYIUICHHS
HUTpaTa, AEMOHCTPHUPYIOLIYIO BO3MOXHOCTH OC-
UWUIALMH CKOPOCTH TOIJIOICHHS M 3HAOTCHHOH
KoHueHTpauuu [12]. JdaHHas pabora mnocpsiieHa
PasBHTHIO TNPEIJIOKCHHOH MoMeH M Ooliee riry-
GoxoMy aHalmM3y e€¢ COOTBETCTBHS pE€3yJIbTaTaM
U3HOJIOTHYECKOTO MCCIIENOBAHMS.

SKCITEPUMEHTAJIBHBIE JAHHLIE U
SMIMUPUYECKAA MOJEJNDb PEIVJIALINH
METABOJIU3MA HUTPATA B KOPHAX

OCHOBHbIE NapaMeTphl, XapaKTepH3YIOLIHe HC-
MOJIb30BAHHE HUTPAaTa PacTCHUAMH, NPEACTaBIICHbI
B Tabmuue u Ha puc. 1. Hccnenopanue nomionie-
HHA, BOCCTAHOBJICHHMS, KOMITAPTMEHTALMK W TpaHC-
joxkaiu Hutpata [3,7,10,11,13] BbimosHEHO Ha
MIPOpOCTKaX MUIEHHUIb!, BbIPALICHHBIX Ha PACTBOPE
MUTATCIILHOM CMECH MPH 3HAYCHHAX TEMIIEPATYphbl:
25/25°C wm 25/12°C B 30Hax «HaA3eMHble opra-
Hb/KOpHH». IIpH mpoBedeHUN KCIIEPUMEHTOB CO-
6mopamich Bce ycIoBHS (KOHLICHTpaliMs HOHOB B
pactBope, pH, TeMmnepartypa, OCBELIEHHOCTb), KO-
Topble ObUTH B NEPUOJ BbIpalllMBaHUA, U MaHHITY-
JHLMHM C MpopocTKaMH ObUIM MaKcMMajbHO Ila-
IaumuMH. TakuM o6pa3oMm, OOBEKTOM H3y4ycHHS
CIIyXWIH steady-state pacTeHus, B KOTOPLIX Npo-
Lecchl o6MeHa H HX peryisuus NMpoTeKalld B CTa-
HOHapHOM pEXKHME.

ITpu MOHWXKEHHOW TeMmmepaType MNOIJIOICHHE
HMTpaTa yMeHbillaeTcs (Tabmmua), 4To 4acro oOn-
SICHAIOT ycWwieHHeM Bbixofla NOj3 BCIIEACTBHE €ro

HaKOTUIEHMS B TKaHAX KOpHi [2,5,9,11). Oxa3asocs,
4YTO y MNPOPOCTKOB, pocux npu 12°C B 30He
KOpHeH, MeHSIoTcs o6a MOTOKa: CHHXKAeTCA BXOX
M yBeIIMYMBaeTcH BbIxo[ (Tabmmia). BrepBoie Bbl-
SIBJICHO, YTO CKOpOCTh norioieHus NO3 putmu-

YeckH MeHsiercs (puc. 1) M mpH Temmeparype,
paBHo#i 25°C, ammumtyna kosjebaHuil (pasHMia
MEXIy MMHHMaJbHBIMH M MaKCHMaJIbHbIMHM BCIIH-
yuHaMH) Gonble, yeM npu Temmepatype  12°C
[7,10,11]. Copepxanue HUTpaTa B KOPHAX IpH
Temnepatype 12°C Bo3spacraeT, XOTd €ro mnorjo-
IleHHe YyMcHbinaerca (Tabmuua). OnpenencHue
KOHIIEHTPAllMd HUTpaTa B TKaHAX Mapawie/bHO ¢
MU3MCPEHUEM CKOPOCTH TMOIJIOIIEHUA MO3BOJIMIO
OOHapyXHTb KOJIeGaHMS JHIOTCHHOW KOHLCHTpa-
i NOj3, xoTopbie MPOHCXOIAT B MpPOTHBOGase
co ckopocTbio nornouieHus (puc. 1, [7,10]). Ha-
KOIUIEHHEe HHTpaTa B PAacTeHUH CBA3aHO C KOM-
napTMEHTalMeH aHHOHA B KJIETKaX M TKaHAX. Oc-
HOBHas 4acTb KJIETOYHOIO HUTpaTa JIOKAJIM30BaHa
B BaKyO/IM M paccMaTpHBacTcs KaK 3amacHoi myn
GI1). Meubuias Jons HUTpaTa — MeTaboiueckuit
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Puc. 1. KonebaHHS CKOPOCTH HETTO-MOTTIOLEHH] H
3HAOTEHHOH KOHLIEHTpalUHH HHTpaTa y KOpHeEil mnilie-
HHLbI, pacTyiueii npu Temnepatrype 25°C (a) u 12°C
(6) B 30He kopHeii [7,10]. / — KOHLIEHTpaLIHs B TKaHAX;
2 — HETTO-NOTJIOLIEHHE.

nya (MII) - npucyrcTByer B uurosoine [2,4,14] u
CIIyXUT cyGcTpaToM I HuTpatpemykTaspl (HP)
1 Jy1a nocienyomiero ycsoenus N-NOz. Ho ngyx-
koMnapTMcHTHas cxeMa (MII u 3IT) He oTpaxaer
peasbHoro pacnpefeiehus NO3 B TKaHAX KOpHS,
TaK KaK HE YYHTbIBAaeT HUTPAT, NMpeAHa3HaYCHHbIH
JUTS miepeMelileHHs U3 KOpHe#H B Hal3eMHble OpraHbl
[2,3,15,16]. Mbl npeyioxuiyd MOHATHE «IIOABHX-
HpiA mys» (I1IT), 4yToObl BHIAEIUTH HUTPAT, paiu-
QTbHO TPaHCIIOPTUPYEMbIA B KCWIEMYy M Jajiec
TpaHCIOLMpYyeMbiit B mcThba [3,12,16].

. Pasmep 3I1 He MeHsIcA B 3aBHCHMOCTH OT
TEMIIEPATYPHbIX YCJIOBHiM, TaK )€ Kak H O4YeHb
HebombLiok pasMep MII, xoTopbiii olicHUBAIM Ha
ocHoBe ompefeneHus aktuBHocTH HP in vivo wm
no BoccraHoBieHuto NOj in situ (tabmua). B
KOPHAIX TIpH TNOHHXEHHOH TeMIepaType TOJbKO
III1 3nauuTenbHO YyBenuuMBacTcs (Tabrmua), H,
ClIeOBAaTENbHO, oOLlee HaKOIUIeHUE HMTpaTa B
KOpHAX Ipu TemnepaTtype 12°C cBsizaHO ¢ 3THM
mysoM [3,11). Bonbiias YacTh MOrJoHIEHHOTO pac-
TEHHUSAMM [UICHUIbl HUTpaTa IlepeMelllaeTcss U3
kopHe# B yucTha [1,3]. Ilpu TeMnepatype, paBHO#
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ITokasaTem o6MeHa HHTpaTa B KOPHSX MIUEHHIIBI, pac-
Tyme# MpH ABYX TEMIICPATYPHBIX peXHMaXx (HETTO-TIo-
[JIOIICHHE, BXOJ, BBHIXOJ, TPAHCIOKALMA B I06CrH:
MkMOIb NO,/r cbipoii Macchl9; 3HIOTCHHas KOHIIEH-
TpaluHd H pasMepsl IyjI0B: MkMoib NO,/r ceipoii Mac-
CBI)

Bapuanr BoIpaliuBa-
Tonygensbie no- | Hus (¢°C B 30He Kop- legemg ‘;’c_
KasaTeIH Heif) Wfo
25 12

Herro-mormome- | 3 gy 1,93 [7,10,11]
HHC
Bxox* 5,65 4,36 13,7]
Buixox 1,84 2,43 (7
Komuermpamsx | 459 62,4 | [3,10,11]
B TKaHAX
3anacHoit myn 21,6 21,6 [3,11]
IMoaprxHOM Iyn 26,0 40,0 [3,11]
MII**| AHP*** 1,1 0,8 [3,11,13]

1SNO3 0,9 0,9 3,13]

penyxams
Tpanciokatmas | 4 ) 2,53 | [3,11,13]

* OmH npouecchl GbinK HCCIEAOBaHbI OJHOBPEMEHHO.
** MerabGonHveckHil nyi. ;
*4% AXTHBHOCTb HHTpaTpedyKTasbl.

12°C, ckopoCTb TpaHCIIOKALMH HUTpaTa CHUXaeTcs
(tabmmua) TakK, 4YTO YMEHbIICHHE [IPUTOKA HUTPATa
H3 KOpHe#l B JIHCTbS B CEPEOHMHE OHA CTaHOBHTCH
(axTOpOoM, OrpaHHYHMBAIOILIMM YCBOEHHE HMTpaTa
B JMcThaAX [13]. Muru6upoBaHHe OTTOKa HUTpaTa
M3 KOpHeH NIPUBO/IMT K €r0 HaKOIUICHUIO B TKaHSX,
ToyHee, B III1 kopHell. B mrore y mpopoctkoB
MIHCHULL] TIPH NOHMKCHHOH TeMIepaType yMeEHb-
maeTcs HeTTO-NMOorJoleHMe (Tabuiia) U MeHseTcs
xapakTep KosnebaTermHbIx npoueccoB (puc. 1).

PesyimbTaTel HcciaemoBaHus (Tabimua, puc. 1)
H CBEJCHHUA, MOJIyYeHHble OPYIHMH aBTOPaMH
[2,14,15,17,18], nosBomwin paspaboraTb OpHrH-
HAIbHYIO IMITMPHYECKYIO CXEMY PEryJIALMH yCBOe-
HHMA HHUTpPaTa, CBA3LIBAIOLIYIO MPOLECCH MOTIolle-
HHS H MPOLieCChl paclpeAesIeHHs] HUTPaTa MEXIY
(QYHKIMOHAJIbHBIMH U TPOCTPAHCTBEHHBIMH . KOM-
' napTMEHTaMHM KOpHe# steady-state pacreHuii (puc.
2a). TpaHcropT HUTpaTa B KOPHH KOHTPOJIMpYeTCs
Yyepe3 COOTHOLIECHHE TMOTOKOB BXoj/Bbixon. Joc-
TYNMHOCTh HMTPAaTa M COINYTCTBYIOIHE KaTHOHbI
(K*, NH,*) npMHATO CYMTaTb OCHOBHBIMH BHeELll-
HHMH PETYJISTOPaMH TMOTOKOB, a KOHLICHTPAaLMIO

AJIEXHUHA wu gp.

HUTpaToB B TKaHAX, HP u HekoTopble aMHMHOKHC-
JIOTBl — IJIABHBIMH SHJOTCHHBIMH PETYISTOPaMH
nocryrienus  [1,2,5,8-10,15,18]. Ilpemnaraemas
KOMIIapTMEHTAaIbHAsg CXeMa peryjiflMH IOoCTyIule-
HUS M oOMeHa HuTpaTta (puc. 2) 6asupyercs Ha
OIHOKJICTOYHON Mozemu kopHs [3,4,19,20] u cBs-
3bIBacT TEMIIEPATypO3aBHCUMbIEe H3MEHEHHUS MOLJIO-
menua ¢ [II1 v paccMaTpuBaeT TpaHCIOKALMIO
HUTpaTa U3 KOpHEH B MobOeru kax Jrar, JTMMUTH-
pyIOIIMH TOrJIolieHUe HUTpaTa M3 cpems! [1,3].
Hutpatr 3I1 u MII He BKIIOYEH B peryisiio
HETTO-TIOIJIOLUEHH, OCKOJIbKY pa3Mephbl MyJIOB He
MEHSIOTCH B 3aBHCHMOCTH OT TEMIIEPATYphl Cpelibl
(rabmaua). Kpome Toro, Hutpat B 3I1 obHoBNsIeTCS
ouycHb MeUIcHHO [14,16,18], a pasmep MII oueHb
MaJjl. O4eBUIHO, YTO Y MIICHHIIbI, aJaNTUPOBAHHON
K pOCTYy NpH Pa3sHbIX TEMIEPATYPHbIX YCIOBHSX,
Ui perylaalM BXofa M Bbixoma NO3 M mocryn-

JIEHUsl B LIEJIOM MMEIOT 3HaYeHHE M3MEHEHMS pa3-
mepa [II1 (Tabmuua). Hakormnmenuwe win y6nuib
Hutpara B III1 sBnsroTcs ciencrBHEM H3MEHEHHIA
B TpaHCIIOKalMH, U orciona pasmep IIIT onpene-
JeTCs MpolieccaMyd PaJMajibHOTO M KCHJIEMHOro
TpaHcnopTa. K coxareHnIo, MEXaHU3MbI JAIbHErO
TPaHCHOpPTa HOHOB U3 KOpHeiil B MoOGeru M 3arpy3xku
KCWJIEMbI ellje He MOJYYWIH OKOHYaTeIbHOro 00b-
sicHenms [4,17,20-22).

Cxema perysiimu (puc. 2a), Gasupyromascs
Ha OJHOKJICTOYHOM Mojesu KopHs [4,19,20] u cuc-
TeMe pacnpeIeiiCHHS HUTpaTa MexXAy TpeMs QyHK-
unoHanbHbiMU nmynamd (MI1, 3IT u IIIT) {3,12],
SIBJIAETCSA YNpPOLUEHHEM peaiibHOM curyarmu. [lo-
Ka3aHO, YTO ‘aKTUBHOCTb HOHA HUTpATa, CBA3aH-
HOrO € LIMTO30JbHbIM KOMITAPTMEHTOM, Bbille B
SMUAECPMATbLHBIX KJIETKaX KOpHeil SuMeHs, HO KOH-
LIEHTpaL1Ms HUTpaTa Bbillie¢ B KOPTHKAJIbHBIX KJIECT-
Kax 3a cueT HakoIUleHMsA B Bakyoysix [23]. B um-
TO30JIC HUTPAT paclpeiesicH MEXIY Pa3HbIMH Mpo-
CTpaHCTBEHHLIMH koMmnapTMmeHTaMu - MIT u IIIL.
OO6ocHOBbIBaETCS, YTO IHIOIUIA3MATHUYCCKHH PETH-
KysiyM (OP) Moer npelcTaBisiTb CTPYKTYpY, rle
HaXOAMTCS HUTPAT, NpeaHa3HAYEHHBIH VIS TpaHc-
nopra B HaJi3eMHble opraHbl [15,17,19]. P cocen-
HHMX KJICTOK CBfi3aH 4Yepe3 HEeCMOTPYOOYKH IUIas-
MOJIECM KJIETOYHOI CTE€HKHM B €IMHYIO CeTb, KOTO-
pasi MOXET CIIYXMTb YHOGHOM Marucrpajibio s
palMajibHOrO IEpeHOca PACTBOPEHHBIX BEILECTB.
Kpome Toro, ormenbHeie nmopuuu HuTpaTa ITIT
MOMHMMO CHMIUIACTAa JIOKAJIM30BaHbl B arlomiacTe
(MperMyLIECTBEHHO B COCYAaX KCHJIEMbI, YaCTHYHO
B KaxyllleMcd cBOOOJHOM NPOCTPAaHCTBE KOPHI H
creym) [3,15,18,22]. B cumriacre Hapsgy ¢ HHT-
paToM TPAHCJIOKALMOHHOrO MyJjla, MNepeMenao-
IHMMCS PaJIMaJIbHO OT MMOBEPXHOCTH KOPHS JIO KCH-
jembl nio cucteme DP [15], nomkeH cyiecTsoBath
nyj, obecrieYrBaIoIMi BbIXOJ HUTPAaTa U3 KOPHS

BUODOHU3UKA TOM 45 BLIIL3 2000
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BoccTaHoBlieHHE 3anacanue o
MII ( R) B BaKYOJIH 'OK
311 (Z) B THCTbA
IMornoieHue
| HNII-HIT(X)
© \
I -TI
1n _]‘n (Y) ©_ (Y') N
PapnanbHulid TpaHcnopt Barbysa
B meeuy
(6)
R .
k+3
k+4 k,3
k—l —_—*

Puc. 2. OMnupHyeckas (a) # kuHeTHdeckas (6) cxembl peryisiiHH NOTJIOUIEHHS HHTpaTa, BKIOMAIOLIHE MOJHKOMMOap-
TMEHTALIMIO H MEXAHH3Mbl, KOHTPOJHPYIOWIHE TPAHCNOPT M TpaHCHoKauHio. DYHKUHOHANbHLIC Nyl Ha cxeme (a)
o6ozHavenbr: MIT ( R) - meraGonnueckuii; 3I1 (Z) - sanacnoii; III1, pasnenexHbiii Ha HoBonorsoieHHsiii HIT (X)
# TpaHcnounpyeMeiit TII (Y). © - mecra KOHTpONS; CTPEJKH YKa3blBAIOT HanpapiieHHe notokos. OGosnauetus Ha
cxeme (6): X (HIT) - nyn HOBOMOTJOIEHHOTO HUTPATA, MEPEHOCHMOIO H3 Cpefibl Yepes mnasManemmy; Y (TII) — nyn
HHTpaTa, TPaHCIOHHpYeMblii H3 KopHeii B nobery; Z (3II) — nyn HuTpara, 3anaceHHoro B Bakyond; R (MII) - nyn
HHUTpaTa, BOCCTAHARIHBaeMOro HuTparpeAykTasoii (HP); F - nepeHocunk, dopmupyownii kommiekc W ¢ HHTpaTOM

TI1 u BbicBOGOXZaIOUWMIE HUTPAT Y' B KCHIEMY;
COOTBETCTBYIOUIMX CrafHii TpaHcopMaLMH HHTpaTa.

B OKpYXalollylo cpely. BeposTHO, BbIXOA HUTpaTa
B CpeAy MPOMCXOIUT M3 LIHTO30JI8 JMUACPMaIbHbIX
Kierok [15,18], U3 myna HOBONOITIOIEHHOrO HHUT-

para (HIT). Hurpar us HII nocrymaer Takxe B

MII u ucnoss3dyercs IUIA TIOTIOJIHEHHS M OOHOB-

ageans 3I1. TlosTtomy B mnpeiioXeHHOH Moxaesm
(puc. 2a) ITI1 pacnpenesieH Mexay IBYMS (yHK-
IUOHaMbHbIMK koMnapTMeHTamu: TIT u HII. Ipu
HM3MCHCHUH KOHUeHTpauuu Hutpata B [1I1 Momu-
($uIMpYIOTCA TMOTOKM BXOAA M BhIXOJA 4€pe3 MIas-
MaJIcMMY, H JHHaAMUYECKOE B3aHMMOJICHCTBHE KOM-
TIOHEHTOB CHCTEMBI NPOSBIAETCA Yepe3 KojieOaHus
CKOPOCTH HETTO-TIOTJIOICHNS M KOHUEHTPalHu
HUTpaTa B TKaHAx (puc. 1).

BHODPHU3IUKA ToMm 45 sem.3 2000

V — KOHCTaHTa CKOPOCTH BXO#a; k.,

k_; - KOHCTaHTbt CKOpocTeil

CucreMa peryisuMH MNOMIOIIEHHS HUTpaTa y
MPOPOCTKOB MINEHHLIbI, aJaNTUPOBaHHLIX K TEM-
HepaTypHbIM YCIIOBUSAM, MOXET ObITh NMpeacrasiie-
Ha Kak NoclIeI0BaTe/IbHOCTL B3aHMOCBSI3aHHBIX CO-
ObITHI, BKHOYAMOMIMX NOIHKOMIAPTMEHTALHIO H
KOMIUIEKCHYIO CHCTEMY TPaHCIIOPTHbIX TPOLIECCOB,
obecrieynBalONIMX TPaHCJIOKALMIO aHHOHAa B Haj-
3eMHble opranbl (puc. 2a). JIMMUTHpYIOIIMM 3Ta-
TIOM B J3TOH CHCTEME SBJISETCA NEpEMELICHHE HHT-
paTta W3 KOpHell B Haji3eMHble opraubi [3,11,13].
O6bIuHO cyMTaeTCs, YTO TPAHCIOKALUA HOHOB U3
KopHeil B nober peryjupyercs Ha y4acTke BbICBO-

. OOXKIEHHS HOHOB U3 CUMILIACTA B COCYIbl KCHIICMbI

[19,21,22). M&1 nojiaraeM, YTo TPaHCIOPT HUTpaTa
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4yepes MmemOpany OP u ¢opmuposanue TI1 B kier-
Kax KOpbl MOXeT OBIThb €llie OJHUM 3TaloM, ofl-
PeAEAIONIUM CKOPOCTb TpaHCJIOKalMu (puc. 2a).
Ilogo6Has Jokanu3algis KOHTPOJIMPYIOHIEro Me-
XaHM3Ma MO3BOJIACT HMHTEIPUPOBATh IOTOKH Ha
IUTa3MajieMME, TPAHCIIOKAlMIO W KOMIMAapTMEHTa-

LIMIO B €IMHYIO CHCTEMY PErY/ISLMH MOCTYIUICHHS.
MATEMATUYECKAS MOJEJIb

YTOoGbI MOHATL MEXaHU3M pPEryJIALMH Npoliecca
_ YTWIM3aliMd HMTpaTa, BKITIOYAIOLHHA CHCTeMy IIO0-
JMKOMIMApTMEHTalMY, 6pi1a paspaboraHa MaTeMa-
THYecKas MOJENIb Ha 6a3e cxeMbl puc. 2a. B Moaenu
nepeMeHHbie X, Y, Z, R cOOTBETCTBYIOT KOHLIEH-
Tpammam nutpara B HII, TII, 3I1 u MII coor-
BercTBeHHO (puc. 2a,6). Ilyn X obecricuuBaeT BbI-
XOA HHUTpaTa U3 KOpHS U obmeH ¢ MIT u 311, a
nyn Y onpenensieT B3aUMOJEICTBHE ¢ HUTPATOM
HIT u ckopocts TpaHciokaiun NO3 B HanseMHble

OpraHbl.

KuHetniueckas cxema peryislidd IOTJIOLICHUS
HUTpaTa IMOCTPOEHa, UCXOJS M3 JAHHBIX HCCIeo-
BaHus (Tabimuia, puc. 1) U HEKOTOPBIX JONYIHEHHUH,
KOTopble cBogaTca K cieayiouiemy. 1. Ckopoctb
BXOJZia ¥ B KOPHH OpH HAHHOI TeMIlepaType uMmeeT
MOCTOAHHYIO KOHCTAaHTY, YTO COOTBETCTBYET YCJIO-
BHSM OJKCIEpHMEHTa, KOraa KoHLUeHTpauus NO3

MpaKTHYEeCKH HE MEHsAeTCsl BCIEICTBHCE IIOIJIOLUE-
HUA. 2. BbIxoJ U3 KOpHEH INMponoplLyoHaleH KOH-
LICHTpallu¥ HUTpaTa B X M MMeET KOHCTaHTy CKO-
poctH k_,. 3. O6MeH HuTpaTa Mexay X u Z
MPOMOPIIMOHAJICH BEJIMYMHE X, MOCKOJbLKY B CO-
OTBETCTBHH C JIaHHBLIMH 3KCTIEPMMEHTA IIHTO30JIb-
HbIH Myd X HAMHOTO MCHbIUE BaKyONAPHOro Z.
CnpaBeyIMBOCTb 3TOTO JOMYLICHHS NOATBEpPIKIa-
ercs ¢akToM MeaeHHoro obmeHa Hutpata B 31
[14,18]. 4. TpaHcriopT HMTpaTa M3 CHMMIUIACTa B
KCHIIEMY OCYILLICCTRIIIETCS NepeHOCYHKoM F coriiac-
HO MexaHM3MYy Muxaammca-Menren [21]. 5. Ilepe-
MeuleHHe HuTpaTa X B Y peryaupyercs 1o npuH-
LMITy TOJIOXHTEIIbHOM oOpaTHoM cBs3u. Taxoii
THI aBTOKATAIMTHYECKOH DEryJsilHM ¢ y4acTHEM
IIPOAYKTa PeaKkilMH XOpOLIO H3BECTEH I HEKO-
TOPBIX MeTabomyeckux mpoueccoB [25, 26].

B cOOTBETCTBHM C HM3IOXKEHHBIM BbILIE MOXHO
3anucaTh  CICAYIOULYIO cucremy OGbIKHOBeHHBIX
IuddepeHIMAbHBIX ypaBHEHHIA:

dX/dt=V-k_ X -k,X+ (1a)
dY/di =k, XY -k, YF+k_sW,  (16)

AJIEXUHA u gp.

dZ/dt = kX - k_,Z, (18)
dW/dt =k YF-k_W—k W,  (Ip)
dR/di =k (R, - R)X, (1)
F+W=F, (le)

raie R - xoHueHTpauus Hurpata B MII; R, -
MOTEHIHAJIbHOE KOJIMYECTBO HUTPaTa, KOTOpOe MO-
xeT ObITb BoccraHoBiicHo HP; F — obmas KkoH-
LiEHTpalysl CPEHOCYHKA.

B cucTeMe NpoTeKaoT MPOLIECCHI TPEX BPEMEH-
HbIX MaclTaboB: MemIcHHbIH OOGMeH HUTpaTa B
Z (1, ~ 20 4 wia nurpata 3I0) [14], GbicTpbie
peakilMi BOCCTAHOBIICHHMSI HUTpaTa M o6MeHa B R
@y, = 17 mun [14] wm 7,5 mun [18] mns HuTparta
B MII) u npouecchl MPOMEKYTOYHOTO BPEMEHHOTO
[Iyana3oHa, TakHe Kak KoJjieDaHUs COIEpKaHMA H
ckopoctH mnomioulenus HuTpata B I1I1 (c nmepuo-
JoM = 1-2 4) (puc. 2).

Iepetimem x 6e3pa3sMepHbIM NEPEMEHHBIM:
x=X/Ky,y = Y/ Ky,
rae Ky = (ks + k,dlk,s,
r=R/Ry, w=W/F,, f=F/F,, z=ZK./Ky,,

tae K, = k_ sk, 2

1= tFk, o/ Ky

BesmyuHa xoHcTaHThl Muxasimmca-Menren K,
HUMEET TOT XKe MOpPANOK, 4YTO M KOHLIEHTpanus
HUTpaTa X ¥ Y. Bennuunbl k_3Ky\, ¥ Fy k., npen-
CTaBjIAI0T co0Oi CKOpOCTH OTTOKAa HHTpara W3
BaKyoJI4 U €ro MoToka B KcuileMy. DKCrepUMeH-
TaJIbHO YCTAaHOBJICHHOE COOTHOLIECHHE K_ 3 Ky <<
F k,¢ MO3BOJIAET BBECTH MaJblil napamelp g =

31('1\4/(1"0k+(,) KoHiieHTpauus nepeHoCcYHKa npe-
craBisieT coboil BEIMYHHY, 3HAYHTEIbHO MEHBIIYIO
KOHUEHTpaluu cyberparta: Fy << Ky, 4To rospo-

JIS€T BBECTH ellle OOMH MaJIblH napamerp €, =

Fo/Ky.-

C yuyeroM Hepapxuu BpeMeH cucTeMa Gespas-
MEpHBbIX NMEPEMEHHBIX NPHUMET BUI:

dx/dv=V/(Fk,e) —k_i/(Fefk, o)X -
~ k3 K/ (Fok,6)(x — 2) — k Ry K/ (Fop)x(1 = 1) -
~ Ky KnKor/ (Fo, %9, a)
BHUO®U3HUKA Tom 45 Bbim.3 2000




PErVJIALUA METABOJIM3MA HHUTPATA

Koy ko + gk g, 30)
dz/dv=¢,(x - 2), (38)
g,dw/dt =k, Ky /ks0ff - W), (3r)
&,dr/dv =k, Ky /k, (1 - nx, G
f+w=1. (39)

YpaBHeHHe (3B) COINEPXUT Maibli napaMeTp
€, B MPaBOi 4YacTH, B TO BpeMs KaK YpaBHEHHs
(3r) u (30) — Mambiii NapaMmerp €, B JICBOH 4YacTH.
310 oO3Hauyaer, 4YTO YypaBHECHHE (3B) OIMUCHLIBAECT
HauboJiee MeJyUIeHHbIE MpoLiecchl, a ypaBHeHHs (3r),
(30) - Hamnbonee ObICTpbiC MPOLIECCHI B CHCTEME.
Ilpn g, > 0, MOIy4YHM ypaBHEHHE dzldt = 0 s
MeUIEHHOM repeMeHHOM z. DT0 O3HayaeT, YTO z =
z, = const. CoBepmIMB Npefie/IbHbIA MEPEXOX B
cooTBeTcTBHM ¢ TeopeMoii Tuxonosa (ripu g, — 0),
nolyyuM anrebpauyeckue ypaBHEHHs A Obict-
PbIX NEPEMEHHbBIX CHCTEMBI. -

BBeneM GespasMepHble MapaMeTphI:
v=(V+kKyz)/ (Fek,e)

k = (k_ Ky + k3K (Fikso), @

m =k, K/ (Fk.e)-

YuuThIBas CIOcNaHHbIC JOMYLICHHUS W Npeaciib-
Hble nepexojb! A ObICTPBIX M MEUICHHBIX Iepe-
MCHHBIX, NOJIy4HM peAyLIMPOBaHHYIO CHCTEMY JH¢-
depeHLIMAILHBIX YPaBHEHMH [UIA IEPEMEHHBIX ¢
(IIPOMEXYTOYHBIMH» XaPaKTEPHbIMH BPEMEHAMH.

dx/dt=v - kx — mxy,
dy/dv = mxy — y/(1 + ). ©)
CTaLlHOHaprIC xonue}npauun JJI CHCTéMbI

&)
X, = (v = 1)/(k —m),

Y=

Jina ymo6cTBa aHAJIMTHYECKOTO MCCIICAOBaHUA
CHCTEMBI &) BBeZieM napaMeTp p=
V(1 = W¥(v - k/m)/(m(1 — k/m)?). Vcaosue Heyc-
TOHYHBOCTH CTal[MOHapHOro pewenus (6): v < p.
VcnoBueM BO3HHMKHOBEHHUS KOJIe6aTEIILHOTO PEkKH-
Ma SBISICTCA BBINOJHEHHE HepaBeHcTsa: (v + p)? <

~k/m)/(1 - v). ©

BUO®U3HUKA Tom 45 Bpm.3 2000
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4p. BudypxauuoHHas auarpaMma cucTeMbl (5)
Npe/JCTaBlIeHa Ha pHC. 3; yCIIOBHS CyLIECTBOBaHMs
YCTOHYHMBOTO MpENE/IbHOTO LMKJIa BbIMOJIHEHbI B
obmactu 1. Jlna comocTaBieHUsI pe3y/ILTATOB Bhi-
YUCIIUTENbHBIX IKCHEPUMEHTOB (CHCTeMa ypaBHe-
HUit (5)) ¢ IKCIEpUMEHTAIbHBIMU JTAaHHBIMH BEp-
HEMCH K pa3sMEpHbIM BEJIMYMHAM, HKCIONb3Yys CO-
oThommeHue (4). [Tpuxoaum Kk ciaeaylieil cHcTeMe:

dX/dt = Vy - kX - kXY,

dY/di =k, XY -V Y/(Ky+7Y), )

rae Vy = V + k_3Z — oblas KOHCTAHTa CKOPOCTH
NOCTYIUIEHHS HHUTpaTa M3 Cpelibl MU BaKyolld B X;
ky = k_; + k,; — KOHCTaHTa CKOPOCTH BbIXOZa
HHUTpaTa u3 HIT B cpely ¥ TpaHcopTa B BaKyollb;
V, =k, Fy — MaKciMaJlbHas BO3MOXHAas CKOPOCTb
noToka B kewinemy; Ky, = (ks + k. glk,s — Ka-
Kymascs KOHcraHTa Muxaamuca — MeHreH.

B COOTBETCTBUM € 3THM MCXOJHYIO CXEMY PHC.
206 MOXHO MpEeACTaBUTb B BHIEC peAyLIMpOBAHHOM
CXeMbl TMOTOKAa HUTpaTa M3 BHEUIHCH cpedpl B
KOpeHb U Jajiee B KCHIIEMY

Vy—kox kopxy  ViylKy+y)

= X=>Y=

Cxema

IMockoibKy 3KCIEPUMEHTAIbHBIE JaHHbIE OIH-
ChIBAIOT KOJIeGaHHs CKOPOCTH HETTO-NOIJIOLICHUS
M SHJON¢HHOW KOHLICHTpallMH HUTpaTa B TKaHAX
KopH# (puc. 1), pacCMOTPHM CIIENYIOLIHE NIEPEMCH-
Hble: V) — ko X, KOTOpasi COOTBETCTBYET HETTO-MO-
IJIOLIEHHIO HUTpaTa U X + Y, COOTBETCTBYIOLLYIO
coziepxanuio Hutpata B IIII.

Pe3yibTaTbl YHCICHHOrO aHagM3a CHCTEMbI
JddepeniaabHbIX ypaBHeHHH (7) npe/icTaBIeHbI
Ha puc. 4. [IpoBoas duMcCIICHHBIE pPacyeTbl, MbI
noabupaiy nmapaMeTpbl MOJENM TakuM o6pasoM,
4YTOOBI IOJIyYHTh Ka4eCTBEHHOE COOTBETCTBHE C
IKCIIEpUMEHTaIbHbIMUH KpUBBIMH (pHcC. 1), a HMeH-
HO YMEHblICHHE aMIUIMTYJbl KojicGaHMH NpH mo-
HHXXEHHH TEMIIEPaTypbl, KOTOPOE COMPOBOXKIAETCH |
yBenuueHHeM (X+Y) U yMeHblleHHeM ypoBHS (V-
kyX). Conepxanue HUTpaTa OLICHUBAIHM IO IOJIO-
XKEHHIO CTallHOHApHOH Touku cucreMsbl (7).

C nporeccaMi, HCCIIEAYEMbIMH B 3KCIIEPHMEHTE
MpH JIByX TEMIIEPATypHbIX pexumax, B MojeiH (7)
MOTyT ObITb cOINoOCTaBjIeHb! 1Ba HabGopa mapaMeT-
poB wis ¥y, ky, k.o, V,, Ky Komebanus ckopocru
nocTyrieHuss HuTpaTa (¥, — koX) M 3HIOreHHOH
KOHLIGHTpalluu HuTpaTta (X + Y) npoHcxonsaT noy-
TH B npotuBodase (puc. 4a,6). Kpusbie / coor-




538

I III

AJIEXUHA u np.

v v=p? v

v = -p(p-1)

p

Puc. 3. BupypkausoHHas quarpaMma s MofenH (5). YkazaHbl rpaHHLbl obacteii ¢ onpeieleHHbIM THIIOM NOBEEHHS:

I — npepensHblii Lk II - yeroftuussiii dokyc; III - Heycro

itunBbiii_Qokyc; IV — ycroitunBelit ysen; V — Heycroituusblii

ysen. ITo ocu aGeuuce — mapamerp p (p = (1 - W/l ~ kimN(v — k/m)/(m - k)); no ocu opauHaT —~ v (cM. 4) Taxoi
BbIGOp KOOPAMHATHBIX Oceil faeT Hanboree Npocroe npefcTaBileHHe s rpaHHLL obnacredt GndypkalHOHHO# AuarpaMMbl.

BETCTBYIOT 3KCIIEPMMEHTAILHBIM JaHHbIM, Habimo-
naeMblM npu TeMmneparype 25°C, M OIHMCBIBaiOT
xojie6atus ¢ Gosbiueit ammintynod. Ilpu Temne-
patype 12°C aMmumMTyna kosneGaHui yMeHblIaeTcs
(xpusbie 2). IIpH 3T0ii TEMNEpaType MO CPaBHEHHIO
¢ TemmepaTypoH, paBHOH 25°C, NMpOMCXOIUT M3-
MEHEHHE MOJIOKCHHS MpENeTIbHOTO LMKIA Ha ¢a-
30BO#M mockocTy (puc. 4B). IlpenenbHbii ot 2
CMellleH B CTOPOHY MEHbIIHMX 3HAYEHHH BETWYMHbI
¥y — koX (cKOpOCTb HETTO-NOIVIOICHHS HHTpaTa
B 3KCTICPHMEHTE) M B CTOPOHY 60JIbLIMX 3HaYeHUH
BeyuuHbl X+ Y (amrpat I1I1). :

Mozenmu npoliecca NMOIIOLICHHS HUTpaTa Kop-
HAMH, TeM Goliee Te, e YYWTBIBaeTCS KOMIIap-
TMEHTaLUs HHTpaTa, HeMHOrouucieHs! [6,18,21].
OHn GasHpyloTCsEi B OCHOBHOM Ha 3Kcnepumet-
TAIbHOH OLICHKE M pacyeTe NOTOKOB HUTpara H
PEryJISLH BXOJa/BbIxola HUTPATOM CPENbl H TKa-
Hell, WIM 3HIOTEHHbIMHM aMHHOKMCIOTaMU. JTH
MOJIEJIM MpeACTaBIeHbl CUCTEMOMN JIMHEHHbIX AHUP-
¢epeHMaNbLHbIX ypaBHeHHA. VX aHanmM3 Jaer skc-
MOHEHLMAJIbHYIO (POpMY KPHUBOH HACBIILIEHHS HUT-
paToM TKaHEH KOpHS.

PaspaGoTaHHas HaMH MaTeMaTHyecKas MOJEIb
Mo3BOJIACT OOBACHHUTL CJICAYIOLIME OCHOBHbIE 3¢-
(eKThl, YCTaHOBJICHHbIE B JKCIICPHMEHTE: H3MEHe-

HHE CKOPOCTH HETTO-MOIJIOLICHHA HHTpaTa, €ro
SHJIOT€HHON KOHLEHTPaLMH M pa3Mepa MyJIOB B
3aBUCHMOCTH OT TEMIICPaTYPHbIX YCJIOBHH; HaJIM-
yHe KosieOaHUi CKOpPOCTH MOIJIOLICHUS U KOHIIEH-
TpaLMM HUTpaTa B TKaHAX; BAPbHUPOBAaHUEC aMIUIH-
TyApl KolicbaHWii B 3aBUCHMOCTH OT TEMIIEPATYpbl
cpelibl; W3MECHEHHA TMpoliecca TPAHCIOKALIMM HHT-
paTa M3 KOpHCEH B HajA3eMHble opraHel. Mbl Hc-
XOAWIM TaKXe H3 KOCBEHHbIX CBMIETEIILCTB
[2,3,15,18,23] 060cHOBaHHOCTH Halllero BLIBOJA,
yro HUTpAT I1I1 xoMnapTMEHTHpPOBAH B JBYX Mpo-
cTpaHcTBeHHBIX nynax — X (HIT) u Y (TII) (puc.
2a,6). Eci paguanbHoe nepeMellicHHE HUTpaTa
npoucxouT no AP [15,17,19], To 6apbepoM, pa3-
JeysrolM 1MTosonbHblil I1IT Ha nBa dyHKimo-
Ha/lbHO pasHbIX myiaa, Oyxer memOpana OP, a
OOBEKTOM PETYJLIMM pachipe/iclICHUs HUTpaTa Me-
KOy ITHUMHM KOMITApTMEHTaMH — CHCTEMa TpaHC-
nopta OP MeM6panbl. [loriomeHHbI HUTPAT ne-
peHocuTcss B JDP KileTok Kopbl M, BEPOATHO, OC-
HOBHas 4acTb aHHOHAa oKasbiBaercs B DP yxe B
KjeTkax osmuiepmuca [15,23]. Xors MexaHM3M
TpaHcnopTa HUTpaTa udepe3 MeMbpaHy DP Heus-
BECTEH, OYEBHIIHO, YTO ITOT NEPEHOC, KaK M TpaHC-
MOpPT HUTpaTa yepe3s IUIa3MajieMMy H TOHOIUIACT,
TpebyeT 3aTpaT SHEPrHH, T.€. SBIACTCS AKTHBHbIM
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H KOHTpOJHpyeMbIM. KpoMe Toro, ecTb 0CHOBaHHA
nonarats, 4To NO3 TpaHcnoprep Mem6panbl JP

(xax- 1 B TOHorUIacTe) conpsikeH ¢ ATdazoil u
perymmpyercs HMTpaToM Luro3sois [2,4,27).

Anaym3s Mozeid (pHuc. 2a,6, cxema) nokasbiBa-
€T, 9T0 KojicGaHHS CKOPOCTH IOTJIOLICHHS M 3H-
JOTEHHOTO HHMTpaTa, Kak W MX M3MEHEeHHUs npH 25
H 12°C (puc. 1, 4a,6), Mmoryr ObITb aJecKBaTHO
MaTEMaTHYECKH OITMCaHbl TONbKO, €CIM TPAHCHIOPT
gepe3 MeMOpaHy OP npelicTaBUTL B BH/IE CHCTEMbI
HEJIMHCHHBIX ypaBHeHMH. Tak Kak M3MEHEHUS OC-
HOBHBIX IIEPEMCHHbIX BO BPEMCHHM SBISIOTCH [I€-
PHOJIMYCCKHUMH, BCE MOTOKH (HETTO-MOIJIOLICHHE,
BbIXOJ B Cpelly M NMOTOK B KCHIIEMY) Takxke Me-
HAIOTCA nepuoauuecku. Tako THN onKcaHUA NOA-
pasyMeBaeT pPeryJMiMIO CHCTEMbl IO MNPHHLMITY
MOJIOXKUTENIbHOM obpaTHOM cBs3u [24-26], koTopas
MPUBOJMT K OCLIMJUIALMAM H B APYIHX Merabosm-
YecKMX cHcTeMaxX. Tak, Ha HavaldbHbIX CTaJUAX
[JIMKOJIM3a KoJIeOaHUS CKOPOCTH peakiMu ¢ocdo-
pwmpoBaHus cybcTpaTa obyCclIOB/IEHbI aeHWIAT-
HBIM KOHTPOJIEM aKTHBHOCTH (ochoPpyKTOKHHA-
3bl O NIPHHLIUITY MOJIOXHTE/IbHONH 06paTHOH CcBA3H
[24]. Hdpyroii npuMep ocCLWIIALMA — BbICBOOOX-
JICHHE KaJIbllMS W3 BHYTPHIJIETOYHBIX CTPYKTYP.
Boixop 3aryckaercs BO3pacTaHHEM €ro LIMTO30JIb-
HOM KOHHeHTpauuu [25].

3AKITIOYEHHE

Opranusaius MeTaboasmMa B IPOCTPaHCTBE U
BO BpeMEHH OCHOBaHAa Ha KOMIIApPTMEHTAaIMH Mpo-
1eccoB, MeTabOMYEeCKHX MyTeH M COEUHEHUH H
nepeMenieHUl MeraboiauroB M BemiectB. CucreMa
YIIPaBJICHUS MOCPEACTBOM KOMITAPTMEHTALIMH H H3-
MCHEHHUS CKOPOCTeH U HampaBJICHHH MOTOKOB ACH-
CTBYeT Hapsily C JPYTHMMH H3BECTHbIMH THNaMH
perynsaipn (MeTaboIM4ecKoM, FTeHHOH, TOPMOHAIb-
Hoif) [2,4,12,18].

IMomxoMnapTMeHTaIbHas MoAelb (puUc. 2) pe-
ryspu obMeHa HHUTpaTa B KOPHAX pPacTeHHH
TMIHEHULIb], aIaITUPOBAHHOM K pasHbIM TeMIiepa:
TYpHBIM pexumaM, GasHupyercs Ha CIEIYIOLIEM:
] — HAIMYHMM B TKAHAX KOPHS MOJBKXKHOIC IyJa
(IIIT) u pacnpenencHUU ero 4acTed MEXAy pas-
HbIMH CTPYKTYpaMH KODHS; 2 — TECHOH B3aHMoO-
ceasu Mexay I1I1 u nmorsomeHueM HuTpaTa, 4YTO
oTpaxkaeTcss B MpoTHUBO(}AsHOCTH KojlebaHHH cKo-
POCTH MOIJIONIEHUS ¥ SHIOrCHHOH KOHLICHTPaLMU
HMTpaTa; 3 — 3HAYMTEJIbHOM M3MEHEHHM TPaHCIIO-
Kaiu NOj u3 KopHe#l B nober B 3aBHCHMOCTH

OT TeMIIepaTyphl cpelbl; 4 — pery/siliid Morio-
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X+Y

(@ \ 3

V-kX
V-kX
(6)

X+Y (8)

T

Puc. 4. YncneHHoe pelieHne MofeibHoil crcreMst (7),
COOTBETCTBYIOUIGE IBYM TEMIICPATYPHBIM - DEOKHMAM.
Kpusbie ! coOTBETCTBYIOT. TeMiiepaType 25°C; napa-
Merpbl Mozenn: Vo = 38; kg = 0,5; kyy = 0,7, ¥V, =
63; Ky; = 3,8. KpuBbie 2 COOTBETCTBYIOT TeMIIEpaType
12°C; napamerpbl Mogenu: Vi, = 50; kg = 0,8, kyy =
043; V, = 157, Ky = 12. (a) - Pa3osbiii nopaper.
o ocu abcunce — CKOPOCTh HETTO-NOrAOWICHHS HHT-.,. .
pata (¥, - ko X); o ocu opaHHaT — obiuas KoHUeig:
TpauHs NorjouieHHoro Hurpata (X + Y). (6) — Mo-
JelibHblE KPHBbIE XMHETHKH HETTO-NOrJoleHus Vy —
koX. (B) - MonesibHble KpHBble KHHETHKH o0Liefl KOH-
LieHTpaLHH SHIOTeHHoro Hurtpara (X + Y).

ICHHWA HUTPaTa B CONPSANXCHHH C CUCTEMOi TpaHc-
JIOKallHH.

Ilo pe3ynbTaTaM Hccile/IoBaHHH, 0606UICHHbIM
B MofenH (puc. 2), a Takxke Mo JONOJHHUTEIbHbIM
cBedeHMAM [2,3,12,15,16,18,23] mMoxHO npeamnosio-
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XHTb, YTO B KOpDHAX CYLIECTBYeT CHCTeMa (yHK-
IMOHAJIbHBIX, POCTPAHCTBEHHO PAa3fC/ICHHbIX My-
JIOB HUTpaTa: B CHMIUIACTE — 3anacHoro, merabo-
JIMYECKOro, HOBOIOITIOCHHOrO M TPAaHC/IOKalH-
QHHOro, M B AalOIUIacTe — TPaHCIOKALMOHHOIO.
TI1 anomnacra npeacraBieH HUTPATOM KCHIIEM-
HOT'O COKa M, OYEBHIHO, IyJOoM cBO6OIHOro Mnpo-
CTPaHCTBa KJIETOK Kopbl. MaTeMaTHyeckas Moeb
TIOATBEpXAaeT cyulecTBoBaHMe IByX mynos: HII
u TII, BMecte cocrapmonmx III1, ¥ ux yyactue
B perymsumM noriomeHus NOsz. Mmeerca pocra-

TOYHO OCHOBAaHMI mMoJlaraTh, YTo (popMHUpOBaHHE
cuMiutactHoro TI1 mpoHcXoIuT B KJIETKax KOpbI,
Il BHOBb MOIVIOIIECHHbI HUTPAT MepeMellaeTcs
B 3HJOIVIa3MaTH4ecKuii perukyiyM [15,19,23). Mo-
JIeJIb IEMOHCTPHPYET, Kak C Y4acTHEM MEXaHH3Ma
PEryISLMH 10 OPHMHLMOY NMOJIOKUTeNbHON obpaT-
HOH CBSI3M BO3HHKAIOT KoJicOaHHA KOHLICHTpaiUH
HUTPATa B TKaHAX KOPHA M CKOPOCTH ITOTTIOIIECHUS
U MPOUCXOAAT U3MEHEHHA aMIUIMTYbl KojaeOaHu
B 3aBHCHMMOCTH OT TeMmnepaTypbl (pHc. 1, pHc.
4a,6). OOpaTtHas cBA3b MEXIY OBYMH 4YacTAMH
nurosonbHoro I1I1 oTBeTcTBeHHa 3a MOBbILIEHHE
coZiepkaHHsl IHIOTEHHOI'O HMTpaTa M YBeIMYeHHE
ero BbIXOZia B cpely IpH HHU3KO#M TeMIepaType
(rabnunia).

KonebaTenbHplii xapakTep peakuui U nporec-
coB 0becrieYHBacT KOPPEIALHIO BO BpEMEHH MEXIY
Pa3HbIMH 3TaniaMH, [TPOTEKAIOIMMH C Pa3sHOH CKo-
POCTBIO OJHOrO Mnpolecca WIM MEXIY pPa3sHbIMH
nponeccaMi. KoseOaHust B TakdX cHCTeMax, Kak
POCT KOJICONTHIA KYKYpYy3bl M CEKpellds HOHOB
KaJIbliUsA M3 KOJICONTHIIA [27], rimxomuTHYecKas
cTajui JbIxaHus [24], BbIXOJ BTOPUYHOIO MeC-
cenpkepa (Ca2*) B umrosons [25], HakoHel, no-
[JIOIEHHEe HUTpAaTa M M3MCHEHHE €ro KOHLICHTpa-
UMM B TKaHsax KopHa (puc. 1) [7,10,11], wumoct-

PHPYIOT oO1IHOCTDL PYHAAMEHTAILHBIX NIPUHLIUIIOB

peryysimi B GHOIOrHYECKHX CHCTEMax.

PaGora BbinoiHeHa NpH (HHAHCOBOH MOZ-
nepxke Poccuiickoro ¢oHma ¢yHIaMeHTAIbHBIX
HCGeioBaHMH, rpaHT Ne 97-04-49477.
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