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AHHOTauuA

MpPOHULAEMOCTb KNETOYHbIX MeMbpaH B XPYCTasIMKe, Kak U Y BCEX WMHbIX KAETOK, MO OTHOLWEHUIO K MOASPHbIM
MOJIEKY/IaM M MOHAM onpeaenaeTcs ux KoapduumeHTamm copbunmn B maTpmkce membpaH, 4oNycKas, YTo BA3KOCTb
B HWX COXPaHAETCA MOCTOAHHOM MpU BCeX YCNOBUAX, He MpMBOAAWMX K rMbenn Knetok. K coxaneHuto, ecTb
BHELWWHWE MPUYMHbI, KOTOPble MPUBOAAT K CTAapeHMI0O MATPUKCa U yBeAMYEHUIO BA3KOCTU. [poTuBoAeNCTBUE K
YBE/IMYEHUNIO BA3KOCTM B MATPUKCE CBA3aHO TOJIbKO C peakuuein obpa3’oBaHUA AUNUAOB C HEHACbIWEHHbIMU
XUpPHbIMKU KucnoTamu (KK), KaTanusmpyembix aecatypasamu. Hanuuume pecatypas B K/ETOYHbIX membpaHax
COBMECTHO C KodepmeHTamu MnpuBoAMUT K 06pa3oBaHMIO NMOCTOAHHO AEMCTBYHOLMX LWKNOB, MPENATCTBYHOLLMX
CTapeHMo MaTpuKca. Bo3amoKHbI ABa TMNA AecaTypa3 M, COOTBETCTBEHHO, ABA TUMA LMKIOB, O4HWU U3 KOTOPbIX
NPUBOAAT K AENEHUIO KNIETOK, a Apyrne — HeT. Bce UMKAbl HanpasaeHbl Ha TO, YTOObl COXPAaHWUTb MOABUMKHOCTb
peareHToB M BSA3KOCTb B MaTpUKce. B HeagenAawmxca KneTkax NoABUMKHOCTb AecaTypasbl OCTaeTca NOCTOAHHOM A0
Tex nop, Noka B membpaHax ecTb AMnuapl ¢ npeaenbHbiMn K. B 3TUX K/leTKax NpoMCXOoAMT HaKonjiaeHue B
MmembpaHax IMNnaoB C HeHacbiweHHbiMU K go 30-70%, KoTopoe HeusbeKHO 3akaHuMBaeTca obpasoBaHUEM
KaTapakTbl. B UMKNAX, CBA3AHHbIX C AENEHWEeM KNETOK XPyCTa/nMKa, MPOUCXOAUT He TO/IbKO BOCCTaHOBAEHME
NoABUKHOCTEN peareHToB M BA3KOCTU B MAaTPUKCE, HO U COAEepKaHMe B MembpaHax nMnngos ¢ npeaenbHbimn KK,
yTO AonycKkaeT beckoHeyHoe aenieHue KaeTok. EcTtecTBeHHO, YTo 3TOT npouecc obecneynBaeT MOAOAOCTb HKUBbIX
CMUCTEM, HO OTCYTCTBME €ro OCTAHOBKM MOMKET ObiTb NpPUYMHOM 06pasoBaHMA WM pPOCTa PaKOBbIX OMyXoJei.
CyuiecteyeT HeobxoAMMOCTb B peryivMpoBaHUM 3TOrO MpoLecca, OAMH M3 MexaHM3MOB KoToporo obycnioBsieH
M3MeHeHnem BoAHOro 6asnaHca B XpPyCTa/MKax, CBA3AHHOIO C CE/NeKTUBHOCTbIO B MPOHMLAEMOCTU MembpaH ©
Ha/IYMEM NOTOKOB BOAbI, 3aBUCUMbIX OT XMMNYECKOro NOTEeHLMaNa B HUX OTHOCUTENIbHO BHELUHeN cpeabl.
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AKTYyanIbHOCTb

OaHoM M3 BarkHenWwunx npobaem opTanbMonorMm ABASETCA KaTapaKTOreHes, KOTOPbIM B UTOre
NPMBOAUT K MOMYTHEHUIO XPYCTasIMKOB. [OCKONbKY XPYCTasIMKN B OCHOBHOM COCTOAT U3 6enKoB
(~95% B CyXOM COCTOAHMMU), TO, ECTECTBEHHO, YTO U3MEHEHME UX GU3UKO-XMMNYECKMUX CBOMUCTB
(yBennueHue TBEPAOCTU, YMEHbLUEHWE CNOCOOHOCTU K aKKOMOZaL MW, NOABAEHNE KOPUYHEBOM
OKpPaCKM M Apyrux) MOXKeT ObiTb CBA3aHO TO/MbKO C MoauduKauumeln 6enkos, Hanpumep, B
pe3ynbTaTe Ux ctapeHua [6,79,81]. CoaeprkaHme NMNUAOB B XPYCTaZIMKaX, U3 KOTOPbIX COCTOAT
MembpaHbl, He npesblwaeT 2-3% [6], HO MMEHHO K HMM MNPUKOBAHO OCHOBHOE BHWMaHWe
uccnegosateniei. lNonaraloT, 4ToO MemMbpaHbl B HUX MIPalOT PeLlaloLLyl0 POoJib, HapylleHue
KOTOPOWN NPUBOAUT K NOMYTHEHUIO XPYCTA/IMKOB, COCTOALMX U3 MJIOTHO YNaKOBaHHbIX KNETOK
(BONIOKOH), OTAENEHHbIX OT BHELWHeN cpenbl KNeToYHOM membpaHoi. MexaHU3M Ux AencTBus
Ha UMTONNAsMy KNeToK He wusBecTeH [12,21,74,78,102]. EcTb MHEHMA, 4YTO NPOLECCHI B
KNETOYHbIX MeMbpaHax MHULMUPYIOT U3MEHEHNA XMMUYECKOTO CTPOEHUA N CTPYKTYpbl 6enkos
B LMTOM/IAa3Me KNEeTOK XpycTanuka [18,69]. Mo Bcelt BUAMMOCTU, TaKMe MHEHUA HENb3A CYMTATb
BepHbIMKU. CTapeHne NponCXoanT HEMPEPLIBHO BO BCEX CUCTEMAX U OTHOCUTCA K HEOBpaTUMbIM
npoueccam. bonee BepoATHO, YTO PO/SIb KNETOUYHbIX MeMbpaH CBA3aHa C Ha/JIMYMEM KaKUX-TO
NMPOLLECCOB B HMX, KOTOPbIE MOIYT KOMMEHCUPOBATb CTAapeHUE XPYCTaJIMKOB U TEM CaMbiM
3aMeaNATb PasBMTME KaTapaKTbl.

Llenb

BbiaBneHue npoueccoB B XPYCTa/ZIMKax, KOTOPbleé KOMMEHCUPYIOT UX CTapeEHUE U NO3BONAIOT
COXPaHUTb 3peHNE Y NaUNEHTOB B TEYEHUNE BCEM XKM3HM.

Monaraem, 4YTO KNeToYHaA MembpaHa ABNAETCA He TONIbKO rpaHuLEeln pasaena MexXay BHeLWHeN
W BHYTPEHHEN cpegamm KNETKM, HO OHa TaKXe peryampyet obmeH MHOMMX MOHOB U MNOASPHbIX
MOJIEKYN MeXay HUMK. Takol obmeH HernocpeaCcTBEHHO CBA3aH C MPOHMLLAEMOCTbIO MembpaH,
KOTOpble MOryT ObiTb B ABYX KPalHUX COCTOAHUAX: MO0 HenpoHULaeMbiMKn («3anepTbimny),
NBO MONHOCTbIO «OTKPbITbiMUY [4,8,9,14,15,25,27]. ®akTnyeckn, membpaHa npeacraBnaet
coboi BUANNUAHDBIA CNON TOJILMHOM OKOIO 6 HM, COCTOALLMIN U3 MOJIEKY/, YacTb U3 KOTOPbIX
ruapodunbHan, a apyras 4actb — ruapodobHad, npeacTaBaAowlans cobon LEMOYKU U3
¢parmeHtoB —CH,- ¢ BKpanneHuamum ABOMHbIX cBasei —CH=CH- pgnavHoit po 24,
MpoHnuaeMocTb MembpaH paBHa Hy/l0, ecn obpasyeTcs naeanbHan CTPYKTypa buannmaHoro
cnoa (MCBC), B KoTopom Bce rnapodobHble YacTu HanpaB/eHbl APYr K Apyry, 0bpasya maTpuKc,
a rmapodunbHble YacTM — HAobopPOT, OoT maTpukca. C TOYKM 3peHua TepmoamnHammnkm UCBC
CaMONpPOU3BOJIbHO MOMET BO3HUKHYTb MPU  3HAUYEHUAX SHTPOMUU OAUSKUX K  HYJIHO,
peannsyemoit npu Temnepatype abconoTHoro HynAa. [pu  sHTponuu 6Gonblie HyAA
3aKOHOMEPHO A0MXKHO npoucxoauTb HapyweHne MCEC BcneacTeme «nepeBopaynBaHmMAa» YacTu
AmMnuaos B membpaHe (BO3HMKHOBEHUA «Xaoca»), NPMBOAALLEro K 06pa3oBaHMIO B MaTpuUKce
rMApPodUNbHLIX AedeKToB, YyBeAUYEHUID B HUX KO3OPUUMEHTOB copbuMM peareHToB W,
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COOTBETCTBEHHO, MNPOHULAEMOCTM  membpaH. [pu  du3MONOrMYecKMx TemnepaTypax
«3anupaHue» membpaHbl, BEPOATHO, MPOUCXOAMT NPU HAMNPAKEHHOCTAX 3NEKTPMUUYECKOro noas
paBHbIX 10° B/cMm, BO3HMKalOWMX npu noTeHumanax nokoa (MMN) pasHbix 100
EB. O6bAcHeHnem 3TOMY CNYXKWUT TO, YTO NOYTM BCE TMAPODUIbHbBIE YAaCTU INNUAOB CKIOHHDI K
AMccoumaumm B BOAHbIX pacTBopax ¢ 06pa3soBaHMEM MOHOB, HECYLLMX INEKTPUYECKUI 3apag,
KOTOpble NP YKa3aHHbIX HaNPAMXEHHOCTAX 3/IEKTPMYECKOro Nnoasa NOMIHOCTbIO BbITAaAKMBAOTCA
M3 MaTPUKCA, MPUBOAA K BOCCTAHOB/IEHUIO OPUEHTALMN AMNMAoB B membpaHe. B otanumne ot
3akoHa Oma MOHHbIXN TOK B MembpaHax BO3pacTaeT C YMeHblleHMemM MembpaHHOro
noteHumana (M) ns3-3a HanMuMA OTPULATENBHOTO CONPOTUBAEHMA [14], KOTOpoe 3aKOHOMEPHO
BCNeACTBME YBEIMYEHMA PACTBOPMMOCTM MOHOB B MaTpuKce npu HapyweHun UCBC. bes Takol
3aBMCMMOCTM HEBO3MOXHO GOopMMpOBaHWE W pacnpocTpaHeHwe 6e3 3aTyxaHWMA HepPBHbIX
MMMNYNbCOB B aKcoHax [3,9,14,63].

MI1 BO3HMKAET B pe3ynbTaTe HePaBHOMEPHOro pacnpeneneHmMa MOHOB BO BHYTPEHHEN 4acTu
KNETKU U B OKpYKatoLen cpeae (acummeTpum). «3anmpaHme» membpaH NpoucxoanT Npu Takomn
acummeTpuu, npu Kotopoit MM paseH MM. TaK, Hanpumep, B UUTOMNIA3Me MHOMMX KAETOK
KOHUEHTpauma MoHOoB Kanua B 10-20 6onblue, Yyem 3a UX NpeaesiaMu, TOrAa Kak KOHLUEHTpaums
WOHOB HaTpuA, HAaobOpPOT, B TaKoe Ke KoamyecTBo pa3 meHbuwe [4,8,15,25]. EcTb pasHble
cnocobbl pacyeta MMM Ha OCHOBAHWM OLLEHKW pacnpeneneHua MOHOB B Pa3/IMYHbLIX YACTAX
K/IETKM, HO BaKHO TO, YTO Npu GU3MOJIOTMYECKUX TeMnepaTypax oHM pasHbl ~100uB [3,8,30].
Jaxke cpaBHUTeNbHO Hebonblimne HapyweHua UCBC npuMBOAAT K HENONHOMY «3anMPaHUIO»
NOTOKOB MOHOB Yepe3 membpaHbl — BOSHUKHOBEHMIO CAMOMPOU3BOJIbHbIX MOTOKOB B HUX (TOKOB
yTeukun). ObpasosaHue MMM moxKeT 6biTb CBA3AHO TO/IbKO C aKTUBHBIM TPAHCMOPTOM HEKOTOPbIX
MOHOB Yepe3 membpaHbl — npoToHoB H, ocywectenaembix H- AT®a3o0i1 [20,39], MoHOB HaTpuA
M Kanua B aKcoHax [3,9,14,63] n apyrux. [na akTMBHOro TPaHCNoOpTa MOHOB Heobxoamma
XMMMYECKaa aHeprua, Hanpumep, B Buge ATP. ObpasosaHne MCBC, Kpome Bcero npouero,
OOMYCKAeT M 3KOHOMMUIO XMMUYECKON 3aHepruun. [encTema pasinyHbiX PaKTOpPOB Ha XKUBble
CUCTEMbI NPUBOAAT K MNOHMXKeHMo MIT ¢ nocneaywowmm ero BOCCTAaHOBAEHMEM [0
obpasosaHuA MM, ecan npu 3TOM He npoucxogut mx rmbenn. Ob6pasoBaHWe MNOTEHUMANoB
aencteua (MO) MOXKHO TaKXKe paccMaTpuBaTb KaK BbiBeAEHWE CUCTEMbl M3 CTaLMOHAPHOro
cocTosiHMA u Bo3Bpata MM k MMM, npuBogdAwero B utore K UCBC [3,9,14,63]. AKTUBHbIN
TPAHCNOPT MOHOB 4Yepe3 MembpaHy BMONHE MOMKHO pPacCMaTpuBaTb KaK NpPOTUBOAENCTBUE
POCTY SHTPOMUMU.

MpoHWUaeMocTb MembpaH 3aBUCUT B OCHOBHOM OT COCTOSIHUA MATPUKCA, KOTopas npAMo
NnponopuMoHasbHa npousseneHuto KoadduumeHToB copbumnmn (pactsopumoctun) n amuddysunm
(nopBuMKHOCTU) peareHTOB B MaTpuKce. PerynMpoBaHue NpoHMLAEMOCTM MeMbpaH B XKUBbIX
cuctemax obycnosneHo nsmeHeHmem KoapPuumeHTos copbLMm peareHToB B MaTPUKCE, a He UX
NOABUMKHOCTEM, YTO BO3MOXKHO TOJIbKO B TOM C/ly4ae, €C/NM BA3KOCTb MaTPUKCA OCTaeTcs
NocToAHHOM. lMocnegHee MOXKHO CYMTaTb OAHWM M3 OCHOBHbIX YCNOBUN QYHKLUMOHMPOBAHUA
KNeToYHbIX membpaH. Ecnv B 04HOM M3 ABYX KPalHUX COCTOAHUM MPOHULL@EMOCTb MembpaH
paBHA HyAlO, TO NONAraem, YTO OHA MOMKET ObiTb yBenMYeHa B pe3ysibTate MO0 yMmeHbLUeHNA
MM, nMbo XMMWUYecKoro AenCcTBUA pAfa BELLECTB, B YAaCTHOCTW, TOPMOHOB, MPUBOSALMX K
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CBOEro poAa «MOHHbIM KaHanam» pasHoi cenekTnBHocTu [4,9,27]. MecToHaxoxKAeHWe 3TUX
«KaHanoB» B MembpaHax MOXKeT He OblTb NMOCTOAHHbIM. BaXHO, YTO OHM NPMBOAAT NULWb K
NIOKaNbHOM MPOHULAEMOCTU MeMbpaH, HO He K WX paspyweHuto. OQHO3HAYHO, YTO BO BCeX
CNy4asnx yBeaMdYeHne npoHmuaemoctm membpaH ceszaHo ¢ HapyweHuem UCBC. K coxkaneHuto,
BA3KOCTb MATPMKCA HE OCTAaeTCA MOCTOAHHOM, a YyBEAMYMBAETCA NPU CTAPEHUM, HAaNpUMep, B
pe3ynbTaTe ero OKUCAEHMA MO LLENHON peakuumn C BbIpOXAEHHbIM pa3BeTBieHuem [42,70-72].
Ona coxpaHeHMA B Hem BA3KOCTM HeobXogMmOo KOMMNEeHcUpoBaHMe  cTapeHuAa. K
KOMMNEHCMPOBaAHMIO 3TOr0 npouecca nNpuBOAUT peakuua obpasoBaHuMA MNNGOB  C
HEeHaCbILWEHHbIMW KUPHbIMK KucnoTamu (HK). B pesynbtaTe xo4a 3TOM peakummn npoucxoanuT
pPasKUKEHME MaATPUKCa, KOTOpOe KOHTpoaupyetca AgecaTypasoi [20,39]. [MMockonbky B
MaTpPUKCe HeT MNONAPHbIX TPYNMn, a B OKPYKaKOWMX Cpedax eCcTb TO/bKO MOJIEKY/bI,
pacTBOpMMble B BOAE, TO ONA €ro pasXKUKeHMA TPyAHO NpeanonoXuTb Kakoe-TO Apyroe
pelweHune. B KuBbIX cMCTEMax 0OPATHOM peakumMn HeT. B 3TOM HeT U HMKaKon HagobHocTu. C
BO3PACTOM MPOUCXoAUT 06pa3oBaHME B MaTPUKCE NOASAPHbLIX FPYNN B pe3y/ibTaTe UX CTapeHus,
KOTOpble CNOCOHCTBYIOT YBEIMYEHUIO BA3KOCTU M, CIeA0BATENIbHO, YMEHbBLLIEHUIO NMOABUMKHOCTU
peareHToB B HuX. [lo 3TOM NpPUYMHE KOMMNEHCUMPOBaHME CTAPEHWUA He npeacTaBaAeTcs
BO3MOXHbIM 6e3 pecaTypas. [MOCKONbKY CTapeHWto MaTpuMKCa NPOTUBOCTOUT TO/NbKO OAHA
peaKkunsa, KOHTPOAMPYeMana AecaTypa3on, TO ero KOMMNEHCUMPOBAHME BO3MOXKHO NULb TOrAa,
KOr4a 3Ta peaKkums UAEeT C TOW Ke CKOPOCTbl, YTO W CTAapeHue, UMW, KOraa HenpepbiBHO
NPOUCXOAAT LUMKAbI, B KOTOPbIX BA3KOCTb MATPUKCA YBE/IMYMBAETCA [0 HEKOTOpOoro
KPUTUYECKOrO 3Ha4YeHMsA, @ NOTOM BOCCTAHAB/IMBAETCA 40 NepPBOHAYabHON BennyunHbL. MNepsoe
HepeanbHO WM3-3a 6Gonbworo uymcna ¢GaKTOpPoOB, OT KOTOPbIX 3aBUMCUMT NPOLLECC CTAapeHus
MaTpuKca. bonee BEpOATHO, 4YTO B KMBbIX CUCTEMAX MPOUCXOAUT CaMoperyampoBaHue
MemMbpaHHbIX peaKkunin B pesyabTaTe Xo4a LUKANYECKMX NPOL,ECCOB.

O6pa3OBaHme UMKAINYECKUX npoueccos B MeM6paHax npexage Bcero CBA3aHO C nepexogom oT
NAOTHOCTKU pacnpeaeneHnA Bep0ﬂTHOCTeVI npespaweHna aKTMBMpPOBAHHOIO COCTOAHMA B
CTOPOHY KOHEYHbIX NMPOAYKTOB, ONMUCbIBAEMbIX MOKa3aTE/IbHbIMU d)yHKLI,VIFIMM (KﬂaCCMHECKMVI

BapuaHT),
ft)=k -e™" (1)

K NJIOTHOCTU pacnpenenieHns BEpoATHOCTEN, MONYYEHHOM M3 ypaBHeHUa ®okKepa-MNnaHKa [60],
XapaKTepHOro ANa A0BONbHO BA3KUX U TBEPAbIX Cpea;:

f)=————-e ot (2),
2-Nz-D-t?

roe ki Kz M ks — KOHCTaHTbI CKOPOCTElN XUMMUYECKUX PeaKumii NpeBpalLeHns UCXOAHbIX
NPOAYKTOB B aKTMBMPOBaHHOE cocTosHMe (A...B) , MPeBpaLLEHMil €ro B UCXOLHbIE N KOHEUHbIE
NPO/AYKTbI, COOTBETCTBEHHO, B pe3y/ibTaTe BUMONEKYNAPHOM PeaKkLmMM No MexaHnsmy: A + B R
(A...B)" — KOHEYHEIE MPOAYVKTEL D — koadduumeHT anddy3nn peareHTos B aKTMBUPOBAHHOM
COCTOSIHUM; Z — PacCTosiHME, KoTopoe HeobxoaMmo npeoaosieTb, YToObl aKTUBMPOBAHHOE
coctosiHue (A...B)" nepeLuno B CTOPOHY KOHEUYHBIX MPOAYKTOB; t — Bpems.
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CywecTtBoBaHue nepexogoB oT (1) K (2) B KOpHe MeHseT noaxod K OMUCAHUID KUHETUKU
XMMMYECKUX peaKkuui B pas/indHbIX cpeaax. Mpexae Bcero, aTo CBA3aHO C TEM, YTO Npeaebl
dyHKumiA (1) n (2) npu t— 0 pasHbl, cootBetcTBEHHO, ki 1 O (puc. 1). B Tom cnyyae, ecam
npesen paseH 0, TO HEKOPPEKTHO MCNOMb30BaTb MNPU OMUCAHUMM WUX OObIKHOBEHHbIE
anobdepeHumnanbHbie ypaBHeHMA. MOMHO WCNONb30BaTb WHTErpanbl, nNpuMBeAeHHble B
[48,51,52,96,97].

f(t)
o
1
112%s
ks t
1 2 3
f(t)
0,25
2
0,125
t

5 10

Puc.1 TnoTtHocTn pacnpegeneHns BepoATHOCTEN, onpeaensiemble KpuBbiMu 1 1 2.
KpvBasi 2 nonydeHa npu Z%/(40)=1.

Mepexog (1)F (2) B peakuum npespalleHUs aKTMBMPOBAHHOTO COCTOAHWUA B CTOPOHY
KOHEYHOro NPOoAYyKTa NPMBOAMUT K TOMY, YTO BE/IMYMHA KNETOYHOro 3ddeKTa CTaHOBUTCA PaBHOM
[48,51,52,96]:

0 z
N=[—=
S e v

2

z
e 40t [Tk .eerds . dt =
e 40t k, e ds-dt

1
t

1 =0 ()
—[(t2.e dt: 5=
e |

4-D
(3
2 3

Py

2

AHanornuHoe BbipaxkeHMe AnA KknetouHoro spdexta B oTcyTcTBMe nepexoga  (1)P (2)
COOTBETCTBOBA/IO Obl:

PK(/;L) (5) = J‘OOO k3 ' e_ks't J‘too k2 . e—kz»g . dg . dt = k3 5 o = k_3 (4)

K, +k, 1+6°° Kk,
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roe PK,,(5 ) — BEIMUMHBI KNETOYHbIX 3pPeKTOB (BEPOATHOCTEN NPEBPALLEHMA aKTUBUPOBAHHOIO
COCTOAHMA B CTOPOHY KOHEUYHbIX MPOAYKTOB) npu Hanuumm nepexoga (1) P (2) u 8 ero
otcyTtcTBue. B oTcyTcTBMe nepexoaa (1)~ (2) uHterpan (4) NnpuBOAUT K TOMY >Ke PeLleHnto, 4To
n cooTBeTcTBYOWME anddepeHLnanbHble ypaBHEHUA.

KOHCTaHTbl CKOpOCTeil XMMMUYecKux peakumit B oTcyTctene nepexoga (1)P (2) n 8 ero
NPUCYTCTBUMN NPEACTaBMM CAeayowmnm obpasom:

k3d’ = kl HIn kl ' PKgZ) (5) ! 5 = %
Z"-K,

(5)

PaccunTaHHble no ypaBHeHMsM (3) n (4) KpuBble 3aBUCMMOCTEN KAeTo4YHoro sddeKkta or
napametpa g npeAcTaBneHbl Ha puc. 2.

lg Pxn
3 ) 1 lgd
1
-5
-10
-15

Puc. 2 Kpusble 3aBUCUMOCTEN KNETOYHOIO adhdheKTa,
onpegensiemble ypaBHeHuaMU 3 (kpusas 2) n 4 (kpusasa1l).

C ymeHblleHMeM napameTpa & PacXoXAEHWe MeXay 3STUMWU KPMBbIMKU BO3pacTaeT, NPUYEM Ha
nopsaku. Hannume nepexoga (1)->(2) npMBoAUT K YMEHbLUEHUIO KneTouHoro a¢dekta B 10 —
10® pas u 6onee. CornacHo (5) Takue Nepexoasl NPUBOAAT K YMEHbLIEHUIO KOHCTaHT CKOpOCTEi
XMMMUYECKUX PEaKLUMIA CUHXPOHHO C M3MEHEHUAMMK KneTouyHoro apdeKkTa. MHTepBan nepexosa
NAOTHOCTU pacnpeaeneHusa seposaTHocTel oT (1) K (2) MoXKeT BbiTb A4OCTAaTOYHO Y3KMM, YTOObI
NPWUHATb YMEHbLLUEHME CKOPOCTEN XMMUYECKUX PeaKLMit 338 UX OCTaHOBKY [48,96]. Mpun Hannumm
nepexofos oT (1) ¥ (2) 3aKoHOMEpPHO U siIBeHUE HUBEIMPOBKMN PEeakLMOHHON CnocobHOCTU
peareHToB [70,72], npuBoadALLee K BblpaBHMBAHMIO BbIXOA0B BCEX KOHKYPUPYIOLMNX peakLnit B
BbICOKOBA3KUX cpeaax. lMocneaHee npeanonaraeT, YTO KAETOYHbIA 3PPeKT paBeH W Npsmo
nponopumoHaneH  1/k;. OCTaHOBKM XMMUYECKUX peaKuuii MPOXOAAT MO TUMY KPUTUYECKMUX
NpeBpalLEHUA He NpM KAaKOM-TO OAHOM 3HAYeHWW napameTpa 0 | a nocneposaTenbHo,
Hanpumep, NO Mepe yBe/MYEeHMA BA3KOCTU Cpebl: paHblue B C/ayvyae ObICTPbIX peakuui, a
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nosaHee — B CAyyae MeAJIeHHbIX peakuui [48, 96]. Kpueble no ypaBHeHWIO (3) MOXKHO
annpOoOKCUMMPOBaATb CNOXKHOMN PyHKUMen [51, 52]:
016 npu 04<6<4 5 _ 4-D ]

PO = 5° mpu 004<5<04; Z Kz (6)
5"  nmpu 6<0,04(n>3)

YpaBHeHus (3) u (6) coBmecTHO ¢ (5) cBMAETENbCTBYIOT O HEIMHEMHOW 3aBUCMMOCTU CKOPOCTU
XMMMUYECKOMN peaKkLMmn OT NOABUNKHOCTM peareHToB (KoadpouumneHtos andodysun). B otcytctmne
nepexoga (1)->(2) ckopocTb BUMONEKYNAPHON PeaKLMU B KUHETUYECKOM PEXMUME HE 3aBUCUT
OT NOABWMXXHOCTU peareHToB. OAHAKO, KaK OblJI0 YCTaHOBNEHO 3KCMEPUMEHTASIbHO, NpU
OrpaHMYEHUN MOABUMKHOCTM pPeareHTOB MX CKOPOCTM OCTAlOTCA MHOrM0O MeHblle YacToTbl
cONMKeHMA peareHToB (Ha MHOrMe NOPAAKM), HO 3aBMCAT OT WX NoaBuKHocTen [70] —
NPOTMBOPEYAT MNPOTEKAHUID peakuuit B ANPPY3MOHHO-KOHTPOSIMPYEMOM pPEXKMME, HO He
BTOPOMY ypaBHeHUt0 B (5). flBIeHME OCTAHOBKM XMMMUYECKMX PeaKLMiA NPUCYLLE MHOMMM
npoueccam, BO3HMKAOLWNMM B pe3y/ibTaTe UX NepeHoca M3 HU3KOBA3KMX Cpes, B BbICOKOBA3KME,
Hanpumep, TBepable noanmepsol [70,72].

O HanMuMM OCTAaHOBKM peaKkuum B pesynbrate nepexoga (1)->(2) cBnpgetencTByeT M peskoe
yBE/IMYEHWE SHEPTUN aKTUBALMMN — MNOABAEHMNE M3/IOMA NPAMOWN, ONpeaeNAoLLEro 3aBUCUMMOCTb
norapvdma KOHCTaHTbl CKOPOCTM peakuum oT obpatHoi TemnepaTypbl (1/T). 3To nerko
[0Ka3aTb, €CN MPUHATb, YTO 3aBUCMMOCTM BCEX KOHCTAHT CKOPOCTEN peaKLuii, B TOM Yncie u
KoapdumumeHToB AMPDY3nKM peareHTOB, ONpeaenatoTca ypaBHeHNAMM AppeHunyca:
o &
koo= ki=ks - € BT; D=Dy € RT:  (7)

rae COOTBETCTBYHOLLME NPEAIKCNOHEHTbI U SHEPTMM aKTUBALMIA.

Ecnm yuyectb (6), TO Haxoamm, uTo norapndm 3GPeKTUBHOM KOHCTAaHTbl CKOPOCTU peakumm

paBeH:
E4 (Ep—Ef)
In-=Inks-R - T +n- (n4/z"2 4+ N~ R-T :(8)

W3 3T0ro ypaBHeHWs 04HO3HAYHO ClEAYET, YTo
E,=Ed +n-(Ep —Ef)=Ej +n-Ep; ectuEp » Ef: (9)

BbinonHeHne npuBegeHHOro B (9) HepaBeHCTBA BMOJIHE BEPOATHO, MOCKO/bKY MpeBpalLeHue
aKTUBUPOBAHHOIO COCTOSIHUS B KOHTAKTHYIO Mapy He TpebyeT Npeofo/ieHNs SHePreTMYecKoro
Bapbepa. Ecim n pasHo 3 1 60/bWIMM 3HAYEHMAM, TO YBE/IMYEHUE SHEPTUM aKTMBALMUMW He
MeHee yem B 2-3 pasa Noc/ie TakMx nepexofosB BrojaHe npuemnemo [48,96]. B oTcytcTBue
nepexoga (1)=>(2) Esp= YTO MCK/IIOYAET NOSABJEHNE M3IOMOB Y 3TUX NpsAmbIX. Ewe pa3
OTMETUM, 4YTO TONbKO nepexoabl Tvna (1)-=>(2) gonyckatoT peskoe (MO TUMNY KPUTUYECKMX
npeBpaLLeHni) yBeNMYEHNE SHEPTUN aKTUBALLUN XMMUYECKUX PeaKLui.
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MoKaxem Tenepb, YTO Ha/MuMe gecaTypas B membpaHax MoXKeT 6bITb NPUYMHON 06pa3oBaHKUSA
LMKAMYECKMX NPOLLEccoB — nepexoaa (1)->(2) npu ogHoM MHTepBane U3ameHeHui napamerpa 9
n nepexoaa (2)->(1) — npu gpyrom. 3ameTum, YTo ANA OCYLLECTBAEHUA YKa3aHHbIX Nepexonos
He TpebyeTcs 3HAUYMTE/IbHbIX M3MEHEHWUI MOABUMKHOCTEN peareHToB M3-3a YKa3aHHoOW B (6)
HENIMHENHOM 3aBUCMMOCTM CKOPOCTM peaKkuun OT napameTpa g [JoCTaToO4HO M3MeHeHUN
NoABUXKHOCTEN peareHToB (MM TemnepaTypbl) B npeaenax 3-5%, 4To MCKAOYaeT Hago06HOCTb B
MouCKe MNpUYMH, nNpuBOAAWMX K dasoBbiM nepexogam B 0651acTn  GU3NONOTNYECKUX
Temnepatyp [4]. ObpasoBaHMe UMKNA OblIO OOHApPyKEeHO B C/Aydyae OXNa*KAEeHUs PacTeHun,
NPUBOAAWMX K NageHUo NOABUMKHOCTEN peareHTOB WM YBE/IMYEHUIO BA3KOCTM B MaTpUKce
mMeMbpaH, YTO NOKa3aHo Ha cxeme, npuBedeHHoM Ha puc. 3 [39,40]. Ha puc. 3 yKasaHbl YyeTbipe
TOYKM, COOTBETCTBYIOLME Pa3HbIM COCTOAHMAM MeMbpaHbl. B Touke 1 MM pasen MM (~ 170

uB) y cooTBeTtcTteyeT NCBC.
oxnaxaeHune

(2)
Komnnekc gecatypasbl ¢ KodepmeHToM l'g P
T2=5-6°C Ti=21-23°C
(MM2=50mB  (MM)=170 mB
2 @ -1(1) lg d
S <
= x T:=5-6°C |.5
= (Mr)s= 150 mB
g (4)
8 T.= 5-6 °C -10
= (M)s= 150 mB
(3) -15
T=5-6°C
(MM)2= 50 mB -20
fAecaTtypasa B CBOGOLHOM COCTOSIHUM
CUHTE3 NUNUAOB C HEHAChILLEHHbIMU KK 25

Puc.3 WameHeHune Temnepatypsl (T) n noTeHumanos nokos (M)
NPV oOXnNaxxgaeHnn pacTeHun.

Mpyn NnoHMKeHun TemnepaTypbl oT 21-23°C ao 5-6°C membpaHa 13 coctoaHMs 1 npeBpatlaerca
B 2, B pe3y/bTaTe 4Yero NOHUXKaeTca CKOPOCTb PaboTbl aKTMBHOrO TpaHcnopTa WMoHoBs, a MI
yMeHbLiaeTca go 50 uB Mpy oxnaxKOAeHUMW pacTeHUI YacTo NPOUCXOAMT reHepaumsa ML
[39,40]. MpunbnunkeHne Temnepatypbl K 5-6°C euie He o3Ha4aeT HapyweHue NUCBC. CornacHo
ypaBHeHUto bonbumaHa, BenmuuHa [ nponopuMoHanbHa TemnepaType, MNPU KOTOPOW
obpasyetca NCBC. Hanbonee BaxKHO TO, YTO B COCTOSIHUAX 1 1 2 BCe NJOTHOCTU pacnpeneneHuns
BEPOATHOCTEN OMMCBIBAIOTCA MOKa3aTeNbHbIMU GYHKLMAMM, U KNETOUHbIA apdeKT paseH 1
(knaccuuyeckmin BapuaHT). B coctoaHum 2 nponcxoaut nepexonq (1)—=>(2), B pesynbrate KoToporo
membpaHa nepexoauT B cOCToAHME 3. B cocTtoAaHMM 3 nmagaloT CKOPOCTM NpPaKTUYECKM BCex
peakuMin, HO He peakuuu npeBpaleHMa AunuMaos ¢ npegenbHbimu KK B avnmnabl c
HeHacblWweHHbIMM KK, YTO 03HAYaeT aKTMBaLMIO AecaTypasbl. B pesyabTaTe xo4a 3TOM peakuum
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NPOUCXOANT yBENMYEHNE NOABUKHOCTU peareHToB B membpaHe, BOCCTAaHOB/NEHWE AaKTUBHOIO
TpaHcnopTa uoHos 1 Ml — npeBpauweHme 3 B 4. O6 aKTUBaLUUM AecaTypasbl CBUAETENbCTBYET
TO, YTO CUHXPOHHO C yBenmndeHnem MI1 nponcxoamT yBennyeHme NoABUKHOCTU peareHToB npwm
Temnepatype 5-6°C [40]. YBennyeHne NOABUMKHOCTU peareHToB B membpaHax 6biio
YCTaHOBNEHO MeToAOoM GayopecueHTHOro 30H4a C MCNONb30BaHWEM nupeHa. bnarogapa aton
peakuMM MATPUKC MeMBpaH pasXKuKaeTcA, MOABUMKHOCTb peareHToB B HeM BO3pacTaer.
MpouncxoanT NpakTUYecku nosnHoe socctaHosneHve MM (150 uB) npu 5-6°C, 3a KOTOpbIM
naet nepexond (2)=>(1), HO He 3amblKaHMe UMKAA. 3aMblKaHME UMKNA NPOUCXOAUT NpU
HarpeBaHUW pacteHmn go 21-23°C, Ho npwu 3tom MMM yBennumBaeTca BCero Amwb Ha 20 uB
OcobeHHOCTb 34eCb B TOM, YTO NpPeBbIWEHNE TEMMNEPATYP PacTeHUM Bblwe 5-6°C He NpUBOAUT K
aKTMBaUMM JecaTypasbl, 4YTO, 6€3 COMHeHWs, ABNAETCA OAHMM W3 Ba*KHEWLWMX CBOWCTB
6uonornyecknx membpaH. Hanuume nepexoga (1)=>(2) ¢ nNOHWNKeHWEM TemnepaTypbl
noaTBepXAaeT M 3aBUCMMOCTb KOHCTAHTbl CKOPOCTM peaKkumn oT Temnepatypbl [39].
YCTaHOBNEHO, YTO M3/1I0M NPAMOWN B KOOpAMHaTax AppeHuyca Npoucxogut npu Temnepatype
18,5°C, yTo 3HauyuTeNbHO Honble TemnepaTypbl paBHOW 5-6°C, Npu KOTOPOW aKTUBMpPYETCS
Jecatypasa. PaKTuyecku, gecaTypasa «OXMBAeT» JUWb B y3KOM Auana3oHe TemnepaTtyp —
npubamsntenbHo, ot 5 Ao 6°C. YcTaHOB/MIEHO, YTO YKa3aHHAA Bblle 3aBUCMMOCTb KOHCTAHTbI
CKOPOCTU peakuMuM OT TemnepaTtypbl COOTBETCTBYET aKTMBHOMY TPAHCMNOPTY MOHOB, a He
aKTMBMpPOBAHUIO AecaTypasbl [39]. MOCKONbKY 3TN peakuuu OTHOCATCA K pPa3HbIM TUMNam, TO U
TemnepaTtypbl nepexogos (1)->(2), cBA3aHHble C 3aMeHOM 0AHOW MJOTHOCTU pacnpeneneHus
BEPOATHOCTEM HA Apyryto, MoryTt pasaundatbca. CornacHo (3) m (6) TemnepaTypbl 3TUX
nepexoaoB 3aBUCAT OT CTPYKTYPbl U MONEKYAAPHDBIX Pa3MepPOB peareHToB.

PaccmoTpum b6onee getanbHO ycioBua obpasoBaHus umMkna. MoacraHoBKa (6) B (5) npuBoguT K
YyPaBHEHMUIo:
. _4 ) D " "
Kog = K1 (Z= ) IE'5:) " n= 3 (10)

Echm no ypaBHeHUIO AppeHuyca C MOHUMKEHMEM TemnepaTypbl MPOUCXOAMT YMEHbLUeHue
KOHCTaHTbl CKOPOCTU XMMMUYECKOM peakuun ki, TO 3TO MOXKeT ObiTb KOMMEHCUMPOBAHO
yBennyeHnem Koaddpuumenta andodysum D, 0OyCcnoOBAEHHbIM Pa3KUMKEHMEM MaTpPUKca
MemMb6paH 33 c4yeT AOMNOJIHUTENBbHOTO 06pPa3oBaHMA B HUX NMMNUAOB C HeHacbiweHHbiMmK KK,
KaTanmsnpyemomn aecatypason [39, 40].

Peakuus, nNpuBOAALLAA K MPEBPALLEHUIO OAHWUX NUNUAOB B ApPYrue, BO3HUKAET /UWb MNpuU
[OCTUXKEHUN [0BO/SIbHO HU3KMX TemnepaTyp B OYeHb Y3KOM MHTepBajne, YTO MPOTUBOPEYMT
3aKOoHy AppeHunyca [53]. 3ToT peHOMeH — ceacTBUE ABIEHUIM OCTAHOBKM XMMUYECKUX peaKkuuii
N HUBE/IMPOBKU PEAKLMOHHOM CNOCOBHOCTM peareHToB B YKA3aHHOM Bblle peaKuumy,
npeAnonaratroLLee Hasinume No KpamHen mepe AByX KOHKYPUPYHOLWMUX peakuuii:

1) necatypasa + KopepmeHT = Komnnekc [aecatypasa-kopepmeHT];
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2) nunuabl ¢ npeaensHbiMmu KK L AMnuabl € HeHacblweHHbIMK KK, KaTaausnpyemas
aecaTtypason.

B pacTeHMAX MexaHW3M 3TUX peakuMit CNoXKHee, YeM YKasaH Bbiwe. [lpuBeaeHa nuLb
dopmanbHaa cxema. Hanbonee BaxkHoOe 3HavyeHMe UMeeT To, 4To nNpu T>5-6°C nepsan peakuma
naeT ¢ mHoro 6osbluelt CKOpoCTbo, YemM BTOpas. lepBana peakuusa NpMBOAUT K 0b6pasoBaHMIO
KOMMJIeKCa gecaTypasbl ¢ KOGEPMEHTOM — HaANOXKEHMIO 3anpeTa Ha aKTMBaLMIO gecaTypasbl.
ObpasoBaHne pgecatypasbl B cBOOOAHOM COCTOSHUM, CNOCOBHOM KaTanM3MpoBaTb PeaKUUto
npespaLLeHmMa O4HUX AUNUAOB B APYrne, CTaHOBUTCA BO3MOMKHOM TOJIbKO NOCAE OCTAaHOBKM
nepBon peakumu, T.e. nocne nepexoga (1)->(2), npuBogswero K pacnagy KOMMAeKca
AecaTypasbl C KOGEPMEHTOM — CHATUIO 3amnpeTa Ha aKTUBAUMIO AecaTypasbl. Bropas peaKkuwusa
NPUBOAMT K YBEAMYEHWUIO MNOABUMKHOCTEM peareHToB B MeMbpaHax (pasKuxeHuo) a[o
3HaYyeHUi, NnpmMBoAALLNX B UTOore K nepexoay (2)->(1) — noBTopHOMY 06pa3oBaHUIO KOMMIEKCa
KodpepMeHTa ¢ AecaTypa3oin 1 OCTAaHOBKOW BTOPOM peaKkuun.

Taknm obpasom, ecTb BCe OCHOBAHMA CYMTATb, YTO ABJIEHMA OCTAHOBKM XMMUYECKUX PeaKLmi 1
HUBE/IMPOBKN PEAKLMOHHOMN CMOCOBHOCTM peareHToB B YKa3aHHOM Bbllle pefaKumu ABASOTCA
HEOH6XOAMMbBIMU U A0CTAaTOMHLIMW YCNOBUAMU ANA 06pa3oBaHMA LUMKANYECKUX MPOLECCOB C
yyactmem pecatypasbl M KodepmeHTa. [lNepexon (2)—>(1) npuBoAUT K Xo4y peakuuii B
KMHETMYECKOM peXMMe, B KOTOPOM CKOPOCTM peakuuin onpepenaTcs peakuMOHHOM
CNoCcobHOCTbIO peareHToB, a nepexosd (1)->(2) B peXum C OrpaHUYeHHOM NOABUMKHOCTbIO
peareHToB, B KOTOPOM CKOPOCTM peaKuMi Kpome BCEro Mnpovyero 3aBUCAT U OT WX
noaBu»KHocTel. HeobxoaAMMocTb B Hanvumm KodepmeHTa onpeaenstoTca obpasoBaHMEM
3anpeTa Ha XoA4 peaKkuuu npespalleHuna O4HUX NUNUAOB B APYrMe U LUUKNA, B KOTOPOM OAMH
PEXMM XO4a PEaKUMM MEHAETCA Ha ApYyroi. YMeHblleHWe MOABUMKHOCTEN peareHToB HUKe
HEKOTOPOro KPUTMYECKOro 3HAYeHUs BCAeACTBME MafeHUs TemnepaTypbl NPUBOAUT B TeYeHue
CPaBHUTE/NIbHO KOPOTKOrO BPEMEHW K aKTMBaUMM gecaTypasbl B mMembpaHax. AKTMBauus
AecaTypasbl B PacTeHMAX MPU AOCTAaTOYHO ryOOKOM MOHMMKEHUM TemnepaTyp He BbI3blBaeT
COMHEHUI — OHa obHapyXeHa BO MHOrMx paboTax, yKasaHHbix B 063ope [20]. HakonneHue
IMNNA0B C HeHacbiweHHbiMM MK B mMembpaHax npu OU3MONOTMYECKUX TemnepaTypax
oTcyTcTByeT. OBHapy)KeHbl C/ly4an PE3KOro YBE/IMYEHUA CKOPOCTEN XMMMUYECKMX peaKkuuin ¢
NMOHUXKEHMEM TeMnepaTypbl U B HEXMBbIX cucTemax. MogobHO TOMy, Kak 3TO NpoucxoamT B
pPacTEHUAX, CKOPOCTU MNONIMMEpPM3ALMM PALA O/IMTOMEPOB PE3KO BO3PACTaloT NPU AOCTUNKEHUN
HEKOTOPbIX [OBO/bHO Y3KMX WHTEPBA/IOB TeMMepaTyp KaK CBepXy, TaK W CHu3y [26],
npuMBoaAWMX K 6e306pbiBHON (ObICTPOM) nNoAMMeEpUsauuM B pes3ynbTaTe CeNeKTUBHOM
OCTaHOBKM peakumi pekombuHaLumnm 7 AMCNPONOPLUMOHNPOBAHMA CcBO6OAHbIX
MaKpopaauKkanos [48,96]. CeneKtMBHaa ocTaHOBKa 06pbiBa LLeny NoaMmepusaumm nponcxoauT
B HEODObIYHO Y3KOM MHTepBane NOABUMKHOCTEN peareHToB (MO M3MepPeHWsM MapamarHUTHOro
30HAa (M3 - 2,2,6,6-TeTpameTunnmnepmuanH-1-okcmna) B UHTepBane 4-8-10"° <) [45,46,48,96] —
OaNbHenwee yMeHblUeHMe NoABUKHOCTU peareHToB ONATb NPUBOAUT K YMEHbLUEHUIO CKOPOCTH
noAMMepmusaLmMn Tenepb YX¥Ke Uu3-3a OCTAHOBOK peaKkuuMi pocTa uener noaMmepusauuu.
CKauyKkoobpasHble W3MEHEHMA KUHETUKM XUMWUYECKUX pPeakuuit no TUny KPUTUYECKUX
npespaLLeHUn, BEPOATHO, ABAAKOTCA OAHOM M3 OCHOBHbIX 3aKOHOMEPHOCTEN, BO3HUKAOLWMX B
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nepexoAHbIx Npoueccax OT HU3KOBA3KUX cped K BbICOKOBSA3KMM. DTOT BbIBOA, NOATBEPKAAOT U
MHOIMe NPUMEHEHUNS, YKa3aHHbIe HUMKE.

doTononumepmsyrowmeca komnosuumm (PMK), B KoTopbIXx NoAsuM»KHOCTb 13 HaxoguTcs B
YKa3aHHOM  Bbllle MHTepBase, OTAMYAKOTCA OT  OCTa/ibHbIX  PEKOPAHO  BbICOKOWM
CBETOYYBCTBUTE/IbBHOCTbIO, 4YTO MO3BOJIMNO  MCMNONb30BaTb WX ANA peleHuAa  MHOIUX
npakTuyeckux 3agady. ®MNK ¢ Takon noaBMKHOCTbIO 13 HaWAM NPUMEHEHME B NMPOU3BOACTBE
WMHTPaoKynsapHbIX nnMH3 (MON) [19,24,34-38,48,58,59,87], peHTreHoOBCKUX NuH3 [32,54,83] u
apyrux nsgenni [80,85,88,93] metoaamu GpoHTanbHoM GoTononMmepmsaumm; CKIeponiaHToB
[10,11,64,65], WHTpacTpOManbHbIX WU BHYTPMKAMCY/AbHbIX Konew [13], aHTMr1ayKomaTo3HbIX
ApeHaxel u wyHToB [5], TBEepAbix MO3roBbix obosiouek [44,57], ceToK Ansa HeHaTAXKHOWM
NAaCTUKM B XMPYPrum rpbixk GprowHomn cteHkn [1,2,33,62], a TaKKe CBETOBOAOB A/1A HOBOrO
NMOKONEeHMA neyvaTHbIXx nnat [28,43] meTogamu nnaHapHoh ¢oTonntTorpadmm; pasanyHbIX
dMUNbTPOB p[NA TeparepuoBOro Auana3oHa AAUMH BOAH W MeTa/ZIMYeCcKUX CeToKk Aans
3NEKTPONAMNOBbLIX NPMOOPOB CO CKBAXKHOCTbIO Mpubamkawowerica Kk 100% [95], B KoTopbIX
Kpome  doTonutorpadmMm  AONONAHUTENBHO  MUCMONbL3YIOT  ranbBaHONAACTUKY. Hanuume
CE/IEKTUBHbIX OCTAaHOBOK MHOIMMX peakuui no3BosifaeT OObACHWUTL MNpeBpaLLEHMA TUMMUYHbIX
MHrMbnTopoB B GOTOMHMLMATOPLI PAAUKANLHOW MNOAMMEPU3ALUM B KOMMO3UUUAX C OPTO-
6EH30XMHOHAMW U  TPETUYHbIMU aMUHaMK [66-68], 3PPEKTUBHbIX AHTUOKCUAAHTOB B
manoaddektmsHble [70,72], cNOCOOHOCTb MHEPTHbIX MO OTHOLWEHUKD K MONEKYAAPHOMY
KMCNOPOAY apOMATUYECKMX HUTPEHOB MPUCOEOMHATD K HUM MOJIEKYNAPHBIN KUCciopog ¢
obpaszoBaHMem CTabunbHbIX MNapamarHUTHbIX npoayktoB [31,55,56] ©n, BepoATHO, Apyrux
beHOMEeHOB, KOTOpble elle He BblABNEHbl B 3TUX NepexogHbix npoueccax. bes ypasHeHua (10)
TPYAHO OOBACHUTL U TO, YTO B C/ly4ae TEMJIOKPOBHbIX KMBOTHbIX KOHUEHTPaLMA AUNUAO0B C
npegencHbiMn KK B membpaHax 3HaAuMTeNbHO 6O0nblle, YeM B PACTEHMAX W XKUBOTHbIX,
KOTOpble HaxXxoAATCA B TEMN/JOBOM pPaBHOBECUM C OKpyKatowerh cpesoin. KomneHcupoBaHue
KOHCTaHTbl CKOPOCTM peakumn k;, obycnosneHHoe yBennyeHnem Temnepatypbl Npu
«nepexogax» OT PacTeHWM K TENNOKPOBHbIM MBOTHbIM, onpeaensaercs HeobXoaMMOCTbHO
yMeHblleHUA KoapoumumeHTa anddysmnmn gecatypasbl B MaTPUKCe MeMBpPaH (3aMeHOM XKUAKUX
nnuaos Ha TBepable). ObpasoBaHMe UMKAMYECKMX NPOLECCOB B MeMOpPaHaXxX TaKKe CBA3aHO CO
CTPOro onpeaeneHHon MNOABWMMKHOCTBIO AecaTypasbl, MPU KOTOPOMN peakuua obpasosBaHuA
KOMNAeKca gecatypasbl C KOGepMEHTOM eLle NPOXoAUT B KMHETUYECKOM peXxume, HO JarKe
npu ManoM yBe/IMYEHUM BA3KOCTU MATPUKCA MPOUCXOLUT Nepexos B PeXUM C OrpaHUYEeHHOM
NoABUXHOCTbIO peareHToB. C yBeAuyeHWEM WHTEepBasna M3MEHEHWN MOABUMKHOCTEN
AecaTypasbl ncyesaeT BO3MOXKHOCTb Pe3KOoro nepenaga CKOpOCTeN XMMUYECKUX peakumi. Mpu
CTAapeHUM MATPUKCA ero BA3KOCTb BO3pacTaeT, HO Onarogapa AEeWCTBUIO AecaTypasbl ee
NOABUMKHOCTb OCTaeTcA B Y3KOM WHTepBane. OTKAOHEHMA OT 3TOro MHTepBasia HeMUHYyemo
NPUBOAAT K HapyLEHUIO LMKAQ W, COOTBETCTBEHHO, rMbenn Kueoi cuctembl. OnmMcaHuio
MeXaHM3Ma aKTMBaLMK AecaTypasbl B PacTEHUAX CTONb 60NblLIOe BHUMAHUE YAENEHO B CBA3MU C
TeM, YTO B NMepBOM MNPUBAUKEHUM OH MPAKTUYECKM HUYEM He OTIMYAeTCA OT MeXaHW3ma
aKTUBaLMKM AecaTypasbl B KAeTKax XpycTaauka.
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B oTanume oT pacTeHUIN MOXKHO CYMTATb, YTO BCE MPOLECCHlI B K/ETKAX XPYCTa/IMKa NPOTEKAT
npy MNOCTOSIHHOM TemnepaType, a K YMEHbLUeHUIO MOABUMKHOCTU peareHToB B membpaHax
NPMBOOMUT XOA4 pPeakuui, MNPUBOAALMX K WX CTapeHUto. ITU pasanymsa  AO0NYyCKalT, 4TO
aKTMBaALUMA AecaTypas B pPacTEHMAX MPOUCXOAMT TONbKO MPWU MNOHUMKEHWUWM TemnepaTtypbl, a B
XPYCTa/IMKax — MNOCTOAHHO, HO NepuoAMYECcKM, Koraa B pesysbTaTe CTapeHUA yMmeHblueHue
NOABUMMXHOCTU peareHTOB He [OO0CTUMHET HEeKOTOPOro KPUTUYecKoro 3HayvyeHua. MameHeHus
NOABMXXHOCTEN PeareHTOB B KJIETKaX XPYCTasiMKa, CKOPOCTU paboTbl aKTMBHOrO TpaHcnopTa
WOHOB M, COOTBETCTBEHHO, MI1 npoucxodaT B pesynbTaTe KonebaTenbHbIX MPOLEccoB —
nepuoanyeckm MNOBTOPAIOLWMUXCA «BCMbIWEK» aKTUBHOCTWU AecaTypasbl, KOTOpble NPUBOAAT K
BOCCTAQHOBAEHWUIO NOABUXKHOCTM peareHTOB B MaTpPUKCe, aKTUBHOIo TpaHcnopTa noHos 1 M, B
pesynbTate 4Yero 3aKOHOMEPHO TMPOUCXOAMUT HaKoMaeHMe B membpaHax AuMnnaos C
HeHacbliweHHbiMM MK [18]. Mpeanonaraemble peaKkumun, obpasyroLMe 3aMKHYTbIN LUKA,
npeacraB/ieHbl Ha cxeme puc. 4.
cTapeHue lg P|(<2r)|
Komnriekc gecartypasbl ¢ KobepmeHToM

(M) (M)«
2 @ 1) lg d

§
= 5
10
2
3)  (AMe < (M) -15
AecaTypa3a/B cBOOOHOM COCTOSIHUM
-20
CVHTE3 NUNUAO0B C HeHacblweHHbIMU XKK
-25

Puc.4 Lnkn BoccTaHOBNEHUSA MOABUXHOCTU AecaTypasbl
B KneTkax xpyctanuka npu T=const.

MOCKONIbKY peaKkumn, NpUBOAALLME K CTapEHUIO MaTPUKca MemMbpaH, NPOMUCXOAAT MNOCTOAHHO,
TO M UMK/bl COBEPLUAIOTCA HEMPEPLIBHO A0 TEX NOP, NOKA B HUX €CTb AMNUAbI C Npeae/ibHbIMM
HKK. C ux ncuesHoBeHMeM NpPomnCXoamuT NoTepa CNocOOBHOCTU K BOCCTAHOBAEHMIO NOABUXKHOCTU
peareHTOB B MeMbpaHax M aKTUBHOIO TPAHCMOPTa MOHOB, YTO AOMNYyCKaeT nageHne MM o Hyns,
NPUGANIKEHME K PaBHOMEPHOMY PacnpeneneHUtd MOHOB, TMOENU KAEeTOK UM MOMYTHEHWIO
XpycTanukoB — 06pa3oBaHMIO KaTapaKTbl. Hannume konebaTenbHoro npouecca U3MeHeHUs
aKTMBHOCTW AecaTypasbl B MeMbpaHax He NPUBOAMUT K UCKAHOYEHUIO CTAapPEHMA XPYCTA/IMKOB, HO
NO3BONIAET COXPaHUTb NOCTOAHHBIM MOHHbIN COCTAB B K/IETKAX U TEM CaMbiM MPOAANTbL BPEMSA
MX »KM3HM [0 BO3HUMKHOBEHMA KaTapaKTbl. [lOCKONbKY CTapeHWe XPYCTa/IMKOB wAaeT
HenpepbIBHO, TO, XOTA W MeAJIEHHO, MPOUCXOAUT U3MEHEHMEe UX (U3UKO-MEXAHUYECKUX
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XapaKTEPUCTUK B CTOPOHY yXyAlleHUA. YKa3aHHbIM Bbille KonebaTenbHbl NpoLecc USMEHEHUSA
aKTMBHOCTW AecaTypasbl MPOUCXOAUT B TeYeHMe AO0CTAaTOMHO A/UTE/NIbHOTO, HO KOHEYHOro
nepuoga BPEMEHM, KOTOPbIM MOMKET 3aKOHUYMTbCA TO/NIbKO 06Opa3oBaHMEM KaTapaKTbl.
Ob6pasoBaHMe KaTapakTbl — 3TO HeobpaTUMbIA MPOLECC, MWCKAKYAOWMNIA BO3MOMKHOCTU
BOCCTAHOB/IEHMA 3pPEHMA NYTEM MeANKAMEHTO3HOIO JiedeHusA. BoccTaHOBAEHUE 3peHMS MOMKHO
A0CTUYb INWb ONEepPaLMOHHbIM NyTeM: YAaNeHMEM KaTapaKTbl C NOCAeAYIOWeEN MMNAaHTaUMEN
B8 rna3 MO [23,77,84]. He uckaoueHo, YTo B OyaylLLlem CTaHET BO3MOMHbIM W BblpallMBaHue
HOBbIX XPYCTa/IMKOB B I/1a3ax C MOMOLLbIO K/ETOYHbIX TexHoM0rMn [7,16,29]. Yem meHblle nyTb
OT TOYKM 3 K 4, TeM MeHblle WM3MeHeHMe MNOABMUMKHOCTEN peareHToB, CKOPOCTU paboTbl
aKTMBHOrO TpaHcnopTa MoHoB, MI1 1, cnegoBaTesibHO, NPMPOCTa ANNMUAO0B C HEHACLILEHHbIMU
K B membpaHax Bo Bpemsa 04HOro UuKAa, YTo npeanosiaraer masable amnanTyabl KonebaHui
3TUX BEINYMH.

Kpome nepeynmcneHHoro B XpycTa/iMKax MNPOXOAAT WM NPOLECCbl AENEHUA KNeTOK U WX
OCTaHOBKMW. Mosaraem, YTo AefieHMe KAEeTOK NPUBOAUT HE TONbKO K UX PasMHOMKEHMIO, HO U
NPOTUBOAENCTBYET CTapeHuto. MOCKONbKY HEeT MHOW BO3MOMKHOCTU KPOME KaK M3MeHeHuA
NoABUXHOCTE peareHTOB B MaTpuMKce B  pe3y/nbTaTe o06pa3oBaHUs AUNUMAOB C
HeHacbllWeHHbIMKU KK, TO paHO UKW NO34HO BCe nMnuabl ¢ npeaenbHbiMu XK B membpaHax
[OJ/IKHbI cHe3HyTb. HeobxoamMm BO3BpaT B NepBOHaYaibHOE COCTOAHKUE, YTO, Npeanoaaraem, 1
NPOUCXOANT NPU AeNeHUN KNeTOoK. MICKAtoYeHne HenpepbiBHOMO POCTa CUCTEMbI, B TOM YnUCae U
XPYCTa/IMKOB, MOET BbITb CBA3aHO TO/NIbKO C Ha/IMUMEM MEXaHM3MOB, KOTOpble NMPUBOAAT K
OCTaHOBKe [AefieHMA KneTok. OHM HeobXxoAuMbl, HO MexaHWU3Mbl WX [eWCTBUA paHee
NPaKTUYECKN UTHOPUPOBAM.

[lonyckaem, 4To B MembpaHax ecTb iMnuApl ¢ npegenbHbiMmu XK B KonnuecTse Ny, M AMNUAbI C
HeHacblweHHbIMKU KK B KomnyecTBe Myey (Nnp + Muen = N). B TeUEHME XKU3HM KNETKM YacTb 13
avnugos ¢ npegenbHbimn KK npespawatotca B Avnuabl € HeHacbiweHHbimn K. Ecau
Muen=Mpp, TO COCTaB membpaHbl nocne aobasnenna B HUX N = Npp + Mpp MCKAOYNTENBHO TONBKO
annnaos ¢ npeaenbHbiMn KK 1 nocneayrowmm aeneHnem KNeTkm Ha paBHble YacTu paBeH:

T.e. TOT }Ke pe3ynbTaT, KOTopbll Obln NepBoHavanbHO. MpU AeNeHUN KNEeTOK KaxAabl pa3 B
reoMeTpPUYeCcKon Nporpeccum B ABa pasa YMEHbLIAETCA YMCA0 KCTAPbIX» AUNUA0B. 3amMeHa B
MeMbpaHe «CTapbIX» AMNUA0B Ha BHOBb CUHTE3UPOBaHHbIE NNUAbLI UCKAKOUUTENBHO TONBKO C
npegenbHbiMu KK No3BO/MAET COXPaHUTb COCTaB M CTPYKTYpy MaTpuMKca — nNpensTcTsyeT
YBENNYEHMIO YNCNA KUCMTOPYEHHbIX» IMNUAO0B B pe3y/bTaTe TEPMOOKUCIUTENbHOW AECTPYKLMM
MaTpUKCa W [EeNCcTBMA BCeX APYrMx BHeWHWX ¢aKkTopos, Hanpumep, paguauuun. [Ona
NPOTUBOLENCTBUA CTapeHUo HeobXoAMMO, 4YTOObI CKOPOCTb AEeNeHWUA KAEeTOK 6blia MHOro
60/1blLe CKOPOCTU CTapeHMA MATPUKCA MeEMbBPaH.
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OcyuwiecTBneHve ageneHua KAeTOK NpuMBOAMT K 0Opa3oBaHUIO UMKNA, B pe3y/abTaTe KOTOPOro
nepuogmyeckm B npotusBodasze MNpPonUCXoaAT M3MEHEHMA aKTMBHOCTEM Yy JecaTypasbl M
pa3/IMYHOro poaa CUHTa3 (GepMeHTOB), OTBETCTBEHHbIX 33 CMHTE3bl INNUAOB C NpesenbHbIMU
K n apyrmux obpasosaHuii [76,89,101]. [lecatypasa NnpMBOAMUT K YBE/IMYEHUIO NOABUKHOCTEN
peareHToB B MeMbpaHe, a CMHTa3bl — K YMEHbLIEHUIO UX NOABUMKHOCTEN. [TocnenHee aBnAeTcs
CNeACTBMEM CUHTE3A /IMNMNA0B UCKAOYMTENBHO TONbKO € npeaenbHbiMu K. C yBennyeHnem
OTHOLWEHWA Myen /Nnp NPM N = const Npu NOCTOAHHOM CKOPOCTU NPeBpPaLLEHNA OAHUX AMNUA0B
B ApYyrMe 3aKOHOMEPHO AOJ/IKHO ObiTb BO3pacTaHMe CKOPOCTU AeneHusa KnetoKk. K geneHuio
KNEeTOK NpMUBOAAT ceaytolme peakumm (puc. 5):

1) avnuapl ¢ npegenbHbiMn MK B aunuabl ¢ HenacbiweHHbIMK XK, KaTanmsmpyemas
hecaTtypasou;

2) [ecatypasa + Komnnekc [KodpepmeHT — depmeHT] S Komnaekc [KopepmeHT —
AecaTypasal + pepmeHrT;

3) depmeHTbl, NPUBOAALLME K CUHTE3y NMNUAO0B C npeaenbHbimu KK 1 Bcex Apyrux
06pa3oBaHui B K/IEeTKe, a fafiee K AeNeHUIO.

Mo 3Toi cxeme B MepBON peakuMn ABUMKEHME PeareHToB B aKTUBMPOBAHHOM COCTOSHWUU
ONMCbIBAETCA MJIOTHOCTbIO pacnpefenieHma BepoaTHocTen (2), YyTo npeanonaraeT NpoTeKaHue
MX C MaNiol CKOPOCTbK, MHOIO MEHbLLEer, Yyem ecivM Obl 3Ta peakumsa LWAa B HU3KOBA3KUX
pacTBOpax. JTOM peakuuu npealecTsyeT nebAOKMpOBaHME pecaTypasbl, CKopee Bcero, B
pesynbTate obpaTMmon peakumm 2). B xome nepBoM peakuum MNPOUCXOAUT Pa3KUMKEHUE
MaTpUKCca, NPUBOAsALLEro B UTore K nepexoay (2)->(1), obpasoBaHMo KOMMIEKCa KODEPMEHTA C
AecaTypa3om 1, COOTBETCTBEHHO, ee OCTaHOBKE, HO X004y peaKkuuii 3) ¢ 60NbLIMMKN CKOPOCTAMM.
Bo BTOpOM peakuum npu nepeHoce KodepmeHTa cneBa HanpaBo obpasywTca pepmeHTbl B
cBOBOAHOM COCTOSIHMW, OTBETCTBEHHbIE 32 CMHTE3 MNMAO0B C npeaenbHbiMn KK, u gpyrue
peakuuu, NpuBogAwMeE K MHbIM 0OpasoBaHUAM (Agep, MUTOXOHAPWUIN, pubocom M apyrux).
ObpasoBaHne nAunuaos ¢ npeaenbHbimyu MK B pesynbrate xoda peakuuin 3) npuBoAMUT K
NMOHUXKEHUIO NOABUKHOCTEN peareHTOB B MembpaHe A0 3HAYEHWUI, NPU KOTOPbIX NPOMCXoaunT
nepexos (1)=>(2). C NoOHMXKEeHMeM MOoABWMMKHOCTM peareHToB A0 OnpeneneHHOro YpPOBHSA
NPOUCXOANT He ToNbKo nepexon (1)->(2), HoO n geneHne KNeTkU. Peskoe nageHuWe cKopocTen
peakuuit 2) n 3) nocne nepexoga (1)->(2) onatb npuBoaUT K 06pa3oBaHUIO AecaTypasbl B
cB0604HOM COCTOAHUM M BO30OHOBAEHMIO NepBOM peakumun. Mpoueccbl, KOTopble NPUBOAAT K
OENEeHUI0 KNeTKM, COOTBETCTBYIOT UMKAY Ha puc. 5. CoctosiHMA 1 M 2 HaAxoAAaTCs Ha HUMKHEWN
KpUBOW, rae KneTo4uHbln 3dpdeKT paseH (3) unum (6), a 3 1 4 — Ha NPAMOM, Ha KOTOPOI KNETOYHbIM
addeKT npakTuyeckn paseH 1. OTMETUM, YTO B pe3y/abTaTe 3TOro UMKAA M3 OAHOM «CTapom»
KNeTKn obpasyloTcs ABe «HOBble», COCTaB MaTPUKCA KOTOPbIX OTAMYEH OT «CTapoW», HO B
naeane «HOBbIe» KNETKU HE OT/INYAIOTCA APYr OT Apyra.

Takon mexaHu3m AdeneHna KNeToK noAaTBepXAaloT pe3ynbrtaTtbl, NnojyvyeHHble Ha OCHOBaAHUU
KNETOYHbIX TEXHONOTUN. YCTaHOBNEHO, 4YTO CKOPOCTb AeneHUA KNeTOK NponopumoHasbHa
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aKTMBHOCTK y AecaTypasbl [90]. Mepexog (1)—>(2) AaBnaeTca TemM «KypKOM», KOTOPbIN NPUBOANUT
K CTapTy AeNeHUs KNETOK, YTO U OBBACHAET YKa3aHHYH Bbilie 3aKOHOMEPHOCTb. YCTAaHOB/EHO,
4YTO MHrMbMpOoBaHMe AecaTypasbl MPUBOAMUT K NPEKPALLEHUIO AENEHUA KNETOK U COXPaHEHWUIO
U3HM CUCTEMbI B TEYEHWe ANUTENbHOrO0 BpPeMeHM (BO3HMKHOBEHWIO anonto3a —
3anporpammupoBaHHoi rmbenn knetok) [90]. CoBcem MHOE NPOUCXOAMUT B C/y4Yae yAaneHus
KopepmeHTa M3 membpaH (ckopee Bcero obpasoBaHMA KOomnnekca KopepmeHTa C KaKMM-TO
coegMHEHMEM, HO He JecaTypas3ol — Mo CywecTBy, ero 6/10KMPOBaHMEM), UYTO [AOJIKHO
npuBOAUTbL K 6€30CTaHOBOYHOMY XO4y peaKkunin o6pas3oBaHUA AMNNLOB He TONbKO C
HeHacblweHHbIMM K, HO 1 ¢ npeaenbHbiMM KK (HapyweHuto uunkna). Mpu 610KMpPOBaAHUM
KodepMmeHTa Mcye3aeT 3anpeT Ha CUHTE3 NIMNUAO0B C HeHacblweHHbiMM KK, 4To McKatovaeT
nocnefoBaTeNbHOCTb B CMHTE3aX OAHMX AUMNMAO0B 33 Apyrumu. B utore ato npuBoauT K
COKPALLEHMIO BPEMEHU XU3HM KNETOK — YCKOPEeHUI0 ux pgeneHuna. HekoHTpoaupyemoe
YCKOpEHWe AeneHMA KNEeTOK NPUBOAMUT K paKy. ITOT BblBOA, COOTBETCTBYET TOMY, YTO, €C/IN B
HEePaKOBbIX KNeTKax KOHUEHTpauma npegenbHbix KK oyeHb HM3Ka, TO B OMYyXOJIeBbIX K/AETKaX,
HaobopoT, OHa KpaiHe BbicoKa [75,82,86,91,92,94,98,99]. NMocneactsma peakumin, npuBogaLmx
K MHrMBMPOBAHUIO AecaTypas M yAaNneHuto KopepmeHTa CUAbHO PAas3/INyatoTCcA — B MEpPBOM
CNyYyae nNpekpalLaeTca AeneHne KAeToK, HO MX XKM3HEeCNoCOOHOCTb MOXKEeT COXPaHATbCA B
TeYeHMe ANUTENIbHOTO BPEMEHM, TOrga Kak BO BTOPOM C/yvae feNleHue KNeToK He
npeKkpaLwaeTcs, a AaxKe YyCKopAeTCA.

OAHO3Ha4YHO, YTO CeneKkTuBHoe MHFMGMpOBaHMG AecaTypa3bl MOXET NpnBoaunTb K OCTaHOBKe
npouecca AeneHmAa KNeTOK C COXpaHeHunem ux KM3HECnocobHocTH. OpfgHaKo, BO3MOMKHO U
BpeMeHHOoe «OTK/IIoYeHMEe» aKTUBHOCTU Y AecaTypasbl. [1OCTOAHHOE «OTKAOYEHME» aKTUBHOCTU
Y AeCaTypa3bl MOXXHO PAaCCMaTpuUBaTb KaK €€ CENEKTUBHOE VIHFVI6MpOBaHl4€. OTCVTCTBMG TakKnx
KOTK/NIOYEHNIM» aKTUBHOCTU y Aecatypa3bl UAN UX VIHFM6VIpOBaHMFI BMNoOJIHE MOTYT 6bITb
NMPUYNHaMM 6ecKoHeYyHoro AeNeHnA KNEeTOoK, 4TOo AoNnyCTMO B OAHOKNETOYHbIX, HO UCK/ZTIOYEHO
B MHOMOK/IETOYHbIX MBbIX cuctemax. EcTb HeO6XO,£I|VIMOCTb B peryanposaHnn npouecca
AeNneHnA KNeTokK, onpeaenarwero poCct XUBbIX CUCTEM. OueBMgHO, 4TO A1A TaKoro
perynnpoBaHnAa HEO6XO,CI,MMO Haanyme MmMexaHn3mMoB «OTKKOYEHUA» U «KBKJKOYEHUA»
dKTMBHOCTU Yy AecCaTypa3bl NN CenekTnBHoe VIHI'VI6VIpOBaHVIe MX KaKMMUN-TO CoeaAUNHEHUAMMN.
«OTKNOYEHMNE» AKTUBHOCTU y Aecatypas3bl d)aKTVI‘-IeCKM O3Ha4aeT OCTaHOBKY npouecca geneHuma
KNETOK, YTO XapPaKTepHO ANnA MaTpPUKCa MeM6paH, B KOTOPbIX BA3KOCTb Bbllle HEKOTOPOro
KPpUTNU4YeCKOro 3HayveHuA. 10 cnpaseagsinBo, HO BOMPOC O MeXaHU3IMaX «OTKAKYEHUA» U
«BKNKHOYEHUA» aKTUBHOCTU Y AeCaTypa3dbl OCTAETCA OTKPbITbIM.

MOKHO MPeAnooUTb, UYTO «OTK/IOUYEHME» U «BK/IIOYEHME» AKTUBHOCTM Yy JecaTypasbl
3anporpammupoBaHbl B MoseKkynax [HK — cBoero poga xpaHuauwax uHbopmauuu, HO
MexXaHW3Mbl UX AeNCTBUA HensBecTHbl. Kpmeble No ypasHeHUam (3) u (6) gonyckatoT, 4To gaxe
CPaBHUTENBbHO HEDO/bLLOE MOHUMKEHME NOABUMKHOCTU AecaTypasbl B MaTPUKCe, Hanpumep, us-
33 YBE/IMYEHWA B HeW BA3KOCTU, MOXKET NPUBOAUTb K HEMNponopuMoOHanbHO 6onbwnm
NafleHMAM CKOPOCTU pPeakuuu MpeBpalleHMa Annugos ¢ npegenbHbimu KK B avnuapl c
HeHacblweHHbIMM MK — cneactene HeNMHEMHOM 33aBUCMMOCTM KneTodHoro 3sddekta ot
napameTpa g (puc. 2). Kpome 3TOro, BennUMHa KNETOYHOrO 3pdeKkTa B UMKNe HA puc. 5,
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OTBETCTBEHHOrO 3a AeNeHne KNETKW, ONpesenAeTca U MNosjoKeHnem MHTeppana, B npegenax
KoToporo npoucxoaut nepexon (1)—>(2). Bo3spacTaHue cTeneHn HEHUHENHOCTU ISTOM
3aBMCMMOCTM MPOUCXOAUT NPU CABUIe 3TOTO Nepexosa B CTOPOHY MasbiXBHaYgHME NnapameTpa
6 . Hanvuue TaKoro caBura B COOTBETCTBMM C ABNEHUEM HVIBenVIpOBK\VpreaKLI,VIOHHOI\;I
CNOCOOHOCTN peareHToB MNpeAnonaraeT, 4YTO KAETOYHbI 3PpdeKT

const* 1/k;, T.e. CKOpOCTb 3Toil peakumm npu nepexoge (1)->(2) pesko ymeHbllaeTcs C
yBe/IMYeHMEM pPeaKuMOHHOM cnocobHOCTM pecaTypasbl. He cnepyetr aymaTb, YTO BA3KOCTb B
MaTPUKCE He 3aBUCUT OT COCTOAHMA LMUTONNA3Mbl. Aacopbuma pasnnyYHbIX COegUMHEHUA Ha
BHYTPEHHel cTopoHe mMeMbpaHbl, NPeacTaBAAOWMNIN cobon BuannuaHbiA cnon, HemsbexkHo
MOXET NPUBOAMUTL K 33aBMCMMOCTW BA3KOCTM MATPMKCA OT COCTOAHMA uuTonnasmbl. Manas
TONWMHA MembpaH sABAAeTCA HeobxoAMMbIM YyCN0BMEM ANA 3TOM 3aBUCMMOCTM, MOCKONbKY
TaKoe apMupytolLee AeENCTBME OT Pas3/INYHbIX COEAUHEHUIN B HEM PACNPOCTPAHAETCA IUWb Ha
paccToaHMA NPUBAM3UTENBHO paBHble gaMHam rMapodobHbIX Lenoyek B aAMnupax. Banaxue
apPMUPYIOLLETO AENCTBUA NOAMMEPA Ha NOABUMXKHOCTb peareHToB B cnosax PrK yctaHoBneHO B
[47,50].

lg P&
CMHTE3 NMNMAOB € NpeaenbHbiMmn XKK g Fkn

KomMnnekc Aecatypasbl ¢ KobepmeHToM

2(nnp+mHeH); (nnp-mnp+2mHeH);
-2 @ 103 _ lg &
S
< 5
ol Q.
5 )8
% (nnp'mﬂp+2mHeH); '1 0
(1) (n”P+mHeH); _1 5
(1I) (n”p+mHeH); _20

gecartypasa B cB06OAHOM COCTOSIHUM

CUHTE3 NUNMAOB C HeHacblWeHHbIMN KK -25

Puc.5 Uwukn, npuBogswmi K AENEHNIO KIETKN.
MameHeHMe cocTaBa NMnuaos B MembpaHe ( Mues=Mnp).
Nmp - NUNUAbI ¢ NnpegenbHbimn XKK;
Mees - MUANAbLI C HEHAcbIWEHHbIMK XKK.

dopMmanbHO, CXemMa peakumii Ha puc. 6 npeanoiaraeT Kak BOSMOXHOCTU Ae/IeHUA KNETOK, TaK U
OTK/IIOYEHMAY» AKTUBHOCTU Y AecaTypasbl.
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CUHTE3 NNNAOB ¢ npeaenbHbiMn KK |_g P|(<2r)|

komnnekc gecatypasbl ¢ KodepmeHToM

2(nnp+mHeH); (nnp-mnp+2mHeH);
-2 (4) 1) _ lg &
§
S 5
g
3
% (nﬂp'mnp+2mHeH); -1 0
(1) (n”p+mHeH); _1 5
(5) (1|) (n”p+mHeH); _20

Aecatypasa B CBOGOLHOM COCTOSIHUM

CUHTE3 NUNUAO0B C HEHacbIWeHHbIMU KK 25

Puc.6 Lukn,npuBogawmm K geneHnto KNeTkn 1 eé OCTaHOBKM.

Mpespawenua 1 72 =3 =4 —=1 ;1 5 npusogar Kk genenuto knetkm,a L 2?3 ys5 b 1
«OTKNOYEHUIO» U KBKOYEHUIO» aKTUBHOCTM Y AecaTypasbl. CneayeT ob6paTuTb BHUMaHME Ha
TO, YTO Ae/IeHMEe KNEeTOK NPOUCXOAMUT B CTPOrO onpeae/ieHHOM MHTepPBasie OTHOLWEHU IMNNa0B
C HEeHacblWeHHbIMK 1 NpegenbHbiMu KK, yKasaHHOM Ha puc.5 1 6. 3To npeanonaraeT, 4To gns
npespawerHnin 1 = 51 5 1 HeobxoaMM AOMNONHUTENbHBIN BaKTOpP, KOTOPbLIN Bbl NPpUBOAUN
K WM3MEHEHMI0 BA3KOCTM B MaTPUKCE, HE CBA3AHHbIM C HApPyLWeHMEeM YKa3aHHOro Bblle
WMHTepBasa. [onyckaem, 4YTO BA3KOCTb B MaTPUKCE 3aBUCUT HE TONbKO OT COOTHOLUEHWUSA
YKa3aHHbIX Bbllle AMNUAO0B, HO WU COCTOSHMA LMTOMNa3Mbl (BA3SKOCTM U COCTaBa BK/HOYEHUM B
uMTONNa3My, cnocobHbix OKasbiBaTb apMupytoLLee AencTBue Ha membpaHy). Takoe cocToaHue
MOXHO pacCMaTpMBaTb KaK CBOEro poaa «caaraemoe» ([0oNOoNHUTENbHbIN «BKNAA»), 3HaYeHne
KOTOPOro MONOXUTENIbHO UM OTPULLATENBHO M 3aBUCUT OT KOJIMYECTBA U KAYeCcTBa BKJIOYEHU
B LMTON/a3My, KoTopoe A06aBnAeTCA K BASKOCTU B MATPUKCE U ONPeaenaeTca KCYMMOMN» 3TUX
Be/IMYMH. B ntobom cnyyae, ecam UCXoa4mTb U3 TOFO, YTO B HOPMAJIbHOM COCTOAHUM KAETOYHaA
memMbpaHa OCTaeTcA «3anepTom», TO MaTepuasbHbli OOMEH KNeTKM C BHelHel cpenom
HeBO3MOXeH 6e3 o06pa3oBaHMA cneuvanbHbIX «KaHanoB», KoTopble 6Obl onpegenanu
NPOHULAEMOCTb MemMbpaH MO OTHOLWEHWIO K Pas/inyHbIM coeauHeHuAam. ObmeH nobbimn
COEANHEHUAMM LMUTOMNMAA3Mbl KNETKM C MENKKIETOUYHbIM MPOCTPAHCTBOM ONpeaenseTca He
TONIbKO MPOHULAEMOCTbIO MEMOPAH, HO U PasINuMEM B XMMMUYECKUX MNOTEHLMANaAX B HUX.
Bonblee 3HaYeHNE XMMUYECKOTO MOTEHLMANG B MEXKKIETOYHOM NPOCTPAHCTBE MO CPAaBHEHUIO
C UMTONNA3MOWN KAETKM MPUBOAMUT K MOTOKY COEAMHEHMW B K/AETKY, @ MeHbllee 3HaYyeHue —
HaobopOT, K OTTOKY BELLECTB M3 UMTOMNA3Mbl B MEXKNETOYHOE MPOCTPAHCTBO. BepoATHO,
cnepytolee: Kak yaaneHne KodbepmeHTa, TaK U OTCYTCTBUE «OTKAOYEHUA» aAKTUBHOCTU Yy
AecaTypa3bl MOXET NpMBOAMTL K PaKy, HO ero npuyMHbl WU NOCNEACTBUA PA3/UYHDI.
MpeKpalLieHne pocTa OMNyxosieil MOXKHO OCYLLeCTBUTb KaK AebnoKMpoBaHMEM KopepmeHTa B
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pe3ynbTaTe OTTOKa ero 6,10KMPaTopPoB (A408B) U3 KNETKM, TaK U MHTMOMPOBAHMEM, CKOpee BCero,
cuHTas [76,89,101]. NMocnegHee rybutenbHO ANS XKMBbIX CUCTEM, MOCKO/IbKY MHIMOMpOBaHUE
CMHTA3 NpMBOAMT K OOPa30BaHUIO HE TONbKO TOKCMKONOTMYECKMX peaKkuuin, HO U noTepe
NUCTOYHMKOB XMMMUYECKOM 3HEPrnn. K yBesIMYeHMI0 NPOHMLLAEMOCTM MeEMOPAH MOXKET NPUBECTH
Kak ymeHbweHne MI, Tak 1 gelncreme cneumanbHbiX TOPMOHOB, AOMNYCKAOWMX CENEKTUBHYHO
NPOHULAEMOCTb MX MO OTHOWEHWIO K Pas3/IMYHbIM COEAUHEHUAM, B TOM 4ucne, U Boae. B
06pa3oBaHMM «KaHANOB» A5 BOAbl Y4YaCTBYHOT aKBanopuHbl (6enKku), KoTopblie CeNeKTUBHO
NPOMYCKaloT TONIbKO MOJIEKY/bl BOAbI [4]. Ba’KHO, YTO «OTK/IIOYEHUE» aKTUBHOCTU Y AecaTypasbl
MMeeT CMbICA TONbKO MpU Hanuumm aencrisytowero KopepmeHta B MembpaHax. Yaanenue
KodepMeHTa NPMBOAUT K HAPYLEHUIO UMKAQ, NPEeACTaBNEHHOro Ha pUcC. 5 n HenpepbiBHOMY
OENEeHUI0 KNneToK. MNOoKaxKem Janee, YTo K «BK/IIOYEHUIO» W KOTK/HOYEHUIO» AKTUBHOCTM Y
AecaTypasbl NPUBOANT U3MEHEHME BOAHOIO 6anaHca B XpyCTa/IMKAX, KOTOPOE HEMbICIMMO 6e3
ob6MeHa BOAO0M C [/1a3HOM XKUAKOCTbIO (BHELWHEN cpeaoit).

Mpu pasmeLleHNN XPYCTaMKa B XKECTKOMN Kancyne, He ABNAIOLWLENCA CyLWeCcTBEHHbIM Hapbepom
ans obmeHa BoAbl C rNA3HON XKUAKOCTbIO, AeNleHNe KNETOK B HEM B UTOre AOJ/I)KHO NPUBECTU K
YBE/IMYEHUIO TUAPOCTATUYECKOTO (TYpropHOro) AaBAeHUs WM XMMMYECKOro noTeHuMana B
Kancyne A0 NOJIHOTO 3ano/IHEHMA ee BHOBb OOPa3’0BaHHbIMM MPU AENEHUN KAETKaMM.
MockonbKy ntobble MOTOKM CaMOMNPOM3BONBHO MOTYT WMATM TONIBKO B CTOPOHY MEHbLUNX
3HAYEHUM XMMMUYECKOrOo MOTEHLMaNa, TO COXPaHEeHUEe AeNleHMA KNeTOK B Kancyne HensberkHOo
AOJ/IKHO NPUBECTM K NOTOKY BOAbI M3 KAMCy/bl B T1a3HYHO KUAKOCTb, MPUBOSALLEMY K NoTepe
BOAbl B KNETKax XpycTanuKa. oTepa BOAbl B 3TUX KAETKAX MPUBOAUT K YMEHbLUEHUIO WX
06bema W, CNefoBaTeENbHO, NPU AOCTATOYHO BOMBbLIMX KOHLEHTPALMAX 6eNKOB B HUX (~32% ) k
YBE/IMYEHUIO BA3KOCTM B LWUTOMNNAA3Me, YTO BMOJIHE MOMKET ObiTb MPUYMHOM KOTKAOYEHUAN
aKTMBHOCTW y AecaTypasbl. YMeHblUeHMe 06bema KNeTOK CBA3AHO C TAaKUMMU U3MEHEHUSAMM UX
$opMbl, NPM KOTOPbIX MNAOWAAb NMOBEPXHOCTU KNETKM MPAKTUYECKU OCTAETCA MOCTOAHHOM —
KNETKM YMNAOLWAKTCA, 4YTO COOTBETCTBYET W3BECTHbIM daKTam. YBenuMyeHue BA3KOCTU B
uMTONNa3Me KNeToK He0bX0AMMO TaKXKe M A5 NOBbILWEHMA NOKa3aTena NpenoMeHns cBeTa B
XpYyCTasnMKax Mo CPaBHEHWUIO C MOKasaTesieM MPeNOMAEHUA TNAa3HOW MKUAKOCTU — MHaye
OTCcyTCTBOBaNO 6Obl (GOKycMpoOBaHWE cBeTa Ha CeTYyaTKy rnasa (Hactynuna 6bl cnenota).
MHTepecHO, 4TO B uUMTONNA3Me STUX KAETOK B OCHOBHOM HaxXxoAMUTCA KPUCTaNAuWH (6enok),
ob1afalolWmnii Mano cnocobHOCTbIO K HabyxaHUIo B BoAe, YTO HeObXoaAMMo A/a Toro, 4Ytobbl
BA3KOCTb B LMTOM/IAa3Me 3TUX KNETOK Oblla MPAMO MPONOPLMOHANbHA PA3HULLE XMMWUYECKUX
NOTEHLMANOB B KNETKAX U MMa3HOM }KUAKOCTU.

MpeacTaBneHHbIM HA pUC. 6 UMKA Npeanosaraet He TONbKO «OCTAaHOBKY» Ae/eHUA KNeTOK B
pe3ynbTate nepexoga 1->5, HO u nepexoa 51, B pe3ynbtate KOTOPOro AO/IKHO MPOUCXOLUTb
BO30OHOBNEHNE AeNeHUA KNEeTOK. ITO XOPOLWO COraacyetca C WU3BeCTHbIMW ¢dakTamu. Bo-
nepsbix, 6€CCNOPHO, YTO XPYCTa/NMK B npouecce ambpuoreHesa pasBMBAETCA U3 IKTOLEPMbI,
BEPOATHO, A0 nepexoga 1-»5, HO nmocne ero cTaHoOBAeHMA (Pa3BUTUA) AeNeHWe KNEeTOK B
3KTOA4EpPME NpPEeKpPaLLaeTca NOMHOCTbIO, HO COXPAHAETCA B 3MUTENIMWU, KOTOPbIN pacnonaraeTca
Ha nepeaHen cTeHKe Kancynbl [17,22,100]. CoxpaHeHne CNOCOBHOCTM K AEeNeHUID KNeTOK B
30HE 3NUTENUA Mbl CBA3bIBAEM C KOMMEHCMPOBAHMEM MPOLECCOB, NMPUBOAALLUX K CTAPEHUIO
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XpYyCTanuKkos. Mpu cTapeHnn XpycTasMKoB 3aKOHOMEPHO yBEeMYEHME B HUX MONAPHbLIX rpynn,
YTO HEeu3beXXHO NPUBOAMUT K YBE/NIMYEHUIO BA3KOCTM KaK B MaTpuKce membpaH, Tak W
UMTOMNNA3Me KJETOK M3-3a [JaNbHellero yMeHbweHuA («ycbixaHua») obbema KAeToK
XpycTanuka, obycnoBNeHHOro COKpaLLeHMEM OJIMH MEXMOEKYNAPHbIX cBA3ei. B pesynbTaTe
TAKOro yMeHbLeHUA Mx obbema BCAeACTBME OTCYTCTBMA CMOCOOHOCTM K CXKATUHO Kamncy/bl
OOMKHO Obl NPOM3OMTU NaZEeHWE XMMUYECKOTO NOTeHUMana B XpycTasnKe U BO3HUKHOBEHUE
NMoToKa BoAbl B OOpaTHOM HanpaBAeHUM (OT BHEWHeEW cpegbl K XpycTasnKam), a,
cnepoBaTesibHO, M YMEHbLIEHUIO BA3KOCTM B LIMTOMIA3Me 3TUX KAETOK. JNA yCTpaHeHUA 3TUX
HeXKenaTeNbHbIX NPOoLeccoB N HeOH6X0AMMO «BKAOYEHME» AecaTypasbl B TE4EHME HEKOTOPOro
BPEMEHM, NPMUBOAALLETO K AENEHUIO KNETOK B YKa3aHHOM Bbllwe 30He. BHOBb 0bpa3oBaHHbIe
npu AeneHnn KAeTKM HeobxoAMMbl p[NA  BHEAPEHMA UMX B XPYCTaAMK  (3anosHeHus
obpasoBaBWMUXCA MNYyCTOT B pe3ynbTaTe CTapeHus), 4Tobbl BOCCTAHOBUTb B HEM
rTMAPOCTATUYECKOE OaBNEHWE U XMMMUYECKUI MOTEHUMan, 4To cornacyerca ¢ ¢oTorpadpmamu,
npeacrasneHHbiMu B [17]. Hannumne Koppenauym mexay BA3KOCTbIO B KAETKaxX XPYCTasMKa U
aKTUBHOCTbIO Yy AecaTypasbl B MembpaHax NpMBOAMT K TOMY, YTO NPU YMEHbLUEHUW BA3KOCTU B
UMTOMNNa3Me «BKIKOYAETCA» aKTUMBHOCTb Y AecaTypasbl, a NP yBEINYEHUUN ee — MPOoUCXoamT
«OTK/AtOYEeHMe». ITOT Mpouecc HanomuHaeT paboTy TepmocTaTa, B pe3y/ibTaTe KOTOPOro
COXPAHAIOTCA pa3mepbl XPYCTa/IMKOB M KPUBMU3HA €ro ONTUYECKMX NMoBepxHOCTen. Bo-BTOpbIX,
€CTb [aHHble, KOTOpble CBMAETENbCTBYIOT O TOM, 4YTO BbIPAaBHMBAHWE TUAPOCTATUYECKUX
OABNEHUIM B Kancyne U BHEWHEN cpene M3-3a HapylweHUsa UX repMeTUYHOCTU, B YACTHOCTH, B
XO/Ze 3KCTPAKLUMM KaTapaKTbl NyTEM Kancy/0peKcmca, NPUBOANT K AEeNEeHUI0 KNETOK XpyCTanunKa.
Ecnun B rnasy ocTatoTcA OCTATKM XPYCTAa/IMKOBOM MaccCbl, TO OHW B pe3ynbTaTe AeNeHUA KNeToK
MOTyT «npopactatb» mexay MOJ1 n 3agHein CTeHKOM Kancy/bl B BUAE HEMPO3PaYHbIX LIAPOB
AfamioKa-dnblHMIa, NPUMBOAAWMX K TaK HasblBAaeMol BTOpPUYHOM KaTapakTte [100].
CnepctBrMem HapyLeHWs repMeTUYHOCTU Kancy/ibl MOXeT 6biTb TOIbKO YMEHbLUEHME BA3KOCTH
B UMTOM/NA3Me KNeTOK M3-3a MPUTOKA K HMUM BOAbl. MMOHMKEHME BA3KOCTU B KNETKaX HuKe
HEKOTOPOro KPUTUYECKOro 3HaAYyeHMA 3aKOHOMEPHO AO0/KHO NPUBOAUTL K BO30OHOBAEHUIO
OeNeHna KNeToK. BbipaBHMBaHWE AaBAeHWUI B a3y NpUBOAUT K 06pa3oBaHMIO KNETOK B BUAE
LAPOB, NMOCKONbKY TONbKO MPW Takon dopme NOBEpPXHOCTHAA 3Heprua M'mMbbca MMHUMaNbHa.
daKTUYECKM, 3TO NPUMEP TOrO, YTO MOHUMKEHUE BA3KOCTU B K/ETKAxX NPUBOAMUT K NOCTOAHHOMY
«BK/IIOYEHMIO» aKTUBHOCTM Yy AecaTypasbl, TO €CTb, HEMPEPbIBHOMY XOA4y NpoLecca AeneHus
KneToK. lMoaTBep:KaaeT M3NOXKEHHOe W TO, YTO COXPaHeHWe AefleHMA KNeTOK B obnactu
aNUTENNA U OTCYTCTBME UX [JE/IeHMA B OCTa/IbHOM YacTM XpyCTa/iMka COOTBETCTBYET
06pa3oBaHUIO ABYX OCHOBHbIX TMMOB BO3PACTHOM KaTapaKTbl — KOPKOBOM («cepon») n agepHom
(«bypoin») [17]. C ocTaHOBKOM npouecca AeNeHUs KAeTOK ucyesaeT NPOTUBOAENCTBME UX
CTapeHUIo, B YaCTHOCTU, U3MEHEHMIO LiBETA — MPEBPALLEHUIO KNETOK XPYCTaIMKa U3 BeCUBETHbIX
B 6ypoBaTo-KOpUYHeBble. M3MeHeHNe LBeTa MOXHO PacCMaTPMUBATb KaK «BU3SUTHYIO KApPTOUKY»
CTapeHUA XpyCTasIMKOB, YTO NpeanoaaraeT KoppenaLumio Mx BoO3pacta C ONTUYECKOMN NAOTHOCTbIO
B BUAMMOIM obnactu cnekTpa. CenektuBHoe npubamkenme MI K HyAO B 3TUX 30HAX NPUBOAMUT
K Pa3HbIM KaTapaKTam — KOPKOBOW MM AAepHON. Pazninume B KaTapaKkTax BO3HUKAET B CBA3U C
TEM, YTO BpemMs XoZa MpoLecca CTapeHMA MHOMO0 MeHblle B KAEeTKax W3 anuTenusa, Yem B
KNeTKaxX, HaxogAWMXcA B fAApe XPyCTaAuKa. Bo3pacT KAETOK WCYMCNAeTcA OT BPEMEHMU
OKOHYaHWA aeneHunsa Knetok. Kasanocb 6bl, YTO AAepHan KaTapaKTa BCeraa A0NXHa BO3HMKATb
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paHblUe KOPKOBOM M3-3a MEHbLUero Bo3pacTa KAETOK, npousoweawmx us anutenna. OgHako
MMeeT MeCTO W HapyleHue 3TON nocnepoBaTenbHocTU. [ocnegHee moxeT 6biTb CBA3AHO C
CeNeKTUBHbIM MHIMbMpoBaHMEM GEPMEHTOB B KNETKAX M3 3MUTENUA, OTBETCTBEHHbIX MO0 3a
peaKkunmn npespaweHna OAHUX TMNUA0B B Apyrue, 60 32 aKTUBHbIMA TPAHCNOPT MOHOB Yepes
MeMbpaHbl (MHrMbupoBaHne GepMeHTOB, OTBETCTBEHHbIX 338 aKTUBHbIN TPAHCNOPT, HEU3O6EXKHO
NPUBOAUT K BbICTPOW rMBenn KNeTok). ITo NpPaBAoNoA06HO, NMOCKONbKY KNETKM U3 aNUTeNns
Haxo4ATcA B MepedHeln 4YacTu XpycTasnmKka, U B OOJblUEN CTEMEHW MoABepraltoTca AenCTBUIO
NMOCTOPOHHUX BELLLECTB, KOTOPbIE MOTYT BbITb A4AMMW.

K Bapnaunmn BA3KOCTM B LUTONNA3ME KNETOK MOXKET NPUBOAUTb HE TOIbKO M3MEHEHWE BOLHOTO
6anaHca B HUX, HO U U3MeHeHUA KoHbopmaumm 6enkos Npu nepexogax ns rnobynbl B KAyO6OK u
HaobopPOT, OCMOTUYECKOTO AABNEHUA B MEXKKNETOUYHbIX 061acTaAX, peaKUMOHHOM CnocobHOCTH
Aecatypasbl M gpyrux GaktopoB. Hanpumep, B MbIWLAX KUBOTHbIX XapaKTepHo 6o0sblioe
COAEpKaHMWe ABYXBANEHTHbIX MOHOB Ca'’, KOTOpble NPUBOAAT K 06pPa30BaHUI0 TPEXMEPHDIX
CEeTOK (aHanorMyHo npeBpaleHUd 3018 B refb), YBE/IMYEHUIO BA3KOCTU B KNETKax MU,
COOTBETCTBEHHO, NPEKpaWeHnto MUx aeneHua. Henb3s MrHopMpoBaTb M POAb KaNbLMEBbIX
KaHanoB pnsa noagepaHua metabonmMama B XpycTanuKax. MOXKHO [A0MnycTUTb, 4YTO B
HOPMa/IbHOM COCTOAHMMU KaNbLMN U3FOHAETCA U3 XPYCTasIMKa, U TONIbKO NOC/Ae BO3HUKHOBEHUA
KOPKOBOM KaTapaKTbl OH 6ecnpenATCTBEHHO BXOAMUT B KNETKM M3 3anuTenns. K «OTKAOYEHUIO»
aKTUBHOCTM Yy pecaTypasbl MOXKET NpUBOAMTbL W AEeUCTBME CheuuanbHbiX WMHIMOUTOpPOB,
HanpuMep, B HEPBHbIX K/AETKax. MICKNOYEHO, YTO K OCTAaHOBKE AE/NIEHUA 3TUX KIETOK MOXKeT
NPUBOAMUTL YBEAMYEHWNE BA3KOCTM B LMTOMAA3Me, KOTOpoe NpMBOAMAO Obl K UX YNAOLLEHMIO.
Ecnun BA3KOCTb B HEPBHbIX KNE€TKax ocTaeTcA 6e3 CyLLecTBEHHbIX K3MEHEHMI, TO K OCTAHOBKE UX
OENeHNA MOXKET NPMBOAMUTbL TONIbKO CENEKTUBHOE MHIMBUpPOBaHME AecaTypasbl (HE UCKAOYEHO,
YTO MHTMOUTOPbLI ANA HUX HaXOAATCA B rAManbHbIX KneTkax [3]). 3a MckaoueHuem Aencrsua
3TOr0 MexaHM3Ma BO BCEX OCTAJIbHbIX C/Ny4aax peryinMpoBaHMe NpoLecca Ae/leHUA KNeTOK B
MBbIX CUCTEMAX M UX POCTa Mbl CBA3bIBAEM C YKa3aHHbIM Bbllle «BK/IaZOM» B BA3KOCTb
MaTpUKca membpaH, 3aBMCMMOro OT COCTOAHMA LMTONNa3mbl. [0 Hawemy MHEHUto, 3TOT
«BKNag4» onpeaenaetca ABYMA OCHOBHbIMM (aKTOpamu: CEeNeKTUMBHOCTbIO B MPOHMLLAEMOCTHU
MemMbpaH MO OTHOLWEHUIO K Pas3/IMYHbIM COEAMHEHUAM U HAJIMYMEM MOTOKOB B XKMBbIX
CUCTEMAX, 3aBUCUMMbIX OT Pa3HMULLbI XMMUYECKNX MOTEHLMAN0B B HUX U OKPY*KatoLwen cpeae.

BepoATHO, B XpycTannKax cneayeT yuumTblBaTb MUHUMYM Habop M3 Tpex TUMOB peaKuui. Bo-
nepBblX, TO/IbKO NPU AeNEHUN KNETOK NPOUCXOLUT KOMNEHCUPOBAHNE X cTapeHus. CTapeHue B
OCHOBHOM WAET B pe3y/nbTaTe peakuuidi OKUCAEHMA, NPOXOAALWMX MO LENHOMY MEXaHU3MY C
BbIPOXKAEHHbIM pPa3BeTBNeHneM. MMEHHO 3T npouecchl raBHbIM 06pa3om WM MPUBOSAT B
ntore K rubenn usbix cuctem. MPoOTUB HUX U HANPaBNEHO NPOTUBOLENCTBUE, LieIb KOTOPOTrO
HenocpeaCcTBEHHO CBA3AHa C YBE/IMYEHMEM BPEMEHM UX KU3HU. BO-BTOPbIX, B XpyCTaNMKax eCcTb
peakuMu, KOTopble KOMMNEHCUPYIOT MX cTapeHne. O4HM U3 3TUX peaKkLMi CBA3AHbI C AeNleHUeM
KNeTOK M NPUBOAAT K COXPAHEHWIO KPWMBMU3HbI OMNTUYECKUX MOBEPXHOCTEM XpyCTaiuKa B
pe3ynbTaTe BHeAPEHUA BHOBb 06Pa30BaHHbIX MNPU AENEHUN KNETOK B INUTENNN B XPYCTA/MUK.
[pyrve peakumn He NPUBOAAT K AENEHUIO KNETOK, HO MpeAHa3HayeHbl ANA COXpaHeHuA
NOABUKHOCTU AecaTypasbl M BA3KOCTU B MaTpUKce MemMbpaH B pe3ynbTaTe NepuoanyecKkoro
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«BK/IOYEHMA» AKTUBHOCTM Yy HUX. BO Bcex 3TUX peakuusax, KOTOopble MNPOTMBOAENCTBYIOT
CTapeHunto, NPeanoIoKUTEIbHO YYaCcTBYIOT M pasHble TUNbl gecaTypas, KOTopble OTBEYAloT 3a
X04, OOHOM U TOWM XKe peaKkuuu — npesBpaweHue nmnuaos c npegenbHoiMu MK B Aannugpl ¢
HeHacblweHHbiMM KK, HO KOHe4YHble pe3ynbTaTbl MX pPasAUYHbL. B genAwmxca KneTkax
KOHUEHTpauma amnmaos ¢ npegenbHbimn MK XOTA M yMEHbLUAeTCcA, HO He3HaYUTenbHo, 4To
npegnonaraet BbINOJHEHWE YC/AOBMA: , AarKe C YY4ETOM TOro, 4TO NpU Ae/IeHUU KNEeTOK
KOHLEHTpauma AMnmMA0B ¢ HeHacbiweHHbIMmK KK yBennumBaeTca npumepHo B 2 pasa [94]. 3to B
NONHON Mepe NOoATBEPKAAET OMUCAHHbLIN Bbllle MeXaHU3M Ae/leHUA KAeToK. B Hegenawmxca
KNeTKax B utore ob6pasytoTca KaTapaKTbl, B KOTOPbIX COAEPKAHME NMMUA0B C HEHACBILLEHHbIMM
K Haxoautca B npegenax ot 30 go 70% (onpeaensanu nocne yaaneHuUs UX U3 rnas), Henb3a
cunTaTb TaKoe cofepkaHue masnbim [18]. bes n3noxeHHbIX Bbille NepUoANYECKUX KBCMbILEK»
aKTUBHOCTW Yy AecaTypasbl He MOr/10 6bl 6bITb HAKOMN/IEHMA IMNNAO0B C HEHACbILWEHHbIMUK KK B
memMbpaHax B CTO/b 60/blIOM KonnyecTse. CTapeHue XpyCcTaMKoB NPOUCXOANT HEMNPEPLIBHO, O
Yyem, B YACTHOCTW, CBMAETENbCTBYET TO, 4TO TBEPAOCTb XPYCTAZMKOB, HaKomnjaeHue
HepacTBOPMMbIX 6ENKOB M MaNOHOBbIX AMaNbAErMA0B NPAKTUYECKM NPAMO NPONOPLUOHANBHO
COAEPKAHUID B HUX JUNUAOB C HeHacblweHHbiIMM MK [18]. CMHXpOHHOE HaKomnJeHue B
XpYyCTanmKax IMNUAoB ¢ HeHacblilweHHbIMK MK 1 coeanHeHnn ¢ NoNApHbIMK Tpynnamm, B TOM
4Yncne N ManoHOBbLIX AMaNbAErMA0B, BNO/IHE 3aKOHOMEPHO B pe3y/ibTaTe OKUCAEHUA BenKkos U
JMNMAOB MO LENHOMY MEXaHM3MYy C BbIPOXKAEHHbIM passeTssieHnem [70-72]. MocnegHee
KacaeTcs BCeX K/ETOK XPYCTa/iMKa, MOCKOJIbKY TOJ/IbKO peakums obpasoBaHMa AMNUAOB C
HeHacblWweHHbIMKU KK MOXKeT NPUBOANTbL K BOCCTAHOBAIEHUIO BA3KOCTU B MaTPUKCE MemMbpaH.

OcTtaeTcA BOMPOC: eCc/n KaTapaKTa CBA3aHA HEnocpeacTBEHHO C MCYE3HOBEHMEM AMNUAO0B C
npegenbHbimu KK, TO noyemy B HUX cogepKaHne NMnmMaos ¢ HeHacblweHHbiMK KK meHbLe
100%? Bo3MOMKHbI ABE NMPUYMHbBI. ECM KOPKOBaA KaTapaKTa BO3HMKAET paHblie AA4epHOon, To
HeobXoAMMOCTb B 3aMeHe XpyCTasiMka BO3HWKaeT A0 CO3peBaHMA nocneaHen, To ecTb A0
M3pacxo4oBaHMA AMnNuaos ¢ npegenbHbiMn K. MaKcMmanbHOe HaKOMNAeHWe nMnupoB C
HeHacbliweHHbIMM KK cnegyeT OXmAaTb B C/y4ae ALEPHOWM KaTapakTbl. EcTecTBeHHO, 4TO
BO3HMKHOBEHME KOPKOBOWM KaTapaKTbl OOBACHAET TO, YTO B 3TUX XPYCTa/IMKAX COAeprKaHue
IMNNA0B C HeHacblweHHbIMK KK moxeT ObiTb 3HAUMTeNbHO MeHbwe 100%. Btopas npuymnHa
TaKXe oyeBMAHA. 3aKOHOMEPHO, YTO MPOLLECCbl OKMUCNEeHUA 6enKkoB U AMNUAOB NPUBOAAT K
HenpepbIBHOMY YBE/IMYEHUIO TBEPAOCTU XPYCTAa/IMKOB U, KaK CAeAcCTBME, YMEHbLUEHUIO
KoadduumeHToB anddysmm (noaBuKHOCTel) peareHToB. WM3meHeHue KoaddUUMeHToB
anoddysnn B cpeslax MOXKHO CBA3aTb C YMeHbleHnem aoamn csobogHoro obvema [61,73], uto

[OMyCKaeT ypaBHeHMe:
B Vr
D=e’; f=7;(12),

roe f — pona ceobomHoro ob6bema, paBHasA OTHOLUEHUIO CBOHBOAHOro obbema Vr obuemy
o6bemy V; B — nocToAHHanA, 3aBUCALLAA OT CTPYKTYPbl U MONEKYNAPHbIX Pa3MepPOB PeareHTos, a
He cpeapbl.
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YBenvyeHne TBEpAOCTU 3TUX cped, cornacHo (11), cBA3aHO C MOCTOAHHbIM YMEHbLUEHMEM
pa3mepoB 3/IeMEHTapPHbIX YacTuy, ceobogHoro obbvema (lf) Kak B uMTONNasme KAETOK, TaK U
MmembpaHe. MOXHO NPeAno/IoKUTb, YTO OrPaHUYEeHMe Ha aKTUBaLMIO AecaTypas BO3HUKAeT
TOorga, Koraa pasmepbl yacTul cBobogHoro obbema | B maTpuKkce membpaH daxke npwu
006aBneHMM B HUX OOO3HAYEHHOM NOPUMM NNNUAOB C HeHacblweHHbiMM KK cTaHoBATCA
MeHbLe g, paBHOr0O HEKOTOPOMY KPUTMYECKOMY 3HauyeHuto. C JOCTUNKEHMEeM 3TOro ycioBuA
ucknouvaetca nepexog (2) P (1), uto nNpuBOAMT K MNoOTepe KOMMEHCALMU MOABUMKHOCTM
peareHTOB B MaTpuUKce B pe3ysibTaTe o06pasoBaHMs AMNNAOB C HeHacblweHHbIMK HKK. Mpu I
= |o c 6oNblUei CKOPOCTbIO NPOUCXOANT CTapeHUe XPYCTaJMKOB, YeM peaKLua npespalleHma
OAHMX NUNMAOB B Apyrve. BeposATHO, YTO M B 3TOM C/ly4ae HaAKOMJIEHWEe AUnNMaoB C
HeHacblweHHbIMKN KK byaeT meHblue 100%.

MpouncxoanT N BO3POXKAEHWE AaKTUBHOCTEM Yy PasHbIX AecaTypa3 B APYrMX KAeTKax, Kpome
XpycTanukos? K coxaneHuto, MHGoOpMauum gna oTBeTa Ha 3TOT BONpPocC HeT. O4HO3HAYHO, YTO
MPUYMHOM CTapeHUs MaATpUKca membpaH ABNAETCA WX OKucaeHue. B Gonblwen creneHu
OKUCNEHME AO0JIKHO NMPOUCXoauTb B rnapodobHbIX cpesiax, B KOTOpbix 0bpasytoTca cBoboaHbie
paguvKanbl M XOPOLIO PACTBOPAETCA MONEKYAAPHbIA Kucnopog. B BoaHbIX cpeasax 6onee
BEPOATHO, 4YTO peakuMm uAyT NO MOHHbIM MeXaHM3MaMm, B KOTOPbIX PacTBOPUMOCTb
MOIEKYNAPHOTO KUCNOPOAA 3HAUUTENBHO HUXKE, Yem B rapodobHbIX cpeaax. MOXHO CKasaTb,
4YTO yAaneHuMe BOAbl M3 XPYCTA/IMKOB MPUBOAUT K YMEHbLUEHMIO BGapbepa ANA OKUCNeHUA
MaTpuKkca. Apyrum 6apbepom, NPenAaTCTBYOWMM OKUCIEHWUIO MaTpPUKCa, ABAAETCA TO, 4TO
OCHOBHOE COCTOSIHME MOJIEKYNSAPHOTO Kucnopoga — TpunneTt. [MOCKONbKY BCe OCHOBHble
peareHTbl KpOMe MOJIEKYNAPHOrO KMCAOPOAa HAaXOAATCA B CUMHI/IETHOM COCTOSIHUM, TO M3-3a
OTIMYMA UX MYJbTUMNNETHOCTEM X0, PEaKUUN MONEKYNAPHOTO KUCAOPOAa C MATPUKCOM
membpaH cnegoBano 6bl UCKNOUYMTb. OfHAKO, HECMOTPsi Ha 3TOT 3anpeT, OKUC/IEHUIO
noABepratoTcs NPaKTUYECKM BCe OpraHMYecKkne coeauHeHua. 3TO MOXKHO OOBACHUTL TEM, YTO
AevicTBMe paamauum NpuBoanT K 06pas3oBaHMio cBOBOAHbLIX PaaMKaNoB — CHATUIO 3anpeTa Ha
XO[4, PeakuMin MONEKYNAPHOro KMCNopoAa C MATPMKCOM. KOHeYHOo, OT paanaunm n3basBuTbCA
Henb3s. CHATME 3anpeTa Ha X0, peakuuit MONEKYNSPHOrO KUCA0POAa C OpraHMYecKMmMwu
COeANHEHUAMM NPUBOAUT K NOABNEHNIO XPOMOPOPOB, CMOCOBOHbIX NOrNOWATh CBET C A/IMHAMM
BOJIH [laXke B BUAMMOM Auana3oHe. MNoasneHne xpomodpopos NpMBOAUT K TOMY, YTO AEUCTBUA
He TONbKO PajMalMKM, HO U CBETa, MPEMMYLLECTBEHHO C AJMHaMKU BOMH Kopoue 340 Hm,
cnocobcTBytoT 06pasoBaHMIO cBOBOAHbIX PagMKanoB B TakuUx cpedax [41]. XpycTanuku tem u
OT/IMYAIOTCA OT BCEX APYIMX TKAHEM, YTO OHW MOCTOAHHO HaXxoAATCA B MOTOKe cBeTa. bes
HaNW4YMA YyKa3aHHbIX Bbllle MNEPUOSMUYECKMX WM3MEHEHWN aKTUBHOCTEW Yy AecaTypa3 Bpems
KU3HU KMBbIX CUCTEM B 3pAYEM COCTOAHMM pe3Ko Obl cokpatuaocb. HeobxoammocTb B
CYLLECTBOBAHMWN TAKMX MEXAaHWU3MOB B APYrMx TKaHAX NpobnemaTvyHa, NOCKO/IbKY AeWcTBue
CBeTa W yganeHue BoAbl U3 HUX OrpaHuyeHo. OKUCNEeHUE KMCIOPOAOM MaTpuKca membpaH B
YKMBbIX CMCTEMAX WCKAOYMUTL HEesb3si, NMOCKO/IbKY B pe3y/ibTaTe MX OCBODOOXKAAETCA 3Heprus,
HeobxoAMMasa pJna Ku3HedeATeNbHOCTU. [NA npefoTBpalLeHUMA HEeueneBOro OKMC/IeHUA
OpPraHMYeCKUX BELLECTB, KOHEYHO, eCTb CBOEr0 poJa «MNepexBaTyMKM» KUC/opoaa, Hanpumep,
remornobuH, cogepKawwmn NPoTonopPUPMH C aTOMOM ABYXBANEHTHOTO Kesie3a, U TeM CaMbiM
OCYLLECTBAAIOWMIA OKUCNEHNE NPENMYLLECTBEHHO M36pPaHHbIX coeguHeHuit. O4HAKO, U B 3TOM
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OTHOLUEHUW XPYCTA/IMKU OTIMYHbI OT BCEX APYrMX TKaHeM, NOCKO/IbKY TakKMe COeAMHEHMA Kak
remornobmH HaxoasTcA B KPOBW, @ K HUM KPOBEHOCHble cocygbl He noaxoaaTt. MOCKo/bKy
NUCKAIOYUTb HEMOCPEACTBEHHbIN KOHTAKT XPYCTa/IMKOB C MONEKYNAPHbIM KMCIOPOLOM HeNb3A,
TO AENCTBME CBETA Ha HUX MOXKET MPUBOAUTb TOJIbKO K YBEIMYEHUIO CKOPOCTU WUX CTAPEHMUS.
MOXHO 3aWMUTUTL OT AENCTBUS CBETA KOXKY Ye/0BEKa, B YACTHOCTM, MUIMEHTauMen, Ho He
XpycTanukos. ECTb CMbICh TONBKO B WCMONb30BaHWMM CBeTa MAJIO WMHTEHCUBHOCTM U
NpeAoTBPALLEHNA MPOHUMKHOBEHMA B MeMOpPaHbl KNETOK XPYyCTasMKa CoeauHeHuin (a408),
KoTopble WHrMbuposanun 6bl Aecatypasbl U apyre GepmMeHTbl, yyacTBylowMe B aKTUBHOM
TpaHcnopTe MOHOB. Mo 3TUM NpUYMHAM HaZobBHOCTb B NepUOAMYECKOM aKTMBaLMM AecaTypas,
KaK B XpYyCTaNMKax, B HEAENALWMXCA KNETKaxX APYIMX TKAHEN MOXKHO CYMTaTb HEAKTYaIbHOM.
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Abstract

The permeability of cell membranes in the crystalline lens, as with all other cells, with respect to polar molecules
and ions is determined by their sorption coefficients in the membrane matrix, assuming that the viscosity remains
constant under all conditions that do not lead to cell death. Unfortunately, there are external factors leading to
aging of the matrix and to the viscosity increase. The resistance to the viscosity increase in the matrix is associated
only with the reaction of the formation of lipids with unsaturated fatty acids (FA) catalyzed by desaturases. The
presence of desaturases in the cell membranes together with coenzymes leads to the formation of continuous
cycles that prevent aging of the matrix. Two types of desaturases are possible and, accordingly, there are two
types of cycles that lead to cell division, while others do not. All the cycles are aimed at maintaining the mobility of
the agents and viscosity in the matrix. In nonproliferating cells, the mobility of desaturase remains constant as long
as the membranes have lipids with saturated FA. In these cells, lipids with unsaturated fatty acids up to 30-70%
accumulate in the membranes, which inevitably ends with the formation of cataract. In cycles associated with the
division of crystalline lens cells, not only the recovery of agent mobility and viscosity in the matrix is observed, but
also the content of lipids with saturated fatty acids in the membranes, allowing for unending cell division.
Naturally, the process keeps the living systems young, but if it does not stop, it can be the cause of formation and
growth of cancer tumors. There is a need to regulate this process, one of the mechanisms of which is determined
by a change in water balance in the lens, associated with selectiveness of membrane permeability and the
presence of water flows, depending on the chemical potential in them in relation to the external environment.

Keywords: crystalline lens, matrix, desaturase, fatty acids, cataract
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