T'maBa XXVI

Buodusnka nmpouneccoB ropMOHAILHOM PeIeIn

§ 1. Ilepegada curaaia oT TOPMOHOB ¥ MEIHATOPOB BHYTPH KJIETKHU

Cy1iecTBOBaHNE BBEICOKOOPTAHU30BAHHOT'O MHOIOKJIETOYHOI'O OPraHU3Ma JKUBOTHOT'O U
YEMOBEKA HEBO3MOXKHO 0€3 MOCTOAHHOTO 0O0MEeHa WH(MOPMAIUEN, KOMAHIAMA U CUTHA-
JaMU MeXIy KIeTKaMU. OTa CTPOUHAA, TOHKO OTJAXKEHHAA CUCTEMa OOYCIOBIUBAET
B3aMMOIEUCTBAE MHOXECTBA KJICTOYHBIX AHCAMOJEH, MO3BOJAIONIEE MHOTOKJIETOYHOMY
opramsMy (PyHKIUOHUPOBATH KAK €JUHOMY LEJIOMY.

NsBecTHO 3 BapUaHTa XUMUIECKON KOMMYHUKALNU KJIETOK BHYTPHU KUBOTHOTO OP-
CAHU3MA, PABIMYAIONINECS 110 PACCTOAHUAM, Ha KOTOPHIX OHU JEUCTBYIOT: 1) BHIOKDPUH-
HAad U 2) NapaKpPUHHAA CUTHAIM3ALNA, & TAKXKE 3) CUHANTHYECKad nepegada. B mepsom
cIy4dae BBIAEIseMble DHIOKPUHHBIMU KJIETKAME CUTHAJIBHBIE MOJIEKYJB-TOPMOHEBL Pa3-
HOCSITC TOKOM KPOBH II0 BCEMY OPI'aHU3MY U TOCTHUIAIOT CAMBIX YIAJEHHBIX KJIETOK-
MUIIIEHEN; BO BTOPOM CJIy4ae U3-3a OBICTPOU MHAKTUBALAA U/ I CBA3bIBAHUS KIETKAMU-
MUIIEHAME CUTHAJIBHBIE MOJEKYIBI-MEeINATOPH IUMGOYHINDPYIOT HA PACCTOSHUA TOP TKA
MULIUMETPA; HAKOHEIl, TTPU CHHATITUYIECKOU mepenade nuddys3us OrpaHuIuBACTCA Pac-
crosgausamu okoao 0,05 M. Bo Beex ciayuaax quddy3us CUMHAIBHOU MOJEKYJBI JOJKHA
3aBEPIIATHCS €€ CBI3LIBAHUEM C OCOOBIM 0EJIKOM KJETKU-MUIIEHN — PELEITOPOM.

Ecau paccMaTpuBaTh NOHATHE XUMUYECKON KOMMYHUKALUY (CUTHAIU3ALMN) IIADE,
BKJIIOYASA U CUTHAJIBI, KOTOPHIE BOCIPUHUMAKOTCA KUBOTHBIM OPTaHU3MOM U3 BHEITHEN
Cpenbl, TO CIOfla BOUAET TaK:Ke OOOHATENbHAA M BKYCOBAsA PELENNus, 00eCIeINBAIONIAI
BOCIIPpHATHE CUTHANBHBIX MOJEKY.I, «00JATAONIIXy 3alaxoM mwinm BKycoM. Kak mokasa-
JI1 UCCJAENOBAHUSA MOCJAETHErO NEeCATUNICTHS, MOJEKYIAPHBIE MEXAHU3MBI OOOHATEILHON 1
BKYCOBOU PELENINY UMEIOT MHOT'O OOLIEro ¢ TAKOBBIMU BO BHYTPUKJIETOTHON XUMUUE-
ckon koMMyHuKauu. [[0CKOIbKY TOCTeIHAsA U3y YeHa 3HAYUTEILHO Gomee Toqpo6HO, TO
MBI OCTAHOBUMCS UMEHHO HA DTOM HaumboJee HAIVIATHOM IMpUMEDE.

N3BeCcTHO, YTO DHAOKPUHHON PETYJIANNNA CBOUCTBEHHA, BHICOKAS CTENEHb MepapXud-
moctu. Tax, cTUMYJI, MOCTYIUBIINA OT HEPBHOU KJIETKU MOJOBHOI'O MO3Ia K HEMPOCEKpe-
TOPHBIE KJIETKAM IUIOTATaMyca (Wi I0A0Yyropbsi — y4acTKa [OJOBHOI'O MO3I'a), BBI3bI-
BaeT BBIXOJ B KPOBb IIEITHUIHBIX TOPMOHOB ABYX KJIACCOB: 1) JMOEPUHOB, WM PUIM3UHD-
daxTopos, u 2) craturos. 06a HTUX KIACCA BEIIECTB BO3IEUCTBYIOT HA PACIOIOKEHHBIN
pAgOM runodus, OTHAKO, €CAN JUOEPUHBI CTUMYINPYIOT CEKPEINi0 TOPMOHOB I'UIIO(U3a,
TO CTATUHHI MOJABIAIOT ee. [IpuieM cexperusa 60ILIIMHCTBA IMUMOMU3aAPHBIX TOPMOHOB
[peJHA3HAYEHA [ CTUMYJLLUN APYIUX, Hepud)epPUIeCKuX SHIOKPUHHBIX JKeJe3, BbL1e-
JIAIOIMX TPETHU MOPMOHBL. JTa HENOYKA MOXKET ObIThH MPOCJAEKEHA HA CICIYIOMEM MIPU-
Mepe: IEPBBII FOPMOH — KOPTUKOJIMOEPUH (TUIIOTATAMYC) BLI3BIBAET CEKPELNIO B KPOBb
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BTOPOr'0 FOPMOHA — KOPTUKOTPOIMHA, Wi aaPeHOKOpTUuKoTponHoro ropmona (AKTT,
nepegHssa 4o MUHo(U3a), a TOT B CBOIO OY€Pelb CTUMYJIUPYET B KOPE HAAMOYEIHUKOB
CUHTE3 ¥ BBIXOJ KOPTU30Ja (TPETUdl rOpMOH). BuaHO, 9TO rumoTatamyc, HaXOAACh Ha
BEPIIMHE DTOU «MePAPXUIECKON MUPAMUILD, PErYJIUPYET dHIOKPUHHYIO CUCTEMY.

Bo Bcex ciyvasx CUMHATBHAA MOJEKYJIa — MOPMOH, JOKATLHBIN MEIUATOP, HEUPOMe-
IUATOP — IJISI TOO ITOOBI BBI3BATEH 3P PEKT y KIETKU-MULIEHN, JOJKHA CBA3ATHCA CO
crnenu@uIecKuM PEnenTopoM STOU KIeTKHU. PernenTopsl fis GOMbIIMHCTBA CATHAIBHBIX
MOJIEKYJI HAXOATCA HA IIA3MATUIECKON MeMOpaHe; CTepOrgHbe NOPMOHBL (rugpodo6-
HBIE MOJEKYJbI) UMEIOT BHYTPUKJIECTOUYHBIE PELENTOPHL.

MeMmOGpaHHEIe PEIENTOPH O APA3AEMAITCA Ha 3 KIACCA!

1) peuenTopsr pakTOPOB pocTa,

2) penenTopsl, conpsixkenHse ¢ G-6enkamu, u

3) xananoo6pa3yomue peqenTopsl (HanpuMep, PelenTopbl HeNPOMEIUATOPOB alle-
Tuaxonuna, ' AMK), apisromumecs nOHHBIMY KaHAJIAMY, OTKPHIBAIOLMIUMUCA B PE3YJIbTATE
CBS3BIBAHUA HenpoMeanaTopa (06 MOHHBIX KaHAIaX CM. IIaBy XXI).

PenenTopsr ¢pakTopos pocTa (Hampumep, GaxkTopa pOCTa SMUIAEPMUCA, TPOMOOIU-
TapHOro (PaKTOpa POCTA) YyIACTBYIOT B PEryJLUN KJIETOYHOI'O JeleHus u pocra. Ha
CBOEM BHEKJIETOYHOM N-KOHIIE OHU COAEPKAT YIACTOK CBA3LIBAHUSA (PAKTOPA POCTA, 3a-
TeM CJAeIYeT TPAHCMEMOPAHHBIN JOMEH, a HATOMIa3MaTudeckui C-KOHEIl UMeeT JOMEH
¢ (pepMEeHTATUBHON, OOLITHO MPOTENHKUHABHOU aKTUBHOCTHIO, T.€. CIOCOOHOCTBIO Ka-
TAJIU3UPOBATEL MEepeHoc g-docdarron rpymmsl 0T ATD k Geaky-cy6cTpaTy. ITH TPAHC-
MeMOpaHHbBIE TeNTUAL AUGOYHIUPYIOT B IIa3MaTrdeckon Membpane. CBsa3siBanue pak-
TOpa POCTA CO CBOMM PELENTOPOM CIOCOOCTByeT guMmepusanuu peuentopos (R+ R —2R)
B ILIa3MaTUIecKOnMeMOpane, GochOPUINPOBAHIIO KUHAZHOTO JOMEHA OQHOU PELEenTOp-
HOU MOJIEKYJIBI TPOTEUHKUHAZON APYTON MOJEKYIHI U aKTUBAIUU (POCHOPUIUPOBAHHOTO
nomena. B pesyabrare pochOpUInpOBAHHEIMYA U AKTUBUPOBAHHBIMU OKA3BLIBAIOTCA 004
IOMEHA y IUMEpPA, YTO 00ECIednBaeT NHTEHCUBHOE (HPOCHOPUIUPOBAHUE COOTBETCTBYIO-
X BHYTPUKIETOYHBIX OEIKOBBIX CyOCTPATOB — MEPEIAdy CUIHAIA BOBHYTDb KJIETKH.

Penenropsr, conpsxenuse ¢ G-6GeikaMu, OMOCPEIOBAHO, 9€pPE3 OTU MEMOPAHHBIE
0EJKU CTUMYJUPYIOT WIA UHTUOUPYIOT 0COOBIE >(PPEKTOPHBIE (PEPMEHTHI TLIA3MATHAYIE-
ckou MeMOpaHbl (HampuMep, aleHWIATIUKIA3Y) WIA UOHHBIE KAHAIBI IIA3MATUIECKON
MeMmOpaHbl. U3 HeCcKOTbKUX Ki1accoB G-0MKOB CIIyeT BLIIEJUTH [BA: CTUMYJIUDPYIO-
mue Gy u uarubupyiomue G;. Takue ropMOHBI KaK, HAIPUMED, TUPEOTPONHLIN, JIOTEU-
HU3UPYIOMIUY, TIIOKATOH, CBA3ABIINCH CO CBOMMU PEIENTOPAME, CIIOCOOCTBYIOT UX B3a-
umopeuctsuio ¢ Gg-6emKamMu, KOTOPbIE, AKTUBUPOBABILUCH MOCJIE DTOr0, CTUMYJIUPYIOT
aJeHUIATIVKIA3Y. AIpeHAINH, HAPUMEDP, MOXKET B3aUMOIEUCTBOBATH C HECKOILKUMU
agpenopenenTopamMu —a u b, mpudem b-agpenopernenTopsl akTuBUPYIOT Gg-Oeaku u,
TEeM CaMbIM, CTUMYJIUDPYIOT aIeHUIATIUKIA3Y, TOIAa KAK (-3 PEHOPEenTOp.l (10 A TUI
G-aqPEHOPEenTopoB) aKTUBUPYIOT G;-0€JKH U ODTOMY IIOJABJAIOT €€ AKTUBHOCTD.

IIpouecc nporekaer caenyromum obpaszom. Ilocae cesasbiBanus auranga (FOPMOHA)
KOH(DOPMAIIUA PELENTOPa U3MEHAETCA TAK, YTO OTKPHIBAETCA €r0 y4acTOK M/ B3au-
mogeuctsus ¢ G-6eakom (puc. XXVI.1); 3a cuer jgarepanbHOn quddy3ur B JUIUIHOM
OUCTOoe TUTA3MATUYECKOU MEMOPAHBI MPOUCXOIUT OOPA30BAHME KOMILIEKCA, PEIENnTOP—
G-6em0k, uro nossoaset 3amenuts GDP wa GTP. B pesyabrare sT0r0 0o-cyoneauuuna
G-6eka AUCCOUUUPYET, v HEee MOABMACTCA YIACTOK U B3AUMONEUCTBUS C IeHUIATIIN-
KJIa30U, 1 OHA 0OPa3yeT C Hel KOMILIEKC, AaKTUBUPYA ee. A TeHUIaTInKIa3a CAHTE3uPyeT
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nAM®; a B pesyabraTe rEApoIN3a CyObEIUHNAL BO3BPALIACTCA B MCXOJHOE HEAKTUBHOE
COCTOAHME: KOMILIEKC C BY-CyObe IuHALIAMY.

Bo Bcex mnepevunCIeHHBIX CIy4asX [IEUCTBAE TOPMOHOB CBOJUTCS K YCHUICHHUIO
WM OCTA0JEHUIO MIPOM3BOACTBA ANCHIIATIUKIA30M BHYTPUKIETOYHOIO MOCPEIHUKA
5TuX TopMOHOB — mukandeckoro AM® (uAM®). TlocregHuil CAyXKUT aKTUBATOPOM
IPOTEenHKUHA3 A.

Jlurany j I ,

Peneritop

AL[CHI/IJ'IaTI_H/IKJ'Ialia

InasmaTmaeckas MeMGpaHa

G-6e1ok Puc. XXVI.1.
CxeMma akTuBanuy aJeHU-
naTiukiaasel (no Anbeprcy

u 1ap., 1994)

Cxoguas uenb COOBITUN MPOUCXOIUT MPU AKTUBAIMYA COOTBETCTBYIOIIUX PELENTO-
POB TaKMMU MOPMOHAMY U MeIUATOPAMM, KAK Ba30IPECCUH U Al TUIXOJNH, TOJBKO dd-
dexTopHBIM (hepMeHTOM ABAAETCI pochonuo3uTu g — cuenududeckas dpocdonumnaza C.
Ero mHauuuaeTcsa GpoCcHOMHOZUTUAHBIN KACKAL, TAK KAK OHA 00pasyeT u3 MeMOPAHHOTO
docdonunuga Gocharuiuiunosut-1,4-6udocdara asa npoaykra: 1) guanuiriunepus,
axtupupytommi nporenHkunasy C, u 2) unosur 1,4,5-rpudocdar, 0cBOGOK AIOLIAN
ele OJMH BHYTPUKIETOUHEIN mocpegHunk Ca’’ U3 BHYTPUKIETOUHBIX €10, KOTOPHIM
axtusupyer Ca’’-3aBUCHMEIC IPOTENHKMHASEL.

Takum 06pa3oM, mepepaboTKa CUTHAIA B IPOLECCAX TOPMOHATBHON PEIEIINN IPO-
UCXOAUT IO OOIIEN CXeMe: JOCTABKA CUTHAIBLHOU MOJEKYJIBl — CBI3LIBAHUE—Y3HABAHUE —>
npeoOpasoBaHue CUrHAA — (PYHKINOHAIHHEBIE N3MEHEHU.

§ 2. O6ume 3aKOHOMEPHOCTH PENENINN I'OPMOHOB M MeUATOPOB

Paccrosuus, npeogoseBaeMble CUMHAIBHBIMUA MOJEKYJAMU B OPTaHU3ME, MOTYT M3Me-
PATHCSA METpaMU; MepPeMeINeHns HA TaKue OOJBIINE PACCTOSHUSA O0yCIOBIEHBI HE Iu(-
(dysuen, a pasIMYHBIMU BUJIAMU KOHBEKIUUW, HAIPUMED, ABMKeHueM Kposu. OmHAKO
BOIU3Y KJIETKU, HA PACCTOAHUAX MOPALKA MUKPOMETDA OT €€ MOBEPXHOCTHU, MOJIEKYJIbI
TOCTUTAIT PEHeNTOPHBIX MEMOPAHHBIX CTPYKTYp yxke myTem auddysuu. I'. Agam u
M. Mens6prok (1968) mokazauu, 9TO CyMIECTBOBAHUE PEIENTOPHLIX CTPYKTYP HA MeMOpa-
HE KJETKU TPU OMPEIEICHHBIX YCJIOBUAX PE3KO YCKOPSAET B3aUMOIEUCTBUE CUTHAILHOU
MOJIEKYJIBI C PeHenTopoM. Buuio paccuauTano cpegsee BpeMs audysun T MOJEKYJIbL K
MUIIEHU PAJUYCA @ B 0OIACTU TPOCTPAHCTBA PAIUYCa b U PA3MEPHOCTH i, eciu Kodhdu-
nument auddysun momexymer D). Oxazanocs, aro t ects dyHKmma oT oTHOUEeHH b/ a,
3aBUCAIIAA OT PA3MEPHOCTHU MPOCTPAHCTBA!

< = 2/ D)9 (b/a). (XXVI.2.1)
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Tak, B ogHOMepHOM npocrpancTse (i = 1)

<M = p2/DW(1 = a/b)?/3. (XXVI1.2.2)
Mpu b> a
< =p2/3DM). (XXVI.2.3)

B mBymepuOM mpocTpaucTBe TIpu b > a

<(2) = (b2/2D(2)) In(b/a), (XXVI.2.4)
a B TpexmepHoOM mpu b > a
T(3) — b3/3aD(3). (XXVI.2.5)
1
p@)p® 1l
N1 = 16.2/10)

1071
N

N
NN

10 Puc. XXVIL.2.
K BmBogy ¢opmyast
1073 (XXVI.2.6). Toacuenue

' 101 102 103 104 b/a
CM. B TEKCTe

Pacnonoxenne penenTopoB Ha MeMOpaHe, KyJa BHAYAJE MOMAJAKT CUTHAIHHBIE
MOJIEKY.IBI, MUOYHIUPYIOUINE 3aTEeM HENOCPEACTBEHHO K PEIEeNnTOopy, MOXKeT CIOCO0-
CTBOBATH YCKOPEHUIO B3AUMOIEUCTBUA DTUX MOJIEKY. ¢ perentopamu. Ha puc. XXVI.2, T
[IOKA3aH CJIy4Yan OOBIMHOU TpexMepHon nud@ysun B 60abmon chepe paguyca b K «perer-
TOPY» — MAJON KOHIIEHTPUIECKOU chepe paguyca a, KOTOpas 3aXBATHIBAET IOMABIIUE
B Hee muddyraupyomme Morxekyasl. Ha puc. XXVL.2, II nana mumocTpalusa Ipyroro
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carydas, KOrja 9acTUlA, ABUTAACH B MUWIXHIPE BHICOTHL b 1 paguyca b, monanaet B 3KBa-
TOPUAJIBHYIO «PEIENTOPHYI0» MEMOPAHHYIO IIOCKOCTh, U YiKe 10 Hel audPyHuIupyeT
K (PEeLenTopy» — OUCKY pauyca a. B aToMm caydae TpexmepHas nuddy3usa 3aMeHsaeTCs
KOMOVHUPOBAHHOU ABYXCTATUUHON MUMPY3UEN: BHAYAIE CATHATBHAA MOJEKYJIA 38 CIeT
qudpysun B MUIXHIPE MOMATAET HA €r'0 OCHOBAHUE, a 3aTeM, TUMPYHIUDPYS 0 HEMY, —
HA [OUCK-«PEHenTop». PacdeTsl MOKA3bIBAIOT, YTO COOTHOIIEHWE BPEMEH TPEXMEpPHOU
madpdysma ) [em. (XXVI.2.5)] u Takon xomburnposammon t(*2) muddysun 3aBucat
ot oruowenus b/a u D(Q)/D(3). [l11 MHOIUX PEANLHBIX [ KIeTKA CATYAILUN, MOXKHO
UCTIONB30BATH MTPUOIMKEHHYI0 (POpMYTy

732 /23) » (a/b)(D® /D?) - 10. (XXVI.2.6)

I'paduxn 3asucuvoctei 1(3,2) /1) or b/am D /D) nausr wa puc. XXVI.2, ITI. Ha nem
HesakparmenHas 06;1acTh cooreercTryeT T(3,2)/1(3) < 1. Briosse oveBugnbT mpemMyIe-
crBa, ABycTamuuHOn audg@ys3un mepes OTHOCTAIUUMHON TPEXMEPHOU B CAydae OOJIBLIIMX
b/a u manbix D(2)/D(3). Takum o6pa3oM, CyLIECTBOBaHME PELEITOPHBEIX 00JacTed Ha,
MeMOpaHe COCOOCTBYET YCKOPEHUIO B3AMMOIEUCTBUAA CUTHAIBHBIX MOJEKYJ C PEIenTO-
pammu.

Cae Iy oM 3TanoM PEeIenini ABIAETCA CBA3LIBAHNE MOJEKYJIBI JUTAH 1A — DOPMO-
HA, HEUPOMEAUATOPA — C PELENTOPOM, BeIyllee K BOCIPUATHUIO CUTHAJA. B pesyabrare
B3aMMOIEUCTBUA JUTAHIA C PENenTOPOM 00Pa3yeTcs JUTAaHI-PElenTOPHBIN KOMILIEKC,
(POPMATBHO aHAJIOTMYIHBIN epMeHT-CyOcTpaTHOMY KoMmiuiekcy (cm. ru. XIV):

L+RZ (L/R). (XXVL2.7)

3pece L —umurann, R— pegentop, K —koucranra cpogcrBa (K = I/Kgyee, rae
K jycc — DABHOBECHA KOHCTAHTA IUCCOLVALINN).

KoHCTaHTHI CpOACTBA TOPMOH-PEHENTOPHLIX KOMILIEKCOB JIEXKAT B WHTEpPBAJIe
103-10"" M~', wT0 HaMHOrO 6OXBIIE CPOJCTBA (PEPMEHT-CYGCTPATHEIX KOMILIEKCOB.
CO6CTBEHHO «y3HABAHME» COOTBETCTBYIOMIErO JUTAHIA 3AKIIOYAETCA B CBA3LIBAHUU €0
CTIENUPUICCKAM PEHENTOPOM; IyK A0 IJIA 3TOTO PEIENTOpPa BEIECTBO, He UMEIee K
HEMY CPOJCTBA, HE CBA3LIBACTCA U TEM CAMBIM OCTACTCA (HEY3HABACMBIM).

PaccmoTpum Hambosee OOLIyI0 CATYalMIo, KOTa 1 JAMAHIOB B3AMMOIEUCTBYIOT C
M KJIaCCAMU yIaCTKOB CBA3BIBAHUA (PELENTOpPHI), MPUYeM B PACCMATPUBAEMOU CHUCTe-
Me OTCYTCTBYIOT KAKWe-IMOO APYTHWEe BEIIECTBA, CIOCOOHLIE B3aMMOIEUCTBOBATEL KAK
C DTUMH JUCAHIAMEA, TAK U C yIaCTKAMH CBA3BIBAHUA. [[OMMMO 3TOrO MpHUMEM, HTO:
1) Mexay JUrasgoM W CBA3BIBAIONAM YIACTKOM BO3MOXKHA TONBKO ONHA 060aTHMAS
peaxnus; 2) BCe pearupyomue KOMIOHEHTEI CUCTEMBI OJHOBAJIECHTHEL, & O0Pa3yONMICA
KOMILIEKC He BLIXOAWT W3 PEAKIVd U HEe BKIKYAETCA B ADPYIUE PEAKINU; 3) KaXKIad
PEAKINA CBA3BIBAHMA HE3ABUCAMO OT OCTAJBHBIX MPUXOAUT K PABHOBECHUIO B COOTBET-
CTBUU C KUHETUKOU PEAKIUM BTOPOrO MOPAAKA; 4) HET KOOmEpaTUBHBIX >PPEKTOB U
AIOCTEPUICCKOTO CBA3LIBAHNMA.

IToCKONBKY i-U IUTAH[ MOXKET CYIIeCTBOBATH B COCTOAHUM, CBA3BAHHOM C j-M ydacT-
koM B;; (or amrn. bound — cBasamnwii), u B cBoGonHOR (opme F; (or amru. free —
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cBOOOHBIN), TO 00Ias KOHUEHTpauus i-ro aurasgia [L;] 6yger pasHa:

[Li]=[F]+Y_[Bjl, i=1,...n (XXVI.2.8)
Jj=1

m

Ananoru4so, o0mIaa KOHIEHTPALNA j-X YIaCTKOB CBA3BIBAHMA R CKIaIbIBACTCA U3
KOHIEHTPAIIUM HE3AHATHIX yIACTKOB I'j U YyIAaCTKOB, CBA3ABIINX JUTAH 5L

[R;] = [rj] + i[BU]’ j=1,...,m. (XXVI.2.9)

Koncranra cpogcrsa K;; npu passosecuu (F; + r; = B;;) paBHa

[Bi;]
[Fil[r;]°

Kij = i=1,...,n; j=1,...,m. (XXVI.2.10)

IMoxcraBuas sHadeHus gaa B;; u3 oToro ypaBHeHus B ypasHeHumsa (XXVI.2.8) u
(XXVI.2.9), monyunm

[Li] = [F] + i KirllF],  i=1,...,n, (XXVI.2.11)
j=1
[R;] = [rj] + ZKij[Tj][Fi]a j=1,...,m. (XXVI.2.12)

Hanpnem us ypasuenus (XXVI.2.12)

R.
[rj] = ,E il i1 (XXVI.2.13)
i=1
u, nogcrasus B (XXVI.2.11), noxyuaem
m
;1 Kij[R;][Fi]
[Li] = [F]+———, i=1,...,n (XXVI.2.14)
1+ Z I(ai[Fa]

a=1

Oto ypasuerre ¢ yderoMm (XXVI.2.8) moxuHO mpeobpasoBaTb Tak, ITOOBI OXapak-
TEpU30BATH OTHOLIEHWE K; KOHIEHTDALUA CBA3AHHOTO W CBOOOJHOrO 4-T'O JIUTAHIA
(H. A. Feldman, 1972):

.ml [Bij] L] TZTL?l Kij[R;]
j— b g =L =1 (XXVI.2.15)
[Fz] [Fz] 14+ Z Kaj[Fa]
a=1

PaccmoTpum psan xapaKTEpHBIX CIyIaeB.
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1. Ogun qurang (4 = 1) u ogus y4acTok cBasbBanud (j = 1). 31ech MOXKHO 0TOPO-
cuTh nogcTpoussle uHekcs. 3 (XXVI.2.15)

_ _K[R]
k= TR (XXVI.2.16)
a tak xak [F] = [B]/k, to
k =[B]/[F]= K[R] - K|B] (ypaBuenue Ckaruapia). (XXVI.2.17)

I'paduk sToro ypasHenus B koopanHatax ([B]/[F],[B]) npeicrasiser co60u IPAMYIO.
IKCIIEPUMEHTAIBHEIEC JAHHEIEC 110 CBA3LIBAHUIO PAIUOAKTUBHEIX JUTMAHAOB YaCTO IPE-
CTABJIAT UMEHHO B KoopauHarax CksTuappna, nosaras, 9ro [L] > [R], T.e. [F] = [L].
ITapaMeTpbl pABHOBECHOIO CBABBIBAHUA MOTYIAIOT, IPOIOMLKAA IPAMYIO IO IEPECEICHA
C OCAMM: Ha OCH abCIMCC OTCEKAeTCsA OTPE30K, paBHBM [R], Ha ocum opauuar K[R],
TAHTEHC yIVIa HAKJIOHA COOTBETCTByeT K.

OIHAKO 9aCTO CBA3LIBAHME OJHOrO JUTaHIa He OMUCHLIBACTCA B KOOpauHaTax CKaT-
gapaa. B oTcyTcTBIE OTPUIATEILHON KOOIEPATUBHOCTH 3TO OLIBAECT 00YCIOBICHO HAJIY-
gmeM (oJee OMHOTO yIaCTKa CBA3LIBAHUA.

Puc. XXVI.3.
I'paduk CBA3LIBAHUA OMHOTO JUTAHIA C ABYMS yIACTKA-
mu (B koopaunatax (k,[B]):

OC = [R1] + [Ra], OF = K1n1[R1]+ K12[R2], OA=[Ry],
OB =[R2], OD = Ki3[Rs], OE = Ki11[R1].

C[B]

2. Opun aurang (i = 1) u gBa yyacrtka ceaswBanui (j = 2). Cnoco6oM, aHaIOrmd-
HBIM [IPEABIAYILIEMY, MOXKHO Ipeobpasoars ypasrenue (XXVI.2.15) gus caygas i = 1,
J=2

K11 K12[B)* + (K11 + K12)k[B] + k* —
— K11 Ki5([R1] + [R2])[B] — (K11[R1] + K12[R2]))R = 0. (XXVI.2.18)

I'paguxom sroro ypasmenus B koopgunarax (k,[B]) saBaserca runepboma, mpo-
JIOKEHUsT KOTOPOM OTCeKalT Ha ocu abcuumcc orpesok [R;] + [R2], Ha ocum op-
guHaT — oTpe3ok Ki1[R1] + Ki2[R2]. AcuMmnroramu runepGOIbl SBAAIOTCA MOPAMBIE
k= —Ku.1([B] — [R1]) u k = —K12([B] — [R2]), oTcekaomme Ha OCH OpJANHAT OTPE3KU
K11[R1] n K12[R2], a Ha ocu abenuce [R;] u [Rz] (puc. XXVI.3). O1u ocobennocTr 1103BO-
JSIOT TPOBECTHU AHAIN3 DKCIEPUMEHTATBLHEIX JAHHBIX ¥ NPUOIM3UTENLHO (Tpaduaeckn)
OTIPEeInTh TapaMeTPhl PABHOBECHOT'O CBA3HIBAHUS.
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3. [IBa quranga (i = 2) u ogus y4acTok cBasbiBanus (j = 1). Ciayvan, 9acto BcTpe-
AIOMUICA HA NPAKTUKE, KOIAA €CTh OAWH MEUEHBIN JUIAHL, CHenudUIeCKn CBI3BIBAIO-
IIANCS ¢ ONHUM THUIIOM DELENTOPOB, ¥ BO3HAKAET HEOOXOAUMOCTH ONPENEeINTh XapaKTe-
PUCTUKU CBS3BIBAHWUA APYTOr0, HO y2Ke HEMEUEHOrO JUTaHIA.

N3 (XXVI.2.14) n (XXVI.2.8) moryuaem

m
m > Kij[Rj1[Fi] (5]
Z[Bij]:]:ln—, i=1,...,n. [Silo[ ™77
j=1 14+ > K,y [Fa) i}
a=1 [Stlof--ooooooi20)

(XXVI.2.19) 2

Ilpui=1wuj=1 gua auranga 1 (06b19HO paguoax- 0 I (ECsy) g [Lo]
TUBHOI'O; ToMedeH 3Be3goukon) u3 (XXVI.2.19) cae-
AyeT Puc. XXVI4.

(B! = K1 [R][F}] (XXV1.2.20) «Brirecaenue» aurangom 2 (Lo)

T 1+ K [Ff] + Ko[F2] medenoro aurasga 1: [La] > [R]

(mosicHeHME CM. B TEKCTE)
Ecmu xoumenTpamio MedeHoro aurauga 1 moa-

JEPKUBATH MOCTOAHHON ¥ M3MEHATH KOHIIEHTDAIINIO

HEMEYeHOrO JUraHaa 2 , To ¢ yBeaudenueM [Fb| Gyzer ymenbimarsces [Bf] us-3a «BbI-
TECHEHUA» €ro HEeMEYEHBIM KOHKYDeHTOM. Paccmorpum ycnosus, xorga [Lo] > [R]
(puc. XXVI.4). B orcyrcrsue quranga 2, 1.e. korga [Fy] & [Ly] = 0, cBA3biBanue mede-
HOrO Juraiga 1 MakCUMaIbHO:

[BT]O _ K [R][Fl*]

= LT KT (XXVI.2.21)

Moxuo HanTH Takywo >QpdeKTUBHY0 KoHIeHTpanuio muranga 2 (ECsy = [Fa] = [Ls]),
koropan Ha 50% «BoiTecHseTy Medenbn Jurang (puc. XXVI.3), T.e. craHOBUTCA paB-
sou 1/2[Bf]o. Jlerko paccumrars n3 (XXVI.2.20) n (XXVI.2.21), uro B 5TOM Cayvae

_ 14 Ky [FY]

Ky = —pa’ (XXVI.2.22)

4. Yuco muranioB U y4acTKOB CBsa3blBaHus Goabme 1 (1 > 1, j > 1).

droT ciaydan Tpebyer umcaoBoro pemenus ypasuenun (XXVI.2.15), (XXVI.2.16)
wmn (XXVI.2.20), no3Bo/siomero HauTu ONTUMAIbLHBIE 3HAYEHU j, POPMBI TeopeTude-
CKUX KPUBBIX, 8 TaKXK€ MHOT'UE MAPAMETPhI CBI3LIBAHUSA, B TOM YMUCJE U BKJIAA JAHHBIX
J-X YyYaCTKOB B OOIIIEM CBA3BIBAHUU JUTAHIA. DTUM METOIOM OBLIA MTOIYYIEHA MOAPOOHASL
uHPOPMAaLUA O PEHENTOPAX KATEXOJIAMUHOB (aIPEHAINH, HOPAIPEHAINH U UX AHAJOTH)
U APYTUX FOPMOHOB, O B3aUMOIEUCTBUU STUX PELENTOPOB C PEryJATOPHBIMUA MEMOPaH-
HBIMU OeJKAMU HAa HAYAJIBHBIX CTAAUAX IPE0OPa3OBAHUsA MOPMOHAILHOIO CUTHAA.

§ 3. OcobennocTH BHyTPUMEMGPAHHBIX IIPOLECCOB Pelenum

Peuenroper, G-6eaku u 3dpPeKkTOpHBIE (PEPMEHTHI CYIIECTBYIOT B ILIA3MATHYECKOU
MeMOpaHe KakK OTJeJbHBIE U 9acTO He3aBucuMble mHTerpasibHble Oeaku. [losTomy wmx
B3aMMOAENCTBYE (HAIPUMED, IAMEPU3ANUA PEIENTOPOB (GaKTOPOB POCTA, PYHKIUOHU-
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POBaHUe PELENTOPOB, CONPSKEHHBIX ¢ G-0eaKaMu) CBI3aHO O XapaKTePOM ¥ CKOPOCTBIO
UX [IEPEMEIIEHNs], HA ITO CYLUIECTBEHHOE BIUsHME OyIeT OKA3LIBATH CTPYKTYpa MeMOpa-
HEBL U, B 9aCTHOCTH, €€ JunuaHoro 6ucaos (cum. rmassr XV, XVI). Hecay4anuo ckopocThb
AMCHUIATIVKIA3HON PEAKINU, AKTUBUPYEMOU TOPMOHOM, CYIIECTBEHHO B3aBUCUT OT
PU3UIECKOTO COCTOSHUSA NN 0B MEMOPAHBI — Cpe-
IBL, TlIe IPOUCXOIUT B3AUMOAEUCTBUE OEJIKOB A TeHNU-

o JATIUKIA3HON0 KOMILIEKCA.
o v
: BIKEHWE PEIENTOPOB B IA3MATHIECKON MeM-
a g Bcenpika ’H . bel p
80 6fF | OpaHe JKUBOU KIETKA MOXKET ObITh DKCIIePUMEHTATb-
T s o
%5 i_: HO oOHapyxkeHO. Tak, penenTop MOXKHO METHUTh,
Z 41 H
5 s 3l /— OpHUCOeIUHAS K HeMy (Iyopecuupyoliee CoeguHe-
e}
£ 2o} aue (cM. §2 ru. X). Benbunka nasepa Be3bBaeT $o-
E 1F TOOKUCJIEHUE U «OTOemuBaHuey Guyopodopa (more-
1 L 1 1 1 1 1 1
T2 3 45673809 pA CIIOCOGHOCTH (PIyOPECIMPOBATE) HA HEGOIBIIOM
Bpemst, OTH. el ydJacTke KiIeTKu (pagumycoM 1-2 MkM). 3aTeM Ipouc-
XOIUT BOCCTAHOBJICHUE (DIYOPECHEHINA «OTOEJICHHO-
Puc. XXVIL.5.

Kuneruka BoccTanoBaeHusd Qay-
opecreHnuu Tocae «poTooTOe-

ro» yaactka. [Ipomecc BoccranoBienus duryopecien-
IIY OTPAXKAEeT «HAILTBIBAHUEY B DTOT YIACTOK «HEOT-
O€eJIEHHBIX» PEIENITOPOB, T. €. CBUIETEIbCTBYET 00 UX

JUBAHUSI yIaCTKa KJIETOIHON

gemxenun (puc. XXVI5). Ilo mapamerpam BoccTa-
MeMOpaHbI

HOBJIEHUA (DJIYyOPECIEHIINN MOXKHO PACCIATHIBATE KO-
> PULIMEHTE JaTepaIbHON Judy3un perenTopos.

Ceasb koddpunmenTa auddy3un PenenTopa ¢ BOCCTAHOBICHUEM (DIyOPECIeHINN
MOXKHO IOSCHUTH cjaeaymoomuMm o6pasom. B oagHOMepHOM cCiydae OpPOCTPAHCTBEHHO-
BpEMEHHBbIe U3MEHEHUs KOHIEeHTpauuu ¢ ud@yHIUPYIOUIErO BemeCTBA ONPEeNeNsIioTCs
10 BTOPOMY 3akoHy duka:

dc _ Dd?c¢
ot~ 9z’

(XXVI.3.1)

rae D —xosdpdunment auddysun, t — BpeMsa, £ — e ITUHCTBEHHAA KOOpAuHATA AUDDY-
3UN.

Pemmenue »>Toro ypaBHEHUA A HAYATLHBIX yCIOBUE, Korga mpu t = 0 Bce Berre-
CTBO Cp CKOHIIEHTPUPOBAHO B HadaJe KOODAMHATHI, OyxeT

¢/co = (4nDt) "% exp(—a? /4Dt). (XXVL3.2)
Tak xak cpegHee 3Hadenue npobdera (x) 1udPyHIUPYOMUX IaCTUIl 14 J60ro0 ¢ 6y neT
(x) =0, To mangem gucnepcmo (z2). Berpaxernne (XX VI.3.2) MOXKHO paccMaTpUBATE Kak
ILIOTHOCTH PACIIpeaeseHus BePOATHOCTH OOHapyxkenus nudPyHIUPYIOIIErO BEIIECTBA B

Touke z. Torga
o0

(x?) = / 2*(4nDt) /2 exp(—x? /4Dt)dz.

— 00

(XXVL3.3)

Nurerpan pasbuBaercs Ha qBa TAOIMIHBIX, U A/ OJHOMEPHOI'O CJIyYas HOJLYIaeM

() =2Dt wm D = (2?)/2t. (XXVI.3.4)
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[lsa nBymMepHOro caydas (,ELBI/I}KGHI/IQ B IIOCKOCTHU MeMGpaHH)

D = (z?)/4t, (XXVI1.3.5)
a I TPEXMEPHOI'O

D = (z*)/6t. (XXVI1.3.6)

Ucnoneaya ¢opmyay (XXVI.3.5) B meckombko mpeobpasosanHoM suzge (D.Axelrod
et al, 1976), MmoxHO paccaurars D 1m0 gaHHBIM «)OTOOTOEIMBAHUMY:

D = [w® /47y 5]y, (XXVL3.7)

rje w — PajJuyC Ja3epHOro Jy4a; Tj/; — BPeMsA NOMYBOCCTAHOBICHUA (DJIyOpeCHeHInY;
Y — BEJUYUHA, XAPAKTEPHAS [JIA UCIOIB3YEMOr0 JA3E€PHOTO Iy YA U IOy IAeMas IPU TOY-
HOM DEIleHUN ypaBHEHUA AByMepHOu nuddysun (066r9H0 0k0.10 1,3). Beawuunwr D nas
PELIEIITOPOB, MTOJY YEHHBIE METOI0M BOCCTAHOBICHUs (hJIyOPECHIEHIINN OCIe GOTOOTOEN-
Banua (MetogoMm BOD), okasesatorcs okono 10710 em? /¢ u menee. [Mommoro Boccrano-
BJIEHU (DIYOPECHEHIMU MEYEHBIX 0eIKOB (B T. 9. PELENTOPOB) HA (OTOEIEHHOM»YIaCTKE
06erau0 He mpoucxomut (puc. XXVI4), nostomy meromom BDD no xpuBbM BOCCTa-
HOBJIEHUS (PIYOPECHEHIINN MOXKHO ONPENEIUTh (PPAKIUUA MOOUIBHBIX U (HEMOIBUKHBIXY
0eIKOB.

CymecTBeHHBIM (PAKTOPOM, OMPEAEIAIONIAM MOABUKHOCTD PELENTOPOB U B3AUMO-
JOEUCTBYIOIMX C HUMU OeJKOB (a4 TeM CaMBIM U Iepefady IOPMOHAJIBHOIO CUIHAJIA B
KIETKY ), CLYyXKAT MakpOCTPYKTypa MeMOpanbl. MemOpanusie 6enxu 06pa3yioT arpera-
THI, KOTOPBIE MOT'YT YIEPXKUBATHCA [IUTOCKETETOM U MOAMEMOPAHHBIMU CTPYKTYpPaAMU, B
COCTAaB MOCIEIHUX BXOAAT Geaxu: (oaput, cnektpud win TW260/240. Takum o6pazom,
[IBIKEHIE PelenTOPOB OCYLUIECTBISETCS He B OTKPLITOM JIUMKAIHOM «MOPEe» MeMOPAHEL, a
MEXK Y «OCTPOBAMIY U3 HEIOABUKHEBIX arperaTos 6enkos. /Ipmxenue 6eak0B B MeMOpaHe
OCJIOXKHSETCS TAKKe HAIMIueM JUOUAO0B B (pa3e rens («repabley aunugst). CaenoBareis-
HO, Ha CKOPOCTB IePeIBIKEHUs Oy IeT OKA3BIBATH CYIIECTBEHHOE BIAUAHUE [0S ILIOIIA [N
MeMODAHEL 1), JOCTYIHOR [IA JBIKEHUA OEIKOB.

[Muddysua B cpeie ¢ TPEMATCTBAAMUA MOXKET ObLITH ONUCAHA TEOPUEN MEePKOIAINA
(or aar. percolatio — npocaduBaHue) — OJHUM U3 Pa3JEJIOB TEOPETUYECKOU (DUBUKU.
OCHOBHBIE TIOHATHUA YTOU TEOPUM MOXKHO IPOWLIIOCTPUPOBATE HA MIPUMEDPE PEUIeTOTHON
nepkossinuu. IlpencraBuM cebGe pemerKy, COCTOSIIYIO W3 Y3JI0B U CBSA3€Hd, B KOTOPOU
KX B y3€1 MOXET CyIIeCTBOBATH ¢ BEPOATHOCTHIO p (puc. XX VI.6; p MoxHO paccMa-
TPUBATH U KaK KOHIEHTpauio y37108). COBOKyIHOCTE y3J0B, CBA3BAHHBIX APYT C APYTOM
paccrosHueM OIMKAUIIErO0 COCeACTBa, oOpadyer kaacrep. CylecTByeT KPUTUYECKAs
KOHIIEHTPALUS y3JI0B Py (HEPKOJLUOHHLIN IIOPOT ), BBIMIE KOTOPOR B CUCTEME BO3HUKA-
eT BIePBbIE NEPKOINUOHHBIN KIACTED, IPOHU3bIBaomul Bcio pemerky (puc. XXVL7).
OCHOBHAA YaCTh TEPKOJIAINNOHHOTO KJIACTEPa 0€3 TYNMUKOBBEIX BETBEN MOy INIa HA3BAHUE
CKeJIeTa TIEPKOAIMOHHOTO KIACTEPA.

[lepemerienre B pemeTke BO3MOXKHO OT y3J1a K Y3JIy MO CBA3AM, UX COEIUHSIOINM.
Takum 06pazoM, HATHYINE TEPKOMAINOHHOTO KJIAcTepa 00yCIABINBAET BO3MOXKHOCTD I1e-
peMenenus 10 Bcen pemerke. OTcyTCTByOmMuUE y3Jbl (MM CBA3U) IPEACTABIAIT COGOU
NPENATCTBUE [JIs IEePEMEIICHUS .
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Coruacuo Teopuu nepkossauuu (A. JI. Ddpoc, 1982; D. Stauffer, 1985) csoucrsa nep-
KOJIAIMOHHOTO KIACTEePa, B TOM ducae Aud@y3usa B HeM, ONUCHBAIOTCA (PYHKIUAME BUIA

f(p) ~ (p—pe)", (XXVL3.8)

rie u — KPUTUYECKUN MOKA3aTelb, KOTOPBIN onpenensercs Gyakuuen f(x) u 3aBucut
JIAIIB OT PA3MEPHOCTY MPOCTPAHCTBA. Hampumep, 1d AByMEPHOT'O MPOCTPAHCTBA (K KO-
TOPOMY MOXHO OTHECTH MeMOpaHy),

P(p) ~ (p _pC)Ba B = 07147
Pg(p) ~ (p—p.)’?, B =05, (XXVI.3.9)
D(p) ~ (p _pc)ua U= ]-7]-67

rae P(p) — BEPOATHOCTH TOrO, 9TO TOYKA NPUHAIJICKUT MEPKOIALIUOHHOMY KIACTEPY,
Pg(p) — BEpOATHOCTH TOrO, 9TO TOYKA IPUHALICIKUT CKEJIETY IEPKOIALUOHHOIO K-
crepa, D(p) — koadppunuent guddysun BAOIL CKeIeTa NEPKOMANMOHHOIO KIACTEPA.

A& .

@
Puc. XXVI.6. Puc. XXVI.7.
Pemerka ¢ ysaamu u ceasamu. [Ba yama PemeTka ¢ TEepKOIAIMOHHBIM
B CILIOIITHOM OBaJjie OOPa3yioT KIACTEP, B KIACTEPOM (KUPHBIE JTUHUN )

IYHKTUPHOM — KJIACTEPA He 00pa3yloT

Ilepemerenre B peasbHBIX CHCTEMAX, B TOM 4UCIE MeMOPaHAaX, KOTOPOE 4acTO He
IMeeT APKO BBIPAXKEHHOI'O NUCKPETHOI'O XapakTepa, ygoOHee paccMaTPUBATH KAK He-
TIIPEPBLIBHYI0 HEPKOMANUIo. B 3TOM ciaydae BMECTO BEIUYUUHBI P OOBIYHO KCIOIB3YIOT
BeIMYWHY I — MOJI0 MPOCTPAHCTBA, AOCTYIHOT'O [IA HepeMelleHus. BBLIO MOKa3aHo,
YTO I/ HEMPEPLIBHOW MEPKOIALNYA KPUTUIECKUE TIOKA3ATENN OCTAITCA TEMHU XKe, UTO U
[UIsL PEIIETOYHON, €CJIM, KOHEYHO, PA3MEPHOCTD MPOCTPAaHCTBA Hem3MeHHa. CriegoBaTessb-
HO, KaKasa Obl MOZeab HU ObL1a n30paHa — peleToYvYHas Wi HeIpephbIBHAS, — BEJIUYIUHA
KPUTUYECKUX TOKA3ATENEN A TAHHOU PA3MEPHOCTH MPOCTPAHCTBA coxpaHuTca. Toraga
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Beipaxkenus (XXVI.3.9) sanuceiBarorcs Tak:
P(x)~ (@ —xz),  B=0,14, (XXVL3.10a)
Pg(x) ~ (x —z:)?®,  pp =05, (XXV1.3.106)
D(z) ~ (z — z.)", u=116. (XXVI.3.108)

O4eBuHO, 9TO B JIOrapuPMUIECKIX KOOPIMHATAX KPUBLIE, OIMUCLIBAEMEIE DTUMU BLIPa-
JKEHUAMU, CIPAMJIAIOTCA, W [0 HAKJIOHY X MOXKHO OIPEIEIATH 3HAYECHUA KPUTUICCKUAX
[IOKa3aTeJICH.

B mpuioxeHny IOHATUN TEOPUM MEPKOJIANNN K OMUCAHAI OUOJOMTIeCKUX MeMOpaH
MEPKOJIAIMOHHLIM KJIACTEP MOXKET IIPENCTABIATL COOOU HENPEPLIBHBEIM IIyTh IJIA (-
Jys3un MeMOpaHHBIX OeJKOB. B TakoMm ciIydae NMpW yMEHBIIEHUH NOJKM IPOCTPAHCTBA,
OOCTYIIHOI'O [JIA IEpPEMEIIeHNs OeJKOB, HUKE OPOrOBOr0O, T, MEPKOJAINOHHBEIN KJa-
cTep pPa3bUBALTCA HA MEIKUE KIACTEPHI, He CBA3AHHLIE MEXK Y COOOU, U, KaK CJAENCTBUE,
1uddysua Ha GOIBIIME PACCTOAHNA (B CKEJIETE MEPKOJANMOHHOTO KIACTEPA,) CTAHOBUTCSA
HEBO3MOXKHOM.

Merogom BDPD (A.C.Cobones, 1994, 1995) Obwim ompegesneHbl KO3DOULIAEHTHL
nuddys3un u MoOuabHAA Ppakiusa OJKOB B HATUBHBIX ILUIA3MATUIECKUX MeMOpaHaX C
M3MEHEHHBIMU OJIAMU KU JKUX JTUIU OB U UM-

MOOMIM30BAHHBIX KOHTJIOMEPATOB OEJIKOB —
T.€. C U'3MEHEHHBIMU 3HAYECHUAMU . of' ! '

Oka3aioch, 9TO C yMEHBIIEHHEM & CHE- & nawion = 0,51 £ 0,04

KAIUCh KaK KOO(PPUIMEHT JaTEePAILHON au- %

dysun 6GelkoB, TaK ¥ OIA MOOWILHOM mX &

(paKIny; 5TO M3MEHEHHE COOTBETCTBOBAJO §_074_ |
IpeNCKA3aHUAM TEOPUU NEepKOJAINY — UMe- 3

JIO TIOPOT. DKCIEPUMEHTAIBHO OMPEIeTeHHBIE é

KPUTHYECKHE II0KAa3aTeJy XOPOIIO COBHALd- o

I ¢ TeopeTwdecKkuMu. PaccMoTpuM 5TO Ha

crenyommx mpuMepax. UsBecTtHo, uTO 6€1- ~08E, 1 1]
KU CTIOCOOHBI K JATEPATHLHOU qudDy3Un JUITH —1.8 —L1 0.4
B 006JacTAX MeMOpaHBI, 3aHATBHIX KUIKUMUA

Puc. XXVI.8.

(KU IKOKPUCTAINIECKIME) JUNUIAMA, CJIe-
IOBATEIBbHO, MEPKOJANMOHHEIA KJIACTED IOJ-
KEH MPeNCTaBIATbL COOOM KIACTED KUIKAX
aunugoB. IIpeamnosoxuM, 9T0 B OCBEIIAEMOM
y4aCTKe KIeTKUA PAINYCOM & [CM. yDaBHEHUe lg(a — ).
(XXVI.3.8)] HaxoguTcs NEPKOJIALAOHHBIN KIa-
crep. Boccranosnerne (GpuryopecueHIny mocae
OTOEIUBAHMUA HA DTOM y9YaCTKe OCYIMIECTBAACTCA 34 CIeT Auddys3un GEIKOB B CKee-
Te BTOr0 MEePKOIALIUOHHOrO KaacTepa. ClenoBaTeasHo, BEIUInHa MOOUIBHOU (PPAKIINY,
ompenensemas MerogoMm BDD, nomkua cooTBeTCTBOBATH Pp (). DKCIEPUMEHTATLHBIE
nanubie (cM. puc. XX VI.8) okazaaucs B XOpOLIeM COOTBETCTBIU € TEOPETUIECKUMH (CP. C
ypasrerueM (XXVI.3.1006)).

Eciu paccmaTpuearh o0paTuMyto Aud@y3nOHHO-KOHTPOAUPYEMYIO peakuuio A +
+ B = A - B, IpOTEKAIIIYIO B CPEIE C MPEMATCTBUAME, IPUYEM IO/ MPOCTPAHCTBA,

3aBucumocTs g (MOGuIbHOU — (pak-
1) GEIKOB IIA3MATUIECKOU MeMOpa-
HEI, onpenetednon Merogom BAD, or
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DOCTYIHOTO [is nepeMernenus dactun A u B, paBHA x, TO CKOPOCTH PEAKIIUU

d[A- B]
dt

OymeT paBHa () Ipu paBHOBECHUU, TAK UTO

[A- B] ~ D(z)[A][B].

~ D(z)[A][B] - K[A- B]

O4eBuHO, 9TO peanbHas KoHueHTpanus [P] mem6pannoro 6enka P 6yzxer pasua [Py /z],
x # 0, rae [Py] — xoHueHTparms Geaka mpu & = 1, Tak Kak GEJKNA HEPACTBOPUMEL B
Oenkax 1, GOJBIIMHCTBO M3 HUX, B TBEPABIX jaunugax. Torga ¢ yderom (XXVI.3.108)

MOXKHO 3aIICaTh u

[A-B] ~ % (XXVIL3.11)

Ecau skcnepumenransusie ganuasie (A. C. Coboues u gp.) 06 06pa3soBaHUM KOMILIEK-
ca penentop R—G-6emox
R+G;=R-Gg

(puc. XXVI.9, A) nepecrpouts B koopaunarax 1g([R-G;]) or lg(x — z.) (puc. XXVI.9, B),

TO HAKIOH TMOJYYEHHOIO CIPAMIECHHOI'O Tpaduka MOKAXKET, COOTBETCTBYET JU OH
TEOPETUIECKN MPEICKA3AHHOMY [ypaB-
Henve (XXVI.3.108)] — guddysum pe-
uentopa R u Gy-6enka B ckemere mep-
KOJMIIIMOHHOrO KJaacTepa. Kak caegyer
un3 puc. XXVI.9, B, skcnepumenTanbaoe
sHagenre U = 1,1 £ 0,1 xopomo coot-
BETCTBYeT TEOPETUYECKOMY [yPaBHEHUE

i (XXVI.3.108)].

I[IpumeHrMOCTE  HEPKOJAIUOHHOTO
MOAXONA K ONUCAHUIO [BUXKEHUS U B3a-
Haion = 1,1 % 0,1 VMO JEUCTBUA MEMOPAHHLIX OEJKOB, B3a-
13 1,05 T6 UMOJIEUCTBYOIIAX C 8 eHAIATINKIA3ON,
. . , B MO3BOJIAET OIICHUBATH PA3MEPHI  MeM-

—60 —40 =20 0 OpaHHOT'O TIPOCTPAHCTBA, HA KOTOPOM
2T GeNKU B3AUMOAEUCTBYIOT, XapaKTe-
Puc. XXVL9. pu3oBaTh 0cobGeHHOCTH 3PPEKTOB IoOp-
Nonsa xommrexca R-Gs-6emox (A) or obme-  yomop pUA PA3HBIX [OJIAX MEeMOpPAHEI,
O KOIMIECTBA PENENTOPOB B MEMOPAHE DU 160 TyIHEIX 114 IBIKEHHA OEIKOB, OLe-
M3MEHEHMM JOMM NPOCTPAHCTBA, JOCTYHHO-  gypaty IusHUe DA3BATUA TOAMEMODAH-
O 1A MePeMemeHnus GeTKOB (oMM KUAKAX  Horo MUTOCKeIeTa B XO 1e muddepeHmm-
mmmuios). B—To xe B norapupumieckmx POBKH KJIETOK Ha TOPMOHAILHBIN OTBET.
KoopunaTax (mo ypasaermo XXVI.3.11) Kunetuka B3arMOIEUCTBUA OEIKOB
B MEMOPAHEe OTJIUIALTCA OT OOBITHON KU~
HETUKU PEAKIA B o0Beme. Ecau cum-
TATb, YTO B3aUMOJEUCTBUE MBYX YACTUI] ONPEIEAACTCA TOALKO ux muddysuen B cpeje,
TO CTaIMOHAPHAA CKOPOCTL v IudPy3noHHO-KOHTpoaupyemon peaxiuu A + B — AB
OyzeT paBHA

60 |- N

20 |

lg (RG]

v=ca/ta+cp/tB, (XXVI.3.12)
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e €4 U g — KOHIeHTpauuy 9actull A u B B MOJISAX HA €IUHUIY OOBEMA WM eIUHUILY
IUIOLIANU; T4 — CpeaHee BpeMs quddy3uu, 338 KOTOPOe JacTula A TOCTUrAeT HEIo ABUK-
HOU JacTULBl B; Tp — TO Xe 1A TOABUXKHON JacTUlkl B.

Bce mpocTpaHCcTBO, Iie MPOUCXOIUT PEAKIINA, MOXKHO Pa3OUTh HA AIEUKU paguyca b,
B IIEHTPE KOTOPOI'0 HAXOAATCA «IOBYIIKa» paguyca a. Jactunsr (gomyctum, Tuma A)
cBOGOIHO MU(YHAUPYIOT B AIEUKH, TOKA HE MOMAIYT B JOBYIIKY PALUYCA @, TJe OHU
B3aMMOJENCTBYIOT ¢ JacTuien tuna B. Pasmep sdenku pagumyca b MOXKHO ONpeneInThb,
UCXOMs U3 YU PEAruPYIOMUX IACTUIl B eAUHUIE O0beMa Win equHuie miomaan: Nc,
rae N — uuciao Asoraapo. Torga B TpexMepHOM CIydae

1 4 " "
= 5 — BeJIMIUHA AICUKH C WIOBYIIKOW» B BUIE JaCTULE! B;
Necp 3nbe.
1 o o
= —5 — BEJIMYVHA AYEUKU C «IOBYUIKOM» B BUE aCTUIBI A.
Ncy 3nby

Orcioga, noacrasaas B (XXVL.2.5) eauaunet b u b%, nainem
<) = UnNacgD4) ', P = (4nNacaDp) !, (XXVI.3.13)
a mogcraeasas (XXVI3.13) B (XXVI.3.12), noxyaaem
v=4nNa(Ds + Dg)cacg. (XXVI.3.14)

B nBymepHOM ciIydae, COOTBETCTBEHHO, IMEEM PAa3MepHl «IOBYIIEK»

1 1

_ 2
Neo Yo = - (XXVIL3.15)

= b3,

Pemmas (XXVI.3.15) orHOCHTEnBHO b, HAXO4UM Beaw<uHEL T B BeIpaxkenun (XX VI.2.4),
a 3arem u v B (XXVI.3.12) (Sh. Hardt, 1979):

_ Dy Dpg
v =2nN (ln[(nNcB)1/2/a] + ln[(chA)1/2/a]> CACB. (XXVI.3.16)

Bruipaxenne (XXVI.3.14) —wussectnas dopmyaa Cmonyxosckoro. Beawuuna
4nNa(D 4 + Dp), croAmasn nepes Mpou3BeIeHUEM CACR, TIPEICTABIAET COOON KOHCTAHTY
CKOPOCTH PeaKnmum BTOPOro Hopanka B oO0beme. O9eBMIHO, 3aBUCHMOCTH CKOPOCTH
PeAKIMU OT KOHIEHTPAINA C4 U € COOTBETCTBYET 3MECH 3aBUCHMOCTH, XaPAKTEPHOU
U PEAKIUE BTOPOrO MOPALKA.

B aBymepuom cayuae (XXVI.3.16) oxaswiBaeTCA, 9TO CKOPOCTb peakiuu 6GoJee
CTOXHBEIM O00Pa3oM 3aBUCUT OT KOHIIEHTpAIuu peareuToB. C yBeIndeHeM KOHIIEHTDA-
Il ¢4 U cg OyJeT yBEIWIMBATHLCA 3HAYEHWE MHOXKUTENSA, CTOAMIErO IEPET CACB B
(XXVL.3.16), a ¢ yMmeHbLIIEHNEM KOHLEHTPALUN, HAOO0POT, CHUKATHCA.

CremoBaTENBLHO, B IBYMEPHOM CIy9ae CKOPOCTH PEAKIUU MOXKET [OMOJHUTEIBLHO
PEryJIupOBATLCA KOHIIEHTPAIUAMY PEATUPYIOUINX TACTUII.

Taxas peryJaanusa OCyIIECTBAACTCA B KIETKE in vivo, B 9aCTHOCTHU, 33 CI€T YMEHb-
IIEHNA WIN YBEIMYEHUA YUCAA PELENTOPOB, PEarupyoInX ¢ JUTaHIaMy, 3TO TaK HA3HI-
Baemasa down- u up-perysanusa. B pesyaprare 3HAMMTEILHO U3MEHAETCA MHTEHCUBHOCTD
BHY TPUKJIETOYHON PEAKIUU Ha COOTBETCTBYIOUIUU IOPMOH, B3ANMOIEUCTBYIOMINN C pe-
[ETMTOPOM JAHHOT'O TUIIA.
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§ 4. Kunerudeckue 0coGEHHOCTH CHCTEMBI PEryJIAIMA BHY TPHUKJIETOYHHIMHE
oCp e HUKAME

IMocae mpeobpas3oBaHusa CUMHANA TOPMOHA B IIA3MATUYECKON MEMODAHE — B CAydae pe-
LEMTOPOB, CONMPsKEHHBIX ¢ G-6eaKaMu, — B KJI€TKE U3MEHSIOTCI KOHIIEHTPALINY BHY TPU-
KJIeTOYHBIX HOCPeIHIKOB, Takux Kak TAM® umm Ca®T, koTopsIe B CBOIO 049epeb BIAAIOT
HA AKTUBHOCTH COOTBETCTBYIOUIMX IPOTENHKUHA3. B pe3yiabTaTe TOU Henu mpoueccon
IIPOUCXOUT KaCKalHOE YCUJIeHNE CUI'HAJIA OT IOPMOHA: IUCI0 MOJEKYJI Ha KaX I0M dTaIe
BO3PACTAET, TAK ITO OOIIEee INCJ0 MONEKYJI BHY TPUKIETOYHBIX IOCPEIHUKOB 3HAYUTEIhb-
HO IPEBHIIIAET YUCJI0 MOJEKYJ IOPMOHA, CBA3ABIINXCA C PEIENTOPAMY, & IUCI0 MOJIEKY.I
depMeHTOB, HOCHOPUINPOBAHHBIX IPOTENHKUHA3AMY. HA MTOPALKYU IIPEBOCXOIUT IUCIO
MOJIEKYJI TIOCPEIHUKOB.

P3;— unnyuuposanubiit Ca2t — uHIynMpoBaHHbIIt
Obpasosarme Ps Beixox CaZt Beixon CaZt

A A A

Topmon

Puc. XXVI.10.
Cxema pery/snun BHYTDPUKJ/Ie-
TOYHOU KOHIEHTPALUN HOHOB

Ca’t.

DDJIC — dochaTuuInHO3UT-CIIe-

nuduieckas ¢ocdomumnaza C, [Pg —
nHo3uT-1,4,5-Tpudochar, PIPy —
docdarnguimnosur-1,4-6udocdar,

NI" — auanuiIriniepuH

DTa CJIOKHAA CUCTEMA MOXKeT 0018 1aTh CBOEOOPA3HBIM JUHAMUAYECKUM [TOBEICHUEM.
JlencTBUTENBHO, OKA3AI0CH, YTO MJIsA KOHIEHTPAIUY BHY TPUKJIETOYHOrO TOCPEIHUKA, —
nonos Ca’" | xapakTepHO KOIe6aTeILHOE H3MEHEHNE B OTBET HA CUTHAIL TOPMOHOB ¥ Mé-
IUaTOpoB. B KIeTKe HAGMIONAIOTCA OCIMLIALMY BHY TPUKJICTOYHON KoHnerTpamun Ca’ ™’
¢ nepuogamMu oT < 1 go mouru 30 mun. PaccmoTpum omHy M3 MOZEIEN 3TOrO ABICHUA
(Tongberep). llox BausHMEM MOPMOHA U, COOTBETCTBEHHO, penentopa R ¢ G-Geakom ak-
TuBupyeTca ¢pocharuauannosuTcrenuduaeckas pocdoannaza C, KOTopas ruapoausyer
dochaTu quinao3uT-1,4-6uchocdar ¢ obpasoBanuem mHO3UT-1,4,5-Tpudocdara IP3 u
muanuaraunepusa I (puc. XXVI.10). IP; Bozgenctayet Ha IP3-3aBuCHMBIN BHY TpUKIE-
rounemi myn Ca’T depes CBOM peLENTOpPHI, 3AMOIHAEMEIE MM CO CTEIEHBIO . CxopocTh
uHIynrposarHoro seixoga Ca’t us IPs-uyBcTBUTEIBHONO myJIa, v1(3, IPOMOPIMOHATBLHA
Hacolmenmio 3 permenropa IP3;. Takum ob6pasom, IP3 perymupyer BBIXOX B HUTO30Jb
nonos Ca’", KOTOpBIe B CBOI OdYepenb 3aIyCKAT OCIHMLIATOPHBIE IMKIL BEIOPOCA
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Ca’* npyrum, eayscruTensueM K IPs, myaom Ca’t. B mogenn paccmarpuBaiores ase
nepemensele: Z — koHnenTpamua csobogroro Ca’t B murosome n Y — KoHIeHTpamms
nouos Ca’" B IP3-HEeUyBCTBUTEILHOM IIyIe, KUHETUKA W3MEHEHUH STUX KOHICHTPAIAH
MOXKET OBITH 3AMKUCAHA, TAK:

fl—f:vo+v1§—vg+v3+ka—kZ,

(XXVIL4.1)
dY
E:UQ—U:;—k‘fY,

rae vo u kZ — cxopoctn Bxona u Beixoga Ca’’ m3 xieTkm, coOOTBeTCTBEHHO, Ge3 TOp-
MOHAILHON CTUMYIAIMN; vy — cKopocTh ATd-3asucumon makaukn Ca’" u3 nqurosons B
IP3-He41yBCTBUTEIBHBIN IIyI; ¥3 — CKOPOCTH BBIXOJA U3 HTOrO IIyJa B IUTO30/b; kY —
CKOPOCTB MACCUBHON yTeuxy u3 Y B Z; kZ — cKOpOCTh BIXO1a muro3oasHoro Ca’t us
kaerku. [Iponeccs: naxadxku Ca’t B IP3-meuyscTBuTenbubm my i soxoga Ca’™ u3 mero
B IUTO30/b MMEIOT KOOIEPATUBHYIO HPUPOLY, a uuro3oabubiit Ca’’ cam axrusupyer
(aBTokaramms) Bexog Ca’" u3 IP3-HeTyBCTBUTEIHHONO MyJIa.

C y4eToM DTOrO BLIpaKeHWe AIA CKopocT: vs Bxoga Ca’t u vs Bexoga Ca’t s
uuT0304b U3 IP3-HEIyBCTBUTEIHHOrO MyJa TPUMYT BHU[I:

n
VM2 =7
M2 Kg ¥ Zn
ym zZP

VM3 . .

Ky +R™ K&+ 2P

Vg =

(XXVI1.4.2)

V3 =

B sTux ypaBHEHUAX Vjp2 U Upr3 O3HAMAIOT MAKCUMAJIBHBIE CKOPOCTU HAKAYKUA U yYTEUKA
Ca’", COOTBETCTBEHHO; CAMU DTH HPOLECCH OMMCAHBI YPABHEHMAME XILTa, ¥ KOIp-
(pUIIEHTE KOONEPAPUBHOCTY PABHBI 71 U 171 P — CTENEHb KOOMEPATUBHOCTY IMIPOIECC,
axktuBupoBanus, a Ky, Kp u K4 — 1IOpOroBble KOHCTAHTHI JHA HAKAYKM, YTEIYKH U
aktuanuy. YpasHenus (XXVI4.) u (XXVI.4.2) umeror eIuHCTBEHHOE CTALMOHAPHOE
pelieHre, KOTOpoe OAHAKO He Bcerga ycrouduso. Masecruo (cm. ruasy II), uro xorga
HEPABHOBECHOE CTAIMOHAPHOE COCTOSHUE CTAHOBUTCA HEYCTOUIUBLIM, MOIYT BO3HUKATD
HE3aTyXaIMe KOJAeOAHUA Ha TPACKTOPUU MPEIeTbHOrO Hukia. B paccMaTpuBaeMon
cucteme oHM BosHEKaIOT npu 29,1% < B < 77,5%, ecan ocTaabHEIM mapaMeTpam, vg, k,
k¢, v1, K2, Kg, Va2, Vi3 IPUAATE GU3HOJOTTYECKHE 3Ha4YeHNA. BHe aTOro0 guamazoHa
3HAYMEHUN TAPAMETPOB CTANUOHAPHOE COCTOSHNIE CTAOWIBLHO U KOIeOAHUS HE TPOUCXOIAT.
JlabHEeNIINY TeOPETUIECKIN aHAINS ITOKA3AJ, YTO 3(PPEKTUBHOCTE (POCHOPUIUPOBAHMA
cy6crparor Ca’t-3aBuCHMON IPOTENMHKMHABOM 3ABUCAT OT OCIMLIALMN KOHICHTDAIAM
noroB Ca’" u pacTer ¢ pocTOM WX YACTOTHL.

Ha puc. XXVI.11 nmokasaubl kKoaeb6aHUA KOHIEHTPAIAN IIATO30JIBHOIO CaZt (Z2)
npu yeenumdeHun napamerpa 3 no 30%, uaaynuposanHbe yBeaudenueM 1P B orBer Ha
BHEIIHUN CUIHAT (BEPXHsAA 9aCTh, CILIOMIHAA KpuBas). O JHOBPEMEHHO IIPOUCXO IAT MIJIO-
o6pasusre komebanua Ca’’ Bo BryTpuxreTounOM Myste Y. Komebamns koumenTpannu Z
nnroszoasroro Ca?t ¢ mepmogoM okono 1 ¢ Ha PECYHKE COOTBETCTBYIOT HAGIIOLAEMBIM B
HEKOTOPBIX DKCIIEPUMEHTAX, TAK XK€, KAK U C MeproaoM | MUH B PA3HBIX TUNAX KJIETOK.
Dopma TUKOB HA KOIEOATENBHBIX KPUBBIX MOXKET 3aBUCETH OT NMPUPOABI ACOHUCTOB.

Tak, Ha KJIETKAX NEYEHU y3KUE NUKUA HAOMIOAAIOTCA ¢ HOPANUHADPUHOM, a MpU
UCIIOJb30BAHUY BA30MPECCUHA OHU HAMHOIO mupe. M3Menenne (pOPMBI TUKOB ABJISAOTCSA
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CJIeICTBAEM [OMOJHUTEIHHONO MHIUOUPYIOUIEr0 AEUCTBUSA ATOHUCTOB HA MPOLECCHl Ha-
kauky 1 yreaxku Ca’". Hanpumep, ymenbienne koucranTs: K ot 10 ¢! 10 6 ¢! 1, coor-
BETCTBEHHO, CKOpOCTH kZ yTeuxn rmrosomsaoro Ca’l 3ameniger ckopocTs peraxcanum
AMIUTATY DBl KK OO MUKA. DTO IPUBOIUT K YIIUPEHUIO MUKOB U YBEJUYIECHUIO YaCTOTHI
koaebanuu (puc. XXVI.11, HUXKHAA 9aCTh) U3-32 YMEHBIIEHAA BPEMEHU, HEOOXOIUMOrO
1A TPUrTepHOro BKmodenusa orroka Ca’t us BHyTpukierounoro myaa. Mogers gaer
BO3MOXHOCTb HAUTY 3HAYEHUS APAMETPOB, KOTOPHIE COOTBETCTBYIOT HAOIIOIAEMBIM B
SKCIEPUMEHTAX PAa3AnIHbIM KoreOanusaM. Takum 06pa3oM, yCIoBre BO3SHUKHOBEHUS KOJe-
GaHWI B DTON PEryIATOPHON CICTeMe COCTOUT B apToKaTamnTudeckom Ca’T-3apucumonm
seixoge Ca’t us BryTpuKIeTOuHOrO myia Y. Kore6annsa ABIATCA CIEICTBIEM YBEIN-
“eHnA KOHIeHTparmu nuTo30bHoro Ca?t | BrmBanHOrO B €BOIO O4epess poctom IPs mpu
CTUMYJISIUN KJIETKU [OPMOHOM.

Puc. XXVI.11.
(mo Goldbeter et al., 1990)

Bepxuas 9acTh: KomeOaHMS KOHIICH-
rpamuu nurosonsHoro Ca’t (Z,
CILIOIIHAS KPUBAs); KOJeOAHUsA KOH-
[EHTPALII Ca%t B IP3 — neuys-
creurenbHoM mygae (Y, mrpuxosas

- 11,00 KpUBas).

B 11,50

L Huxusia gactes: konebanus Z npu

0:30 MEHBbIIEM 3HAYEHWH KOHCTAHTH K

- 1 (K =6 c™') Berxoga Ca®" u3 xieTku

. . . . (B Bepxmett wvactu K = 10 ¢71). 3na-

0 2,00 4,00 6,00 8,00 10,0 “eHUs OCTAMBHBIX IMApaMeTPOB TaK-

Bpews, ¢ Ke JIeKAT B (PU3MOIOTMIECKOM [Ha-
na3oHe.

B nacrosiee BpeMs 0GHADYKEHBI KOICOAHUS BHY TPUKJICTOYHBIX KOHIEHTPAIIMN Dii-
& BEIeCTB, IPUHUMAIIMNX YIaCTUEe B PEryaanuu MeTaboau3Ma.

OrMmeruM KomeOGaHUS 3HAYCHUN BHY TPUKJICTOYHBIX KOHIEHTPAIIMA KOHOB BOAOPOIA,
TaKXKe UI'PAMINX BaXXHYI PEryIATOPHYIO POJIb.

IMo-BuguMOMYy, PUBNOTOTUIECKASA POIH TAKOTO POa KOICOAHUN COCTOUT B BO3MOXK-
HOCTHU IOTOJHUTEIHLHOTO KOUPOBAHNA MEPEIAIOMIENCA B KIeTKe NHMOPMAIIUA HEe TOIBKO
[0 CTAIMOHAPHOMY YPOBHIO, HO U IO YacTOTe U (HOpPMe KOIeOAHUN BHYTPUKICTOUHBIX
KOHIIEHTPALIMY CUTHAIBHBIX BEIIECTB, UI'PAIOMINX KIYEBYIO POIb B PEryJIATOPHBIX CHU-
cTeMax KIeTKH.



