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OHEHKA KHHETUYECKNX HTAPAMETPOB ®EPMEHTOB
B 'ETEPOI'EHHOU HAIMOJIEKYJIAPHOU CUCTEME

3umun FO.B., ConoBbeBa A.TL., YiaHoBa A.A.

OI'BY « HHUHUTO Munszopascoypazsumus Poccuuy, Huocnuii Hoseopoo, e-mail: yuzimin@mail.ru

DH3MMOJIOTHsI Ha COBPEMEHHOM JTalle Pa3BUTHS OHOXUMHUH U MOJICKYIISIPHOH Ouonoruu Tpedyer pazpaboTku
HOBBIX MOJIXOMOB K OIICHKE KMHETHYCCKUX XapaKTEPUCTUK (hEPMEHTOB, BXOMAIINX B COCTAB CIIOKHBIX MYJIBTHH-
3UMHBIX KOMIUICKCOB KJIETKH. JlJIs pacyeTa KWHETHYECKNX MapaMeTPOB UCIOJIb30BANIH PE3yIIbTaThl U3MEHEHHS OIl-
THYECKOH IIOTHOCTH IPH JUTMHE BOIHBI 340 HM. 113 NepBUYHBIX KCIIEPHMEHTAIBHBIX JaHHBIX ITOJTHOI KHHETHUe-
CKOH KPUBO# 3aBUCHMOCTH IIPOAYKTA PEAKIMK OT BPEMCHHU MPEAIAraeTCsi PaCCYUTHIBATH CIICIYIOIIHE TOKA3aTeIIH:
Kt — uHTerpaTUBHBIH 1MoKa3areib cpoAcTBa (epMenTa Kk cybcTparaM, Vmax — MakCHMalbHasi CKOPOCTh PEaKLHu
¢depmenta, Ka — xoaddunuent karamntuaeckoil appexruHocty, Kn — xoaddunuent xooneparusrocry, Kd —
K03 (HUIMEHT CTPYKTYPHBIX H3MEHEHNMI. BaxkHOE MpenMyIecTBO JAHHOTO aHAIM3a 3aK/II04aeTCsl B TOM, 4TO C €ro
MIOMOIIIBIO MOKHO KOPPEKTHO CPaBHUBATh MEKJLY CO00i KWHETHYECKNE CBOMCTBA (DEPMEHTOB Pa3INYHBIX KJIACCOB.
DTO MO3BOIUT IPOBECTU WHTEIPATHBHYIO KHHETHUYECKYIO OLIEHKY Pa3IHMYHBIX (PepPMEHTATHBHBIX PEaKIHil B rere-
POTEHHOI CHCTEME CYOKICTOUHBIX OPraHesll, YTO BaKHO IS TOHUMAHHS MOJICKYJIPHBIX MEXaHU3MOB PEryIISLNK
MeTabou3Ma.
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THE ESTIMATE OF KINETIC PARAMETERS OF ENZYMES
IN HETEROGENEOUS SUPERMOLECULAR SYSTEM
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At the modern stage of the development of biochemistry and molecular biology the development of
enzymology demands elaboration of new approaches to the estimation of kinetic characteristics of enzymes being
comprised of multienzyme complex sets of a cell. For the calculation of kinetic parameters used the results of
the change of optical density in wave length of 340 nm. From primary experimental data of total kinetic curve of
product reaction dependence on the time it is suggested to estimate the following indexes: Kt — integral index of
enzyme affinity with substrates, Vmax — maximum enzyme reaction rate; Ka — catalytic effectiveness coefficient;
Kn — cooperation coefficient; Kd — coefficient of structural changes. An important advantage of this analysis is that
it can help you properly compare the kinetic properties of the enzymes of various classes. This will allow to give
the kinetic estimation of different enzyme reactions in heterogeneous system of subcellular organelles, and that is

important for understanding of molecular mechanisms of metabolism regulation.
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XOpOoIIO U3BECTHO, YTO OCHOBY BCEX METa-
OOJIMYECKHX MPOIIECCOB COCTABIISIOT (DEPMEHTBHI.
[Ipu 5TOM OCHOBBI (hepMEHTATHBHOM KUHETHUKH
pa3paboTaHbl CErofHs MPEUMYLIECTBEHHO JUIS
OYMILEHHBIX MPEnaparoB SH3UMOB. Takoil kiac-
CUYECKUI NOAXO/ HE MO3BOJISIET B [IOJHOM Mepe
OLICHUTH KaTAINTHYECKHE CBOICTBA ()epPMEHTOB
B pEaJIbHBIX YCIIOBUSX X HAXOXK/ICHHUS B KIIETKE.
ITo3TOMy OZHMM M3 Ba)KHBIX HAIIPABICHUM CO-
BPEMEHHON SH3MMOJIOTUM SIBJISIETCSl U3ydeHHE
MEXaHU3MOB PETYISIHN (DePMEHTATHBHBIX PeaK-
LIMH B YCJIOBHSX I'€TEPOr€HHON CUCTEMBI KIIETKH,
rae (hepMEHTHI BXOZSAT B COCTaB CIIOXKHBIX MYJIb-
THUIH3UMHBIX KOMIUIEKCOB.

HaxoruieHHbIN 3KCIIEpUMEHTAIbHBIA Ma-
TepUad NPAKTUYECKH MaJlo 4YTO JaeT s
MIOHUMAaHUSl  MOJEKYISIPHBIX  MEXaHU3MOB
peryasiuy  akTUBHOCTH (DEPMEHTOB B HaJl-
MOJIEKYJISIPHBIX ~ CTPYKTypax CyOKIETOYHBIX
opranemn [5]. Bce 910 yka3pBaeT Ha TO, 4TO
H3y4YCHHE KUHETHYECKUX CBOMCTB (DEPMEHTOB
B CJI0)KHOOPTaHNW30BaHHOM TETEPOTEeHHOM CH-
cTeMe TpeOyeT NMPUMEHEHHUS HOBBIX METOJH-
geckux moaxonoB [1]. B mepByto odepens 310
OTIpeNieJICeHNe MHTErPAaTUBHBIX KUHETHYECKUX

MoKa3aresiei, MO3BOJISAIOMINX OIEHUTh Kara-
JIUTHYECKUE CBOWCTBA KOHKPETHOTO (hepMEH-
Ta, BXOJAIIECTO B COCTaB MYJIBTU(EPMEHTHOIO
KOMIUIeKca (TJIMKOIU3, UK TPUKAPOOHOBBIX
KHCIIOT H T.JI.).

Ieablo maHHoO padoThl sSBUJIACH pas-
paboTKa HOBOTO METOAMYECKOTO IOIXO1a
K OMPENCTICHUIO0 KUHETHYECKHUX TapaMeTpOB
(hepMEHTOB B CIIO)KHOOPTraHM30BaHHOW CHCTE-
M€ KJICTKH.

MaTepHan H METOAbI UCCTICAOBAHUA

Jlnst pacuera KMHETHUYECKHX IIOKa3aTeNeil MCIIONb-
30BaJIM JaHHbIC U3MEHEHHs ONTHYECKO IIIOTHOCTH P
nniHe BoiHbI 340 HM. B kadecTBe nmpuMepa BHIYUCICHHS
KHHETHYECKUX MapaMeTpoB II0 MPEeAIaraeMoMy METOLy
HCCIIEIOBAIN aKTUBHOCTH JIakTaraeruaporenasst (JIAI)
B TOMOT€HAaTe MEYEeHW WHTAKTHBIX JKUBOTHBIX. JKCIie-
PHMEHTHI MPOBEIEHBl Ha OEbIX HETMHEHHBIX KpBICAX
Mmaccoir 180-250 . AKTUBHOCTH (pepMeHTa OTIpeersin
mo I A. Kouerosy [3] B mpsimoit peaxmuu (JI{I'np) ¢ wc-
MOJIB30BAaHUEM B KaueCTBE CyOCTpara MOJIOYHOW KHCIIO-
ThI U B 00patHoi#i peakuun (JI/II'00p) ¢ ncnonszoBanueM
B KayecTBe CyOCTpara MUPOBUHOTpaHON KUCIOTHL. Cra-
THUCTHYECKUI aHalM3 pe3yJbTaToOB HCCIECIOBAHUN BBHI-
MOJTHEH C MCIIOIb30BaHUEM MPOrpaMMbI Statistica 6.
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Pe3yabrarhl uccie1oBanus
U UX o0cy:x/aeHune

Kunernueckoe ypaBHEeHHE MOKHO 3alHCaTh
JBYMS1 Pa3HBIMH CIIoco0aMu: JI1OO0 B BUIC 3aBU-
CHUMOCTH KOHIICHTPAIlUH CyOCcTpara OT BpeMeHH,
00 B BHJE 3aBUCHMOCTH CKOPOCTH PEaKIIUH
OT KOHIIEHTpanu# cyocTparoB. Tak clI0KHIOCH,
YTO B S3H3MMOJIOTHH Yallle UCIOJIB3YIOT BTOPOU
BapUaHT, B XUMUH, HA00OPOT, — MepBbIid. Xu-
MUKU OTJAIOT TPENNOYTEHHE HHTETPATbHBIM
YpaBHEHUSM CKOPOCTH, HMEIOIIUM TPEeuMy-
IIECTBO B TOM, YTO B HUX BXOIST BEIMYMHBI,
HETIOCPEICTBEHHO HW3MEpsSeMble JKCIIePUMEH-
TabHO. KakuM OBl KJIIACCHYECKUM METOIOM HH
OIIPE/ICIISUIA WM HU PACCUMTBHIBAIM 3HAYCHHUE
KoHCTaHThl Muxasnuca (Km) n MakcuMaibHYIO
ckopocTh peakimu (V. ), cymecTByeT (yHna-
MEHTaJIbHas OIIMOKA, BBHITEKAIOIIAsl U3 CaMOTO
Xapakrepa 3TUX METoIoB. UeM MeHblle KOHIICH-
Tpauusi cyocTpara, TeM TpyAHee ONpeneUTh Ha-
YaJbHYI0 CKOPOCTh (PEPMEHTATUBHON PEaKLUH.
[ToMuMO 3TOTO HEXKENATENHFHBIM MTOCIEACTBHEM
[IMPOKOTO TIPHMEHEHHS KITACCHIECKOTO KHHETH-
YECKOIo MOAX0Ja SIBJISISTCS TO, YTO OMOXUMHUKH
MPAKTUYECKH M30€raroT MPUMEHSATh UHTEeTpalb-
HblE YpaBHEHHsI CKOPOCTH JAXKE B TEX CIIydasiX,
KOIJIa 3TO BIOJIHE ONPABIAHHO.

Ha nHayanpHOM STare WcclenoBaHUs KUHE-
THYECKUX CBOUCTB (pepMeHTa (OUUIIIEHHBIH ITpe-
rapar), Korjia OCHOBHasI 3a71a4a CBOJIUTCSI K TOMY,
‘-ITO6I)I YCTaHOBUTb, KAKOMY YPaBHCHHIO IIOAYM-
HSIFOTCS KUHETHUYECKUE JIaHHbBIC, N3MEPeHUsI Ha-
YaJbHBIX CKOPOCTEH BIIOJHE ompaBraHHbl. Of-
HAKO I10 3aBEPIICHUN 3TOTO dTara HEOOXOIUMO
MIEPEXOIUTH K N3YYEHUIO PEaKIIUF BO BPEMEHH,
ITOCKOJIbKY B IIOJIHOM KMHETHUYECKOU KpUBOH CO-
JEPXKUTCS TOpa3no Oosblie UHGOPMALHH, YeM
MPOCTO B 3HAYEHUU CKOPOCTH, MOIyYEHHOM JKC-

40 +

TpanossALuel K HyJIEeBOMY MOMEHTY BPEMEHH.
TouHble 3HAYCHHS KMHETHUYCCKUX IApaMETpOB
MO)KHO MOJIYYUTh M3 OTHOCHTEJIBHO HEOOJNBILO-
IO KOJIMYECTBA SKCIIEPUMEHTOB. BaxkHo, uTo aHa-
JIU3 TIOJTHBIX KMHETUYECKHX KPHUBBIX MO3BOJISIET
n30eXaTh CyObeKTUBHBIX OMINOOK, HEN30EKHBIX
TPH OTIpeJIeNICHHH HAYaIbHBIX CKOPOCTEH U3 He-
JMHEHHBIX TpaduKoB [2].

[TosTOMy 1151 TeTeporeHHol hepMeHTaTHB-
HOM CHCTEMBI LiesiecooOpa3Hee HCIOIb30BaTh
HACBILIAIOIINE KOHIEHTpaUuu cyOcTpara, TeM
Oosiee YTO MPUMEHEHHE PA3IMYHBIX KOHLICHTPa-
i cyOcTpara BBI3BIBACT B CJIOKHBIX CHCTEMaX
KJIETKH pa3HOoOoOpa3Hble KOH(OPMAIMOHHbBIE
M3MEHEHHUS, YTO OTPAKAETCS HA 3HAYUTEINb-
HOM Bapua0eIbHOCTH KHHETHYECKHUX CBOMCTB
KOHKpPETHOTO ()epMeHTa B cOCTaBe MyJbTH(eEp-
MEHTHOIO KOMIUIeKkca. Jiis onpenenenus KuHe-
TUYECKHUX KOHCTAHT (DepPMEHTATHBHON peaKiuu
11€71€CO00Pa3HO UCTIONB30BATh MOJIHYIO KPUBYIO
HAKOIUIEHHsI TPOIYKTa (3aBHCUMOCTH KOHIICH-
Tpalyy MPOIyKTa OT BPEMEHH — OT Hadaja J0
MIOJIHOTO PACXOJ0OBaHUs CyOCTpara).

Ham mnpencrasisiercss BO3MOMKHBIM - HC-
MOJB30BaTh JIAHHYI0 3aKOHOMEPHOCTH JUIS
OTIpE/ICNICHHUs] WHTETPATUBHBIX KUHETHYECKUX
NoKasaTesiell KOHKPETHBIX (PepMEHTOB, BXOJIS-
IIMX B COCTaB CJIOKHOOPTraHM30BAHHBIX HaJ-
MOJIEKYJSIPHBIX CTPYKTYP KJIETKH (T€TepOoreH-
Hasl HaZIMOJIEKYJISIPHAS! CUCTEMA).

Hcrnonp3ys KpHUBYIO pPAacXOIOBaHHUA CYO-
cTpara (WM HAKOIUIEHHUS IMPOAYKTa), MOXKHO
paccuuTarth BpeMs MOJyHpeBpalieHus ¢ep-
MEHTAaTHBHOM peakUuuH, KUHETHUECKUI MOKa-
3areyib, KOTOPBIM TaKKe MOXHO ONPENeNINTh
KaK WHTErpaTUBHBIA II0Ka3aTelb CPOACTBA
(epmenTa k cyocTparam B reTeporeHHON Hal-
MOJICKYIIIPHOM cucTeMe (PUCYHOK).

35
Vimax

30 ¢

25

Vmax{zzo — -

15
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CHOPOCT P eaKUMHM (v], MKMONLS MUK

Kt

BpemA (t), MUH

Tonnas kunemuueckas Kpueas 3asucumocmu Vomt

V="v_Y(/K,~+ 1),

rie V' — cKOpoCTh HaKOIUIEHUS OINpPEIeJICHHOU
KOHIIEHTPALUU IIPOLYKTa peaKIuy 32 KOHKPET-

HBIH TIPOMEXYTOK BpEeMEHH (MKMOJb /MUH);
V — MakcuMasibHasl CKOPOCTh peakuuu ¢ep-
max

MCHTa B I‘eTepOFCHHOﬁ CHCTEMC (MaKCI/IMaJ'H)-
HO BO3MO’KHOC HAKOIUJICHUC MPOAYKTa pCaK-
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IIMA TIPH TIOJTHOM PAacXOIOBaHUU CyOCTpara)
(MKMOJIb /MUH); ¢ — BpeMsi, COOTBETCTBYIOIIIEE
HAKOIICHHIO KOHKPETHOI KOHIEHTPALMH IPO-
nyKkTa peakuuu (MuH); K, — MHTErpaTUBHBIA
ToKa3aTe/ib CPOACTBA Q)epMeHTa K cyOcTparam
B F€TEPOT€HHOM crcTeMe (BpeMsl MOyIpeBpa-
meHus cyocrpara pepMEeHTATHBHOW PEakIInmy)

W3 nepBUYHBIX SKCIIEPUMEHTAJIBHBIX JIaH-
HBIX MOJHOW KUHETHYECKOW KPHUBOU 3aBUCHU-
MOCTH TPOIYKTa PEaKIHH OT BpeMeHH (V oT
1), ICTIONB3YS MaTeMaTHIECKUIH METOJ, MOJKHO
paccrmTaTL cneﬂy}omne KHHETHYECKUE TIa-
pamerpsi: K, Vo [6], a Takke KOAPPHUIUEHT
KATAIMTHIECKOH 3¢ pexTuBHOCTH (PepMeHTa-
tuBHOU peakuun K (K =V /K).

YYUTBIBAS, YTO C TEYCHHEM BPEMEHH KH-
HETHYECKast XapaKTepucTHKa (pepMenTa B Hal-
MOJICKYJISIPHOW CTPYKTYpEe MOXKET H3MEHSTh-
csl, 11enecooOpa3Ho BLIOPATh ONpeeICHHBIH
Jana3oH BpeMEHH Ha KMHETHYECKOM KPUBOH,
IIPU KOTOPOM HMEET MECTO NMPEHMYIIECTBEH-
HO TIPOIOPIIMOHATIFHOE U3MEHEHHE CKOPOCTH
peakIuu OT BpeMeHH, a KOHIIEHTPAIlN! UCXO/I-
HBIX CyOCTpaTroB OCTAIOTCSl HACBIIIAIONIMMHU.
JanHbIil IpoMexXyTok BpemeHu paseH 60 ce-
KYHJIaM.

HecomHEeHHO, 4YTO B Te€TEPOreHHBIX CH-
cTeMax KHHEeTHKa (EepMEHTaTHBHOM peak-
MM HOCHUT CIIOKHBIM XapakTep, CBSI3aHHBINA
¢ KOHGOPMAIIMOHHBIMU U KOOTIEPATUBHBIMU
B3aUMOJICHCTBHSAMHU (PEPMEHTOB B HAIMOJICKY-

JSIPHBIX CTPYKTYpax, a TAKKe MX Pa3IMyHOI
kommaptMmeTanu3anueidr  [4]. Iloatomy BO3-
HHUKaeT HeOOXOAMMOCTh ONpEACICHUS HOBBIX
k03 purueHToB K uk , rne K — Koaq)(bn—
LUEHT KOH(I)OpMaI_II/IOHHLIX wsménenmii (I)ep—
MEHTa B IeTepPOTreHHOW  HAIMOJCKYJISPHOU
cucreMe (K (V,/V) ntn.), aK — xoapdu-
[UCHT KOOHepaTI/IBHOCTI/I (DepMeHTATHBHOI
peaKuuu B reTEpOreHHOM CUCTEME (K (K
t,/t)). IloMUMO NaHHBIX MOKAa3aTeNed MOKHO
paccunTarh ko3¢ GuIreHT CTPYKTYPHBIX H3-
MEHEHUI ()epMEHTa B T€TEPOreHHON CHUCTEME
K,(K,=(K/K )) uk — Koaq)(bnuHeHT CTPYK-

pHo Q)yHKuHOHanLHHx u3MeHeHuit  dep-
MEHTA B IETEPOreHHoi cucreme (K = (K/
K )). [lannble ko3(PuureHTHI paCKpLIBaIOT
B3aUMOCBSI3b  CTPYKTYPHO-(DYHKIIMOHAJIBHBIX
M3MEHEHUH KOHKPETHOro (hepMEHTa B CIIOXK-
HOM TeTepOreHHON HaJIMOJIEKYJISIPHON cHcCTe-
Me KJIETKHM C KHHETHYECKOH TOUYKH 3peHus,
YTO OYCHb BAYKHO JUI IOHUMAHUS PETYISIUH
METa0OINYECKUX MPOLECCOB KaK B YCIOBHUSAX
(u3nonornyeckol HOpMbI, TaK M MAaTOJOTUH.
BaxxHO OTMETHTH, YTO BCE MHTETPATHUBHbIE KU~
HeTHYeCcKHe KOP(PPHUINEHTHI PaCCYUTHIBAIOTCS
C MCTIOJIb30BAaHUEM 3KCIIEPUMEHTAIBHO MOy~
YEHHBIX JAaHHBIX W3 TOJHOH KHHETHYECKOU
KPHUBOH.

B kadectBe mpumepa MpeACTaBICHBI KH-
HETUYECKHE [TapaMeTPhl JAKTaTAeTUAPOreHa3-
HOW peakunu (IpsAMoil U 0OpaTHOI) B TOMOTe-
HaTe MEeYCHU KpbIC (TabmuIa).

WHTerparnBHble KWHETHYECKHE ITOKa3aTeH JIAaKTaTAeT npOTeHa3HOM PeaKkI[ii B TOMOT€HaTe
MEYSHN UHTAKTHBIX )XUBOTHBIX (1 = 10)

Kunernueckue moxazarenu JIATmp JIITo0p
K, (MuH) 221+0,12 0,16+ 0,01
Vo (MKMOJIb /MUH) 14,14+ 0,75 5,73+ 0,30
K, 6,39 + 0,34 35,81+ 1,84
K 0,84 + 0,04 0,57 + 0,03
K, 1,69 + 0,09 1,14 £ 0,06
K, 0,26 0,033

Bunano, 4To HHTErpaTHBHBIC KHHETHYECKHE
rapaMeTpsl JaKTaTAeTHAPOTeHas3bl (B MPSIMOi
1 00paTHON PEeaKIUAX) OTIMYAIOTCS APYT OT
npyra. CpoacTBo epMeHTa K cyocTparam pe-
akuuu (K) y JIIAT » CYIECTBEHHO BBIIIE, YeM
K, nost JIAT , ato 0Tpa>KaeTc;I B YBEIIMYECHUH
Koa(b(bHuHeHTa KaTaJUTHYeCKOH 3(h(PEeKTHBHO-
CTH JUTs 00paTHOW (epMEHTATHBHOMN peaxIun
B 5,6 pa3a 1mo cpaBHEHHUIO C mpsmoii. OOparma-
eT Ha ce0s1 BHUMaHHE TO, YTO B T€TEPOTCHHOM

CUCTEME€ I'OMOI€HATa IIEYEHU JIAKTATAECTUIPO-
TeHa3Hasl peaklus MPOSBIAET OTPULATEIBHYIO
KOOIIEPaTUBHOCTh, KOTOPAsl JUIsl OYHIICHHOTO
mpernapara ¢pepMeHTa MPaKTUIeCKn HEe Xapak-
TepHa. [lonydyeHHble NaHHBIE TOATBEPKIAIOT,
YTO KarajauThuueckas 3QQPeKTUBHOCTH HﬂF06p
B FOMOI'€HATE II€YEHU UHTAKTHBIX KPBIC BBIIIIE,
qeM HI[FHP

W3 nosy4eHHBIX AAHHBIX CIENYET, 4TO Me-
TabOJIMYECKH B HAJMOJIEKYJISIPHOM TeTepOoreH-
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HOM crcTeMe roMoreHara nedeHu mpomecc 00-
pa3oBaHMsI MOJOYHOW KHCIIOTBI Mpeoliajaet,
HaJl IPOLIECCOM €€ UCIIOJIb30BAHMSL.

Takum 00pa3om, mpeIaracMblii HOBBIN
METOAONOIMYECKUN TMOJAXO0M, KOTOPBIM HOCHUT
YHUBEpCAIbHBII XapakTep, MO3BOJSIET MPOBO-
JIUTh WHTETPATUBHYI0 KHUHETUYECKYIO OLICHKY
pa3TUYHBIX (PEPMEHTATUBHBIX PEAKIUN B TeTe-
POT€HHON HAJMOJIEKYJISPHOU CHUCTEME KIIETKH.
Baxknoe mpeuMyIecTBo JAHHOTO aHAIM3a 3a-
KJIFOYAETCSL B TOM, UTO C €r0 MOMOIIbI0 MOXKHO
KOPPEKTHO CpaBHMBATh MEXIy COOOW KHHE-
TUYECKUE CBOMCTBA (PEPMEHTOB pa3IHIHBIX
KJIACCOB, YTO OTKPHIBACT MEPCIICKTUBY JIJIsI KOM-
IJICKCHOTO HCCJIEOBAHUSI SH3UMOB B CIIOKHO-
OpPraHMU30BaHHBIX CTPYKTYpax KJICTKH.

YMECTHO  OTMETUTb, YTO HH3UMOJIOT
XXIBeka Oymer wW3y4darb MOJCKYJISPHbBIC
ACTIEKTHI CIIOKHBIX OMOJIOTUYECKUX SIBICHUI
HE C TIO3UIUI OMHCAHUS OYEPETHOTO HOBOTO
(epMeHTa, a C eI MOHUMAHUS CYIIHOCTH
peakuui, B KOTOPBHIX KOHKPETHBIH (hepMeHT
Y4aCTBYET, U C BO3SMOKHOCTbIO BO3JCHCTBUS Ha
HETrO B HY’)KHOM HarnpapieHud. Kunetnueckue
HCCIICIOBaHUSI MOTYT NPHONHU3UTHL TO BpEMS,
KOIJla MOXKHO OyJeT TOBOPHUTH 00 yIpaBlsie-
MO, peryIsITOPHOIN 3H3UMOJIOTUN METa0O0In3-
Ma KJIETOK, YTO TaK Ba)XXHO JJIS MPAaKTHUUECKON
MEIULMHBI.
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