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B3AMMOJIEMCTBHUE JYOIEHA3HI C UHTUBUTOPAMU
MUKPOBHOTI'O NPOUCXOXKIAEHUA

H.A. llonbikuna, U.I1. Tnagpimena, H.I. baaadymesuy, T.C. 3amonoauukoBa*,

H.N. Jlapuonosa

(Mockosckuti eocyoapemeennvlil ynugepcumem um. M.B. Jlomonocosa, xumuueckuii
Gaxyremem, kagedpa xumuyeckoi 3H3uMono2uu, e-mail: nilar@enzyme.chem.msu.ru.)

H3y4eno B3amMoneiicTBHEe 1yOqeHA3bl — HOBOH CEPHMHOBOIl IPOTENHA3BI, IPUHAICKALICH
K HEMHOTOYHCJICHHOMY KJIACCy “IBYJUKHX” NPOTEHHA3, ¢ XUMOCTATHHOM M JICHIIENTHHOM.

Koncranra narubuposanus (K

) XMMOCTATHHOM THAPOJIH3a JYOJeHa30l cyO0CTPaToB

Suc-Ala-Ala-Phe-pNA n N--Boc-O-Bz-Ser-Gly-Arg-pNA coctaBuna 63+4 nM. Iloka3aHo,
YTO IPH CMEHEe XHUMOTPHIICHHOBOIO cy0cTpaTa Ha TPHUIICHHOBBIII HHIMOMPOBAHUE MEHSIET
KOHKYPCHTHBII Xapakrep Ha OeckOHKypeHTHbIH. IIpu u3yyeHun MHruOuMpoBaHus ayoje-
HAa3bl H30NIPONUOHNI-JIeiiIeNTUHOM NOKA3aHO, 4YTO S0% MHrHOUpoBaHUe NOCTHIAeTCS NPH

coornowenuu [1]/[E], = 2000.

Hyonenasa, cepuHOBas MpOTEWHA3a KHUIIEYHHUKA [1], j10-
KaJIM30BaHa B CEKPETOPHBIX I'PaHyNIaX SIHUTEIHATIBHBIX KIle-
TOK OpYHHEPOBBIX JXKeJie3 IYyOJeHaNbHO# cinu3uctoit [2].
Joka3aHo, 4TO IyoJeHa3a MPUHUMAET y4acTHe B aKTHBa-
WU TIPOIHTEPOIENTHIAA3El — OJHOLEOYETHOTO MpeIe-
CTBEHHHWKA DHTEpONenTHaas3sl [3].

Takum oOpazoM, nyoneHa3a, aKTHBUPYS IIPOIHTEPOIEII-
THJA3y, MOXKET UTPaTh LEHTPAIbHYIO POJIb B WHUIHAIINH
KackajJa peakiuil MpOoTeONIMTHIECKOTO pacUleIieHus], Ipu-
BOJISIIMX K aKTUBALMH MaHKpeaTHueckux ¢epmeHToB. Kpo-
M€ TOTO, TIOCIIETHHUE FCCIISIOBAHMUS ITOKA3aIM, YTO IyO/eHa-
3a crocoOHa akTuBHpoBaTh PAR perentopsl [4], 4To He
HCKITIOYAeT €€ POJIM B BOCHAJHUTENBHBIX IpoIeccax, MPOnc-
xonauux B opranusMme. CyOctparHasi criequpuIHOCTh AyO-
JICHA3bl HEOOBIYHA — OHA TPOSBISICT CBOMCTBA TPHUIICHHO- H
XMMOTPUIICHHONON00HBIX IporenHas [2]. Tak, mo oTHoIe-
HHUIO K CHHTCTHYECKHM U OEIKOBEIM CyOCTparaMm TPHIICHHO-
motoOHasi aKTUBHOCTH JTyOJICHa3bl BBIpaXkKeHa Ooliee sIpKo,
9eM XHMOTpPHUIICHHONON00Has1. OHaKo MpH B3aMMOICHCTBUH
¢ OCIIKOBBIMM MHTHOUTOpaMHU MPOTEHHA3 KaK aHaloraMu
cyOCTpaToB JyoneHa3a MpOsBISET CBOU XUMOTPHUIICHHOIIO-
JI0OHBIE CBOMCTBA [5].

B nmanHO# paboTe McciaeoBaHO B3aUMOJCHCTBHE JTyoJe-
Ha3bl ¢ UHTHOUTOPAMU MHUKPOOHOTO MPOUCXOKICHHS — XU-
MOCTaTHHOM ¥ HM30NPONHOHII-TCHICNTHHOM. DTH UHTHOU-
TOPBI MOTYT OBITh MCIOJIB30BaHBl B Kaue€CTBE MPOTHBOBOC-
MMaNWTENbHBIX U TMPOTHBOPAKOBBIX cpeAcTB [6]. U3BecTHO,
YTO XMUMOCTATHH U JICHIIENITHH SIBIISIOTCS MOIITHBIMUA KOHKY-
PEHTHBIMH MHTHOUTOPAMH psfa CEPUHOBBIX U IUCTCHHO-
BBIX MPOTEHHA3 U PacCMaTPUBAIOTCSA KaK MENTHIUII-alble-
THJIHBIE aHAJIOTH “TiepexofHoro coctosuus’” [7]. Murudupo-
BaHUE OOYCIIOBJIEHO 00pa3oBaHUEM MOdyaleTaleil Wil Tu-
oameTanei ¢ KaTaTUTHYSCKH aKTUBHBIMH TPYIIIAMU CEpH-
HOBBIX WJIHM ITMCTCHHOBEIX NPOTEHWHA3 U COIPOBOXKAACTCS
KOH(}OPMAIIMOHHBIMU TIepecTpoikaMu B Oernke (cxema 1)
[8, 9]. XumocTtatuH UHruOUpyeT (hepMeHTHI, 00IagaroNue
XUMOTPHUIICHHONIOJ0OHOH cyOCTpaTHON crennpUIHOCTHIO
[8, 10, 11], a neiimenTuH — (epMEHTHI C TPUICHHONOI00-
HOU cyOcTparHO# criennpUIHOCThIO [8].

Marepuajbl 1 MeTOIbI
B pabore HMCIONB30BaHBI CIEAYIONIUE PEAKTUBBI:
Tpuricur ObIKa, O-XUMOTPUIICHH Obika, “Merck” (I'epma-
Husl); Tris-okcumerunamuaomeran (tpuc-HCI), — “ICN”

*UuctutyT Onoopranndeckoit xumun uM. M.M.Ilemsikuna u FO.A. OBunnnukoBa PAH, 117871 Mocksa. yin. Mukinyxo-Makast, 16/10;

daxe: (095)310-7007).
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Cxewma 1

MexaHH3M HHTHOMPOBAHHUS CEPHHOBBLIX MPOTEHHA3 HHTHOUTOPaAMHU
MHKPOOHOI'0 IPOUCXOAKACHUS

(I? R I Ky Cl)(OH'
E-OH+R-C-H «—— E-OHR-C-H —— E—O—?—H
k, E
Ky
- kI(aT
E+S = ES E+ P
(6] (6] (0]
HO NHTNH NH NH .
O NH O
J XumMoctaTuu A
N
NH NH
HN NH,

Y
NH
0 0
H;C)LNH NH NH H
0 0

(CIIIA); coeBbiii marHOUTOp THHA baymana—bupk (BBI);
sTrioBbIi 3¢up N-OeHzomn-L-apruanna (Bz-Arg-EE), atu-
noBbIid 3¢up N-6erzomn-L-tuposuna (Bz-Tyr-EE), Suc-Ala-
Ala-Phe-pNA, Tos-Gly-Pro-Lys-pNA, N-t-Boc-O-Bz-Ser-
Gly-Arg-pNA — “Sigma” (CILIA) (ocTanbHble peakTHBBI
ObuIM Mapku “o.c.u.”, “x.4.” m “a.jm.a.”). Bece crnektpodoTto-
METpUYECKUE N3MEPEeHUs MPOBOIIIM Ha crieKTpodoToMerpe
“Shimadzu UV-265FW” (Slnonus).

[Mpemapar BBI obmaman 100%-i aHTUTPUIICHHOBOH U
86%-1 aHTUXUMOTPUIICUHOBOW aKTUBHOCTBIO. ConepkaHue
AKTHBHBIX IICHTPOB B Mperapare TPUIICHHA, OMpPEACICHHOEe
metozoM [12], coctaBnsno 61%.

Buvloenenue u onpedenenue akmuenocmu 0yooeHaszbol.
Hyonenasy BHIICISUTH U3 TyOICHATBHBIX XKeje3 ObIKa MeTo-
noM appuHHON XpoMarorpaduu Ha COCBOM HHTHOUTOpE
npotenHa3 Tuna KyHutiia, IMMOOMIIM30BaHHOM Ha cedapo-
3e 4B [1]. ConepxaHue Oenka B Ipenapare AyOJEeHa3bl
onpeaensuin Metonom Jloypu u np. [13]. Comepxanue ax-
THUBHBIX I[EHTPOB MyOJCHA3bl OMPENCISUIH KaK MyTeM ee
tutpoBanusi BBI ¢ n3BecTHO# akTHBHOCTEIO [6].

Onpeoenenue k_, u K . VI3MepeHne KHHETUYECKUX U
PaBHOBECHBIX TapaMeTpoB rujaposmza N--Boc-O-Benzyl-
Ser-Gly-Arg-pNA mpoBOAMIH 110 U3MEHEHUIO CKOPOCTH
€ro TUAPONH3a OT KOHIEHTpanuu cybctpara. Bexmuuny
KOHCTAaHT pacCYHUTHIBANIN MO ypaBHeHUIO JlailHynBepa—
bepxa [14] u ypasuenuto Unu [14]. [Tonyuennsie k  u
K, nna ruaponusa N-t-Boc-O-Benzyl-Ser-Gly-Arg-pNA,
KaTanuzupyemoro nyoxaenasou npu pH 8,0 u 7 = 37°,

JletinenTun

cocrasiasui 0,1 c'm 0,013 MM COOTBETCTBEHHO.

Onpeoenenue KOHCMAHM UHZUOUPOBAHUA me, ) Oyode-
HA3bl XUMOCMAMUHOM U U3ONRPONUOHUI-TICTINENIMUHOM.
[Ipn mccnemoBaHUM WHTUOUPOBAHUS XUMOCTATHHOM H
HU30IPONHOHMIII JIEMIIENTUHOM THIPOJIA3a TyOJEHA301 Iemn-
TUAHBIX CyOCTpaToB, GEpMEHT C MHTHOUTOpPaMU IpeaBapu-
TEJIbHO MHKYOUpoBanIu B TeueHue 8§ MuH mpu pH 8,0 u 7' =
37°, KOHLIEHTPAIIMI0 XUMOCTAaTHHA BapbUPOBaJIN B Mpeje-
nax 0—2 MM, KOHIIEHTPAIUIO MU30MPOTHOHIII-ICHIICTITHHA
BapbupoBaiu B npenenax 0—40 MM, xoHmeHTpanus dep-
MeHTa cocTaBisana 0,22 MM, KOHIIEHTpaIuu cyOCTpaToB
Suc-Ala-Ala-Phe-pNA, N-t-Boc-O-Bz-Ser-Gly-Arg-pNA —
19 u 43 MM cootBerctBeHHO. JlmuHa BoaHb! 405 HM. Kon-
CTaHTBl UHTHOUPOBaHUS, KO3(DGHUIHEHTsI O U [3, MpUBEIEH-
Hble B TaON. 1, Ompeaensuin METOJIOM HEJIMHEHHOHN perpec-
cuu 1o ypaBaenuto (1) [15]:

1+ aﬂﬂr
ato [E]0

v 2

A= v lra+0'—ﬁ(1—0') {14—0‘(11{"]“ [I]a ]}i

ato aroz], [E],

) a+0'+ﬂ(1+0') 1+o aKPlHI‘ _ &}

‘a+o-pliro) avole], L]

rie 4 — ocTaTouyHas aKTUBHOCTh ()EpPMEHTA; V, — Ha-
YaabHAas CKOPOCTh PEaKIUU B MPUCYTCTBUU UHTUOUTO-
pa; v, — HavajbHas CKOPOCTb PEAKIUM B OTCYTCBHE HH-
ruburopa; 0 = [S]/ K,,; [S], — HauanbHas KOHIEHTpa-
uus cybcerpara; K~ xoncranta Muxasnuca; [[], -
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Tabnuma 1

KoHcTaHTBI HHFI/IGI/IpOBaHI/Iﬂ AyOoaAeHa3bl XUMOCTATUHOM

CybcTpar ITapameTpbl HHTHOUpPOBaHUS

Suc-Ala-Ala-Phe-pNA Ky = 60 HM
a=2.87

B=0.28

Nt-Boc-0-Bz-Ser-Gly-Arg-pNA Ky i =67 HM
a=0,14

B =037

Tabnuma 2

KoHcTaHTBI HHTHOMPOBAaHUS XUMOTPUIICHHONOAOHBIX (epMeH-
TOB XUMOCTATHHOM

depmeHt Ky, HM
XUMOTPUIICUH 0,4[11,12]
XuMmasa Ty4HbIX KJIETOK YeJIOBEKa 1,33 [12]
Karencun G 150 [11]

o0mas KOHHEHTpanus uHruburopa; [E], — oOmas koH-
neHTpanus (GpepMeHTa.

Pe3ynbsTaThl M UX 00Cy:KIEHHE

BzanmopeiicTBue ayoneHasbl ¢ xuMocTaTuHOM. [Ipu B3a-
MMOJICHCTBUY IyOJIeHA3bl ¢ XUMOCTaTUHOM 3((EKT WHTHOU-
poBaHus HaOMIONAJICS MPU OJIM3KUX KOHIIEHTPALUSIX (epMeH-
Ta U uHrubuTopa. beulo crenaHo mpennoiokeHue, YTo Xu-
MOCTAaTUH MOXXET B3aHMOJCHCTBOBATH C AYOJICHA30M IO Me-
XaHU3My O0OpaTHMOTrO THIIEPOOIMIECKOrO POYHOCBI3BIBAIO-
miero UHrHOMpoBanus. OTHAKO TEOPETHIECKHE KPHBEIE, pac-
CUMTAHHBIC JIJIsI KOHKYPEHTHOTO CBS3BIBAHHS JyOIEHA3bl C
cybcTpaToM U XUMOCTaTMHOM (cxema 1), He COOTBETCTBOBa-
T SKCICPHUMEHTAIBHBIM PE3yJIbTaTaM.

ITosToMy a1 onucaHusl B3aMMOACWCTBHS XUMOCTaTHHA C
JyoZIcHa30i ObLIa MCIOJIb30BaHA Ciiemyromas cxema 2 [15].

Ha puc. 1 u 2 npencraBneHbl 3aBUCUMOCTH XHUMOTPHII-
CHUHOTOJ00HON M TPHUIICHHONONO00OHOW aKTUBHOCTEH IIyone-
Ha3bl OT COOTHOILICGHUS KOHIIEHTPAllMUu XUMOCTaTHHA K
(hepMeHTY U TeopeTHYECKHE KPUBbBIE, PACCUYUTAHHBIC IO
ypaBHeHHIO 1 cooTBeTcTBeHHO. [lapameTpsl MHTHOMpPOBa-
HUS TIPUBEICHEI B Ta0. 1.-

[Homy4yennsle maHHBIE YKa3BIBAIOT HA TO, YTO B peak-
nuu rugponusa cyocrpara Suc-Ala-Ala-Phe-pNA xumoc-
TaTUH TPOSBISET THNEPOONTUUSCKUI CMEIIaHHBIA THUII
unrubuposanus (1 < a < [, 0 < B < 1). D10 o3Hauaer,
YTO MEPBUYHOE CBSA3BIBAHME XMMOCTAaTHHA WM CcyOcTpara ¢
(hepMeHTOM yXyaAIIaeT Mocienyrolee CBsI3bIBaHle CyOCcTpa-

Cxewma 2

Mexanuszm l/lHFl/lﬁl/lpoBaHl/lﬂ AyoA€eHa3bl XUMOCTATUHOM

L (], k

El+55——F51 ——= Ekf+ P

IIpumeuanus. E — depment; I — uarudurop; S — cyéerpar; P —nponykr; K, =
[ETLVEL oK, = [ESIUVIEST]; K = [E][SVIES]); oK, = [EN[SVES];

o u 3 — ko3¢ dpuuueHTs!

Ta WIM XUMOCTaTWHa COOTBETCTBEHHO. B cityuae rumponusa
cybcrpara, umernomero Arg B P, monoxenuu, cutyanus
MEHSETCS: HHTHOUPOBaHWE HOCHUT THIIEPOOTMYECKUi Oec-
KOHKypeHTHBIH xapakrep (0 < a< 1, 0 < 3 < 1). B nanHom
Cllydae CBSI3BIBAHWE OAHOTO W3 JABYX KOMIIOHEHTOB C (hep-
MEHTOM YCHUJIMBAET CBA3BIBAHHE BTOPOTO KOMIIOHEHTA. DTO
MOXeT OBbITh OOYCJIOBJIICHO pa3HBIMH MPUYUHAMH, B TOM
yHuclie U KOHPOPMAIlMOHHBIMA HU3MEHEHUSIMHU.

JlyoneHa3a mposIBIISIET BBICOKYIO CTE€NEHb CTPYKTYpPHOU
rOMOJIOTUH C KarencuHOM G M XMMa30i TY4YHBIX KJIETOK
yenoBeka [16, 17]. KoHCTaHTBI HHTHOMpPOBAHUS ATHX IPO-
TE€UHa3 XUMOCTATHHOM TpUBEACHBI B TaOM. 2. XUMOCTaTUH
SIBJIIETCS KOHKYPEHTBIM MHTHOUTOPOM 3THX (hepMeHTOB
(cxema 1). Tak KaK KOHCTAHTBI MHTHOMUPOBAHMS KaTEICHHA
G ¥ XUMOTPHUIICHHA 3HAYUTENIBHO OTIMYAIOTCA (IPUMEPHO
B 400 pa3), a KOHCTaHTHI CKOPOCTH IUCCOIHAINH TPUMEP-
HO OJUHAKOBBI, MOKHO HIPEIINOI0KUTh y4yacTHE JOIOJIHU-
TEIBHBIX TOYEYHBIX B3aMMOLCHCTBHN B paliOHE aKTHBHOTO
LIEHTpa B JOTOJHUTEIbHON CTaOUIU3allMU KOBaJEHTHOTO
KOMILIEKCA, YTO MPUBOAUT K €r0 BBHICOKOW YCTOHYHBOCTH
[10]. U3 Tabm. 2 MOXHO BUJAETH, YTO Y XUMOTPUIICHHA U
XMMa3bl TYYHBIX KJIETOK 4elloBeka ((epMeHTa, obamarore-

0,0

[11,/[E],

Puc. 1. MarubupoBanue KyoieHa3sl XUMOCTaTHHOM: cyocTpar — Suc-Ala-
Ala-Phe-pNA, 19 mM; [E]; = 0,22 MM; Bpemst unkyOanuu 8 mun; T =
37°; pH 8,0 (TeopeTnueckuii pacyer mo ypaBHEHHIO 1)
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1,0 9

0,8 -

0,4

OTHOCHTEJILHASI aAKTHBHOCTH

02 -

0,0 . . . ; .

1y/1E],
Puc. 2. HrubupoBaHue IyoneHa3bl XHMOCTaTUHOM: cyOcTpar — N-z-
Boc-O-Bz-Ser-Gly-Arg-pNa, 43 MM; [E], = 0,22 MM; Bpems unkyObanuu
8 mun; 7'=37°; pH 8,0 (TeopeTuueckuii pacuer 1o ypaBHeHUIO 1)

T0 XUMOTPHUIICUHOMOAOOHOH CIEIU(PUIHOCTHI0) KOHCTAHTHI
UHTHOVMPOBAaHMs Ha MOPSJIOK BHIIIE, YeM y (EPMEHTOB C
JIBOMHON cnienn(puuHOCTBIO — JIyo/ieHa3sl U KarercuHa G.

W3meHenne MexaHM3Ma MHTHOMPOBAHUS MPOTEHHA3 C
JIBOMHOW CHEIM(PUIHOCTHIO IIPU CMEHE CyOCTpaTa MOXKHO
00BSACHUTH cleayromuM obpaszom. [Ipupona XUuMOTpHUTICH-
HOTMIOJJ00HOH criennPpUUHOCTH TyoAeHa3bl U KarerncuHa G
JI0 CUX TOop He ycTaHoBieHa. OAHAKO M3BECTHO, YTO MPHU
3amMeHe Arg-226 B CBA3BIBAIOIEM KapMmaHe rpaH3uMa B
((pepmeHTa BBICOKO TOMOJIOTHYHOTO BEIIICTIEPCIHCICHHBIM)
Ha Gly rpam3um B yTpaumBaeT akTHBHOCTH IO OTHOIICHHIO
K cyOcTpaTaM, MMEIOIINM OTPHIATEIFHO 3apsDKEHHBIE aMU-
HOKMCJIOTHBIE OCTAaTKH B P -monoxeHnM, HO COXpaHsAeT
CIIOCOOHOCTh PACIIEIIATh CyOCTpaThl ¢ ruApo(oOHBIMHU
ocrarkamu B P -nionoxkenun [18]. IlneTtHes ¢ coaTopamu
[17] mpenmonoxun, 4To ocTtarok Asp-226 B ayomeHase u
Glu-226 B karencune G He ABIIAETCI HEOOXOIUMBIM IS
cesaspiBanms Phe (Tyr) B monoxenuu P| muranna. [Tpu stom
3NEKTPOCTATUYECKOE B3aUMOJICHCTBHE MOJOKHUTENBHO 3aps-
’KEHHOTO aMHUHOKHMCIIOTHOTO OCTaTka B P, mosoxenuu cyo-
cTpara ¢ oTpularenbHo 3apskeHHbIM Asp (Glu)-226 BHOCHT
OONBIION BKJIAJ B CTAOMIIM3AIUI0 (EPMEHT-CYyOCTPAaTHOTO
komrutekca [19]. BepositTHO, XMMOCTAaTHH CBS3BIBACTCS B TH-

Tabonuma 3

KoHcTaHTBI HHTHOMPOBaHUS TPUIICHHONOAOHBIX (hepMeHTOB

JielinenTUHOM
DepmeHT Kyr, HM
Tpuncun 13,4 [21]
ITna3mun 1000 [22]

podoOHOM KapMaHe IyoJeHa3bl TaKUM 00pa3oM, 4TO He
TOJIEKO HE MEIIaeT, HO, KaK MOKa3bIBAIOT ITOTYUYCHHBIE HAMH
SKCIIEpUMEHTANIbHEIE JaHHBIE, JaXKe YCHUIINBACT CBSI3HIBAHUC
MIOJIOXKUTENBHO 3apsDKEHHBIX cyOcTpaToB. ClemoBaTelbHoO,
Hapsy ¢ KOMILUIEKCOM (pepMEHT—UHIHOUTOp U (pepMeHT—CyO-
CTpaT, BO3MOXHO 00pa3oBaHHE TPOMHOTO KOMILIEKca (ep-
MEHT-MHI'HOUTOP—CYOCTpaT, YTO COOTBETCTBYET MEXaHH3MY
0ECKOHKYpPEHTHOTO WHTHOWPOBAHUSI.

B3aumooeiicmeue dyooenaszwvl c neiinenmunom. llpu
WCCIICIOBAHNN WHTHOWPOBaHUS TUapoin3a cyoctpara Tos-
Gly-Pro-Lys-pNA 130nponuoHUI-IEHIENTHHOM OBLIO MO-
Ka3aHO, YTO MPU COOTHOIIEHWH KOHIIEHTPAIlMW WHIHOMTO-
pa x depmenty [/]/[E],= 2000 nabmonanocs 50%-¢ un-
rubupoBanue, T.e. K 10 rpyboii oleHKE MMEET MOPAIOK
10 * M. KoncraHrs WHTUOMpOBaHUs TpuicuHa [21] u
minasMuHa [22] neiinmentuHOM TpuBeaeHBl B Tabn. 3. Ko-
HEYHO, 9TH BEJIUYMHBI 3HAYUTEIHHO MCHbBINE OICHECHHOM
HaMH KOHCTaHTBl MHI'MOUPOBAHUS IyOAeHa3bl, OJHAKO
37iech IPOSBUIIACH €€ JIBOIHAs CIelM(pHIHOCTD, TaK KaK Ha
XMMa3y TyYHBIX KJIETOK M KarermcuH G NeHIenTHH He OKa-
3BIBACT MHTHOMPYIOMETO JercTBus [23].

Crnaboe WHTHOMpPOBAHUE JIyOACHA3bl JCHIICITHHOM He-
VAUBUTEIBHO, TaK KaK MENTHIHBIA CyOCTpaT aHAIOTHYHOTO
ctpoerus Ac-Leu-Leu-Arg-pNA sBisieTcs OAHUM U3 Hau-
XyALINX CyOCTPaTOB, CBS3BIBAIOIIUXCS C TyoJeHa3ou [2].

Takum oOpa3oM, B pe3ynbTare MPOBEIEHHOTO HCCIENO-
BaHHS OBLIO IOKAa3aHO, YTO MEXAaHWU3M B3aWMOACHCTBHUS
JTyOZIeHa3bl KaK MPEACTaBUTENS Kijacca “IBYIHMKUX~ TPOTe-
WHa3 C XMMOCTATHHOM 3aBUCHUT OT cyocTpaTa (ruapodoOHO-
r0 WU 3apsoKeHHOro). JleiinmenTun ke sBIseTCS CIabbiM
UHTUOUTOPOM JIyOJI€HA3HL.

Hannast pabora nmoaaepkaHa rpantoM POOU Ne 01-04-49848.
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