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B paboTe 0000meHB! pe3yabTaThl M3yUYeHHs NMPOLECCOB CBOPAYMBAHUSI—Pa3BOPAYMBAHUS aKTHHA U
CBOWCTB BO3HMKAIOIIUX IIPH 9TOM MPOMEXYTOUHBIX U HENPABHIBHO CBEPHYTHIX COCTOSHHHU. [laH mOApOoOHBIiI
aHaJIM3 CBOWMCTB MHUKPOOKPYKEHHSI I OCOOCHHOCTEH JIOKaIM3aluy TPUNTO(PAHOBBIX OCTATKOB aKTHHA, II03BO-
JUBIIHMH C/ENaTh BHIBOJ O TOM, YTO OCHOBHOH BKJIaJ BO ()UIyOPECIEHIIMIO HATUBHOTO aKTHHA BHOCST BHYTPCH-
HUeE, JIOKAJIM30BaHHbIEe B THAPOGOOHEIX 0bmacTsax Tpunrodanosie octatku Trp 340 u Trp 356, B TO Bpemst Kak
tpuntodanossie octaTku Trp 79 u Trp 86 3aTymensl. [Toka3aHo, 4TO HHAKTUBUPOBAHHBIH AKTUH, KOTOPBINA 10
3TOTO PacCMaTPUBAIICS KaK IIPOMEKYTOTHOE COCTOSHHE MEXTy HAaTHUBHOH W MOJTHOCTBIO pa3BepHYTOH KOH(OP-
ManusMH Oellka, Ha caMoM Jielie NPEACTaBIsIeT cOO0H HEeTpaBHIBHO CBEPHYTOE arperHpOBaHHOE COCTOSHHE.
IMoapoGHO MpoaHaNIN3UPOBAHBI CBOMCTBA aKTHHA B TOM COCTOSHUU. B 4acTHOCTH, MOKa3aHO, YTO HHAKTUBUPO-
BaHHBIH aKTHH SBJISIETCS MOHOJIUCIIEPCHBIM aCCOI[MATOM, COCTOAIINM U3 15 MoHOMepHBIX eauHun. OOHapyxke-
HBI ¥ OXapaKTePH30BaHbBI JBa paHee HEU3BECTHBIX MPOMEXYTOUHBIX COCTOSHUS, MPEANIECTBYIOMNX MOTHOMY
Pa3BOPAYMBAHUIO MAaKPOMOJIEKYJIbI Oellka M 00pa30BaHNI0 HHAKTHBUPOBAHHOTO akTHHA. [Ipeanoxkena npuHIm-
MUaTbHO HOBAs CXeMa MPOIECCOB CBOPAaYMBaHMA—pa3BOpaunBaHus akTuHa. [lokasaHo, 4TO mpUYMHON psaa
AQHOMAaJIbHBIX SIBIICHUH, IMEIOIIMX MECTO B PACTBOPAX aKTHUHA, CoAepikaiux Maible KoHnenTpauuu GdnHCI, sB-
nsieTcst crenuuuecKoe B3auMO/IeHCTBIE aKTHHA C JEHATYPAaHTOM.

Knio4yeBbie clloBa: akTHH, (QOJIUHT OENKOB, IIPOMEXYTOUYHBIC COCTOSHUS, KMHETHKA JEHATYpalHu,
coOcTBeHHAas (hayopecieHIus OeIKOB, MHAKTUBUPOBAHHbIN aKTHH.

[Mpunsarsie cokpamenus: AHC — 1-anmnmmnonadranun-8-cynsdonar, KJI — kpyrosoit guxponsm,
GdnHCI — ryanumuarugpoxiopun, | — uHakTHBHpOBaHHBI akTUH, N — HaTHBHBII akTuH, U — IOJIHOCTHIO
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Pa3BEPHYTOC COCTOAHNUEC aKTUHA, U* — CYHIECTBEHHO pa3BepHyTLn71 KUHETHYECKUN HHTEpMEAUAT aKTUHA.

BrlsiBieHHEe M XapaKTEepUCTHKA CBOMCTB NPOMEXKYTOY-
HBIX YaCTUYHO CBEPHYTHIX M HENPAaBHJIbHO CBEPHYTHIX CO-
CTOSIHHIA, BOSHUKAIOIIHMX B [IPOIECCE CBOPAYMBAHUS—PA3BO-
padyuBaHuA 6eJ'IKOB, ABJIAIOTCA OCHOBHBIM IMOAXOAOM IIPpHU
[IPOBE/ICHUH HCCIIeOBAHUI, HAIIPABICHHBIX HA YCTaHOBIIE-
HHE MEXaHH3MOB CBOpPAYMBAHHUS IOJUICITUIHON ICNU B
YHHUKAJIBHYIO CTPYKTYpPY, 00€CIICUMBAIOIIYIO BBIIOJHEHHE
O6enkoMm ero Omomormyeckoil ¢pyHknuu. Cradbunuianus
CTPYKTYpBI HENPaBHIBHO CBEPHYTHIX COCTOSHMH, BO3HHUKa-
IOLIMX B MpPOILECCe CBOpAayMBaHUSI—pa3BOpaunBaHus Oell-
KOB, 4aCTO OCYIIECTBIISETCS 3a CUET MX aCCOIMAILUK U arpe-
ranuuy. le/l OTOM MOT'YT BO3HUKATh KaK HEYINOPAAOYCHHLIC
amop(HbIe arperaTbl, TaK U YIOPSI0UYECHHbIE CTPYKTYPbI —
amunouansie ¢pudpmnel (De Young et al., 1993; Fink,
1995a, 1998; Kelly, 2000). M3y4yenue cTpyKTypbl U myTeii
o0pa3oBaHusl JEHATYPUPOBAHHBIX YACTUYHO CBEPHYTHIX ar-
PerupoBaHHBIX (ACCOIMUPOBAHHBIX) (HOPM OEIKOB BaXKHBI
IU1s pererus: GyHIaMeHTaaIbHON po0aemMbl GosiauHra Oer-
ka. Kpome Toro, Takue ucciae0BaHusI UMEIOT [TPAKTUIECKOE
3HA4YCHUC I MCIUIUHBI B CBA3U C CYIIECTBOBAHUEM 3360-
JIeBaHUI1, CBA3aHHBIX C HapylIeHHEeM (QOJAMHTa OEIKOB (TakK
Ha3bpIBaeMble KOH(opmanmonHble O0one3nu) (Harper, Lans-
bury, 1997; Kelly, 1997; Carrell, Gooptu, 1998; Fink, 1998;
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Hashimoto, Masliah, 1999; Koo et al., 1999; Uversky et al.,
1999), a Takxke 11t OGMOTEXHOJIOTHH B CBSI3M C HEOOXOMMO-
CTBIO aHAIHM3a IMPUYNH BOSHHUKHOBCHHS HEIPABHIIBHO CBEp-
HYTBIX arperupoBaHHBIX (OPM PEKOMOMHAHTHBIX OEJIKOB W
X akkyMmymsinud B Tenax BiurrodeHus (Frankel et al., 1990;
Speed et al., 1996).

BoNBIIMHCTBO HCCICNOBAHUI MO U3yYeHUIO0 (oauHra
O€JIKOB BBIITOJHEHO HA HEOOJIBIINX OJHOJOMEHHBIX OEIKax,
JUISL KOTOPBIX IPOIleCC pa3BOpavyMBaHUs sBJIseTcs oOpa-
TUMBIM. AKTYaJbHBIM SIBISETCSA H3y4EeHHE NMyTeH CBO-
pauuBaHHsS OoJiee CIIOKHBIX MYJIBTHIOMEHHBIX OCIKOB, a
TaK)Xe BO3HUKAIOUIUX NPU ITOM MPOMEKYTOYHBIX U He-
MPaBUIBHO CBEPHYTHIX arpeTHPOBAHHBIX (PopM OEIKOB.
B HacTosmeit padoTe 00001IeHBI pe3yIbTaThl U3YYCHHUS TIPO-
[[ECCOB CBOpPAauMBaHUS—pPA3BOPAuYMBAHUs aKTHUHA, MPE-
CTaBJIAIONIET0 COOON YpEe3BRIYAHO HMHTEPECHYI0 MOIETh
JUIsL TaKoro poja uccienoBaHuil. [10CKOIbKY 3HAYHMTENb-
Has 9acTh 3TUX HCCIETOBAHUH BBIIIOJIHEHA C MCIIOIH30BAHM-
eM Merona cobctBerHoi Y®D-duryopecuenuuu, B pabore
TaK)Ke MPOBEJCH IMOAPOOHBIN aHAIM3 CBOHCTB MHKPOOKDY-
JKeHUS M OCOOCHHOCTEH JTOKaIM3aluu TPUNTO(aHOBHIX
OCTAaTKOB, OTBETCTBEHHBIX 32 COOCTBEHHYIO (IIyopecIeH-
LU0 aKTHHA.
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CobOcTBeHHas1 (payopecueHIIUsI HATUBHOTO aKTHHA.
Mukpookpy:KeHne TPHITO(PAHOBBIX 0CTATKOB

AKTHH — OJFH U3 OCHOBHBIX OCIIKOB CHCTEMBI MBITIICY-
HOT'O COKpAIICHUS U IIUTOCKEJETa SyKapUOTHIECKUX KIIETOK
(Sheterline et al., 1998; Pollard et al., 2000). I'mo0yna G-ak-
THHA c(OPMHPOBAHA OTHOW MOJHUIEITHIHON IEMBI0, COC-
Tosimed M3 375 aMHUHOKUCIOTHBIX OCTaTkoB. [Ipm Huzkoi
WOHHOH CHJIC aKTHH SBIsieTcI MoHOMepoM (G-aKTHH), B IIPH-
CYTCTBHH HEWTpPAJBbHBIX COJICH OH IMOJIMMEPHU3YEeTCs ¢ 00pa-
30BaHUEM JBYXHUTEBOW crnupanu (GuOpUILISPHBIN, WIH
F-aktun). F-akTuH SBISETCS OCHOBHBIM KOMITOHEHTOM TOH-
KHMX (PUIIaMEHTOB MBILIEYHON TKaHU. TpexmepHas CTpyKTypa
Obla ompejelieHa Ui aKTHHA B KOMIUIEKCE ¢ OelKaMmH,
NpeJoTBpaLAIOIUMU ero noaumepusauuto, — JHKazoit |
(Kabsch et al., 1990), rens3onunom (McLaughlin et al.,
1993; Robinson et al., 1999) u npodpunmnnom (Schutt et al.,
1993), a Takxe ana AJ[d-akTtuHa, MOnquPUIIUPOBAH-
HOTrO TeTpameTwiponamuH-5-manemunom (Otterbein et al.,
2001). ITo maHHBIM PEHTTEHOCTPYKTYPHOTO aHAJIN3a KOM-
miaekca G-axtuHa ¢ JIHKasoit I, monexyna akTuHa coc-
TOUT U3 JBYX JIOMEHOB, €€ OOIIMIl pazMep cocTaBisieT
5.5 X 5.5 X 3.5 um (puc. 1). Kak N-, Tak u C-xoHen moyin-
TIENTHHOM e HaXOoAsTCsl B MajioM JjoMeHe. Kaxnsiit no-
MEH COCTOUT U3 JIByX CyOIOMEHOB. Mainblil JOMEH B CBOIO
ouepensb cocTouT u3 cyomomena I (ocratku 1—32, 70—144
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n 338—372) u cyomomena II (octatku 33—69), a GompInoit
nmomeH — u3 cyomomena 111 (ocratku 145—180 u 270—337)
u cy6gomena IV (ocratku 181—269). DnementamMu cTpyk-
TYpBI MaJIOTO JJOMEHA SIBJISIFOTCS MSATh P-CKIa4aThiX CTPYK-
TYp, OKPYKEHHBIX IISTBIO O-CIHpaysiMu (B cyOomomene 1), u
TPH aHTUNAPAJUICIBHBIX [-CKIAJAYaTBhIX JIUCTA C O-CIHpa-
JbI0, COCJUHSIONIEH KOHIBI JABYX P-TUCTOB (B CyOj0MeHe
II). B cyonomene III Gonpmoro momeHa uMeeTcs MATh
B-ckiIamuaThIX CTPYKTYP, OKPYIKEHHBIX TPEMS (i-CITUPATISIMH,
B cyOnomene [V — n1Ba aHTHNapauIeNnbHBIX B-CIIOSI M YETHI-
pe a-crmupainu. JloMeHbI pa3felicHbl TTyO0OKO# IIEbIO.
B mienu Mexay JOMEHaMH PAcIOOKEHbI OHA MOJEKYJa
AT® (mnm AJID) 1 npoyHO CBSA3aHHBIN JABYXBaJCHTHBIN Ka-
THOH Mg?* (puc. 1). In vitro Mg?* o6br4H0 3amerieH Ha Ca?".

B HATMBHOM COCTOSIHUH aKTHH UMEET OTHOCHTEIBHO KO-
POTKOBOJIHOBBIN CIIEKTp (ryopecieHun (puc. 2) ¢ Makcu-
MyMoM Tipu anuHe BoaHB! 325 HM (Turoverov et al., 1976).
JIump HEeMHOTHE W3 HM3YUYEHHBIX TPUINTO(GAHCOAEPIKAIUX
0cnkoB, HanpuMep a3ypuH Pseudomonas aeruginosa (Finaz-
zi-Argo et al., 1970), PHKa3a Tl (Yamamoto, Tanaka,
1970), PHKaza C2 (Agekyan et al., 1988) u mapBansOymun
Mmepianra (Permyakov et al., 1980), umeroT 60s1€€ KOPOTKO-
BOJTHOBBIH CIIEKTP (IIyOPECICHIIUH.

Kak u3BecTHO, mosoxkeHue u popma crektpa hiayopec-
[EHITNH OeKa OTMPEeACIIAIOTCS HAJTOKEHHEM CIIEKTPOB (IIyo-
peCLEeHINN OTACIBHBIX TPUITO(PAHOBBIX OCTATKOB — HX TI0-

Pwmc. 1. IIpocTpaHcTBeHHAs CTPYKTYypa MOJIEKYJbl aKTHHA.

[Tokazansl TPUNITO(GAHOBBIC OCTATKHU (KPACHbIM), TAPO3UHOBBIC OCTATKH (cunum), katnon Ca2+ (ocenmoin) u monekyna AT® (zenenvim). Pumckue yugpor —
cy6nomens! aktuHa. Puc. 1,4 1 5 moctpoens! Ha ocHoBe JaHHBIX Protein Data Bank (Bernstein etal., 1977), daiin IATN.ent (Kabsch et al., 1990). ITpu mogroros-
Ke PHCYHKA UCTOJIb30Bajn rpaduueckue nporpammbl VMD (Humphrey et al., 1996) u Raster 3D (Merritt, Bacon, 1977).
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JOKEHUEM B IIKaJE JUIMH BOJH M OTHOCUTEIBHBIM BKIIAI0M
B CyMMapHOE CBEYCHHE. AKTHH COAEPKUT YETHIPE TPUITO-
(haHOBBIX OCTaTKa, KOTOPBIE PACHOJIOKEHBI B cyOmoMeHe [.
Tpunrodanoseie ocratku Trp 79, Trp 86 u Trp 340 BxomAar B
COCTaB O-CIHpaiei, oOpa3oBaHHBIX ocTaTKamMu Trp 79—
Asn 92 u Ser 338—Ser 348. Tpunrodanossiii octarok Trp
356 pacrmonokeH B HECTPYKTYPHPOBAHHON 00JaCTH MEXKIY
0.-CIIUPaJbHBIMU y4acTKaMH, 0Opa30BaHHBIMH OCTAaTKaMH
Ser 350—Met 355 u Lys 359—Ala 365.

[TonoxeHnne cueKTpoB (IyOpPECHEHIHWH OTACIbHBIX
TpUNTO(AHOBBIX OCTATKOB 3aBUCHT OT TOJIIPHOCTH MX MHK-
POOKPY>KEHHS U €T0 CIIOCOOHOCTH PEeIaKCHPOBATh 32 BPeMs
XKU3HH (ryopecieHun TpunrodanoBoro ocratka. Heodxo-
JIMMO YYUTBIBATh, YTO MOJIIPHOCTh MHUKPOOKPYIKEHHUS TPHUII-
TO()aHOBOTO OCTAaTKa ONPENENETCSI HE TOJNBKO €ro JOCTYII-
HOCTBIO JIUISl MOJICKYJl pPAacCTBOPUTENSl, HO U COOCTBEHHBIMH
TIOJIIPHBIMU TPYIIaMU O€IKa, BXOASIINMHU B COCTaB MHKPO-
OKpy>keHHs. KOPOTKOBOJIHOBBIH CIIEKTp OeKa MOXET IOsIB-
JSTBCS B IBYX CIIy4asiX: €CIIM TPUNTO(PAHOBBIN OCTATOK pac-
MOJIOKEH B THIAPO(HOOHOM MHUKPOOKPYKCHHH (BHE 3aBHCH-
MOCTH OT PEJaKCallMOHHBIX CBOWCTB IOCIEIHET0) JINOO 3a
CYET YKECTKOCTH MHKPOOKPYKEHHSI, €CIIH JIa)Ke OHO TOJISIp-
Hoe. B mocnenHem ciydae m3iaydeHHE NMPOHUCXOAHUT M3
HEPaBHOBECHOTO COCTOSIHUS, HE OTBEYAIOUIETO MUHUMYMY
SHEPIUM B3aUMOJEHUCTBUS CO CPEIOM.

AHanu3 MUKPOOKPYXXEHHSI TPUNTO(DAHOBBIX OCTATKOB
aKTHHA OB BBINIOJHEH C HMCIIOJb30BAHUEM JIaHHBIX O IMPO-
CTPaHCTBEHHOW CTpPyKType akThHa B KoMmiuiekce ¢ J[HKa-
301 I (¢paiin Pdb latn.ent B Protein Data Bank; Bernstein et
al., 1977; Kabsch et al., 1990). IIpu 3TOM HamMu ObLTO caea-
HO MPEATOJIOKEHHUE O TOM, YTO ITPOCTPAHCTBEHHBIE CTPYKTY-
pBI CBOOOTHOTO aKTHHA U akTHHA B KoMIutekce ¢ JJHKa3oii [
COBTAJIAIOT. 32 MUKPOOKPYKCHHE TPUTITO(PAHOBBIX OCTATKOB
ObuTa MPHUHSATA COBOKYITHOCTH BCEX aTOMOB, YAAJCHHBIX OT
reOMETPHUYECKOI0 LEHTPa MHJO0JIBHOTO KOJbIla HA PacCTOs-
HUHU 7, MEHBIIE HEKOTOPOTO 3aJaHHOTO 3HAYCHUS 7o. Jis
TOT0 YTOOBI IPH aHAJIM3E HABEPHSIKA YUECTh BCE ATOMBI, KOH-
TaKTUPYIOIIME C MHIOJBHBIM KOJIBI[OM, BEIIUYMHA 7y ObLia
BBIOpana pasHoit 7 A (Turoverov et al., 1985; Kysuerosa,
TypoBepoB, 1998). AHanu3 MUKPOOKPYXKEHUS KaxJOT0
TPUIITO()AHOBOTO OCTATKA IMO3BOJHI BBIIBUTH BCE I'PYMIIBI
OOKOBBIX Iiemei Oenka, KOTOpble MOTYT BIUSTH HA UX (IIyo-
pecueHTHbIe cBoicTBa (Tad. 1).

OnHuM U3 MapaMeTpoB MHUKPOOKPYKEHUS, CYIIECTBEH-
HBIM /Ui aHain3a (IYyOpPECLUEHTHBIX CBOMCTB, SBISETCS
IUIOTHOCTD YITaKOBKHM BXOJSIIMX B €r0 COCTaB aTOMOB. Mepa
TUIOTHOCTH YIIAKOBKH aTOMOB MHKPOOKPY>KEHUSI OIpezess-
eTcs KaK YMCIIO aTOMOB, BXOJSIINX B €ro COCTaB, MM OTHO-
LIeHNE 00bEMa, 3aHIMaeMOTI'0 aTOMaMU MUKPOOKPY KEHHSI, K
obmemy oobemy chepsl ¢ paguycom 7 A:

d=XViV,. (D

O0beM KaxJa0ro aTomMa OMpeaelisyicss Ha OCHOBAaHUU W3-
BECTHBIX BaH-11ep-BaanbcoBbIX paguycoB, IpH 3TOM yUUTHI-
BaJach JIMIIb Ta 4YacTh 00beMa, KoTopas rnomnajana B chepy ¢
paguycom 7 A. Koneuno, Takoe paccMOTpeHHe He COBCEM
TOYHO, TaK KaK aTOMBI 00pasyloT APYT ¢ APyroM XHMHYe-
CKHE CBSI3M U, CIIEJOBATEIbHO, 3aHUMAIOT MEHBIINH 00beM.
Tem HE MeHee A1 CPABHUTENBHON OIICHKH IJIOTHOCTH yIIa-
KOBKH MHUKPOOKPY’KEHHSI Pa3HbIX TPUIITO()AHOBBIX OCTATKOB
JTAHHOE 0OCTOSTENBCTBO HE SBISACTCS CYIIECTBEHHBIM.

OOBIYHO TIPUHUMAETCS, YTO (DIYOpPECIEHTHBIE XapaKTe-
PUCTHKH TPUNTO(DAHOBBIX OCTATKOB 3aBHCAT OT MX JIOCTYII-
HOCTH JUIsl pacTBOpuTens. JlocTymHOCTh TPUNTO(AHOBBIX
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HNHTeHCHBHOCTE ()TyOPECUCHIINH, OTH. €]1.
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T

320 340 360 380 400
JlnvHa BOSHBI, HM

Puc. 2. Cnextpsl piyopecuerunn HaTuBHOTO (N), HHAKTUBUPOBAH-
Horo (I), m momHOCTRIO pazBepHyTOro (U) aKTHHA. Ayyss. = 297 HM.

OCTaTKOB Ul MOJEKYJ PAaCTBOPUTENS 3aBUCHUT HE TOIBKO OT
MJIOTHOCTH YIAaKOBKH MHUKPOOKPYIKEHHs TPUNTO(PaHOBO-
IO OCTATKa, HO TAK)X€ OT €T0 JOKAIN3AlNU B MAKPOMOJIEKYJIE
Oenka. JlocTynmHOCTh TPUNTO()AHOBOIO OCTAaTKa 3aBHCUT OT
TOTO, PAcIOI0KEH OH B LEHTPE MAKPOMOJIEKYJIbI OeJIKa HIIH
Ha ee nepudepun. st OIEHKH TOCTYIHOCTH TPUIITO(aHOBO-
IO OCTaTKa Ul MOJIEKYJI pACTBOPUTENS PACCUUTHIBAIIN PaJIH-
AJIBHYIO 3aBHCHMOCTh IUIOTHOCTH YIAKOBKH aTOMOB BOKPYT
T€OMETPUUYECKOT0 IIEHTPpa TPUIITO(PAHOBOTO OCTATKA:

z V.(r,r+Ar)

a(r)= V,(r,r+Ar) ’

)

rae Vo(r, r + Ar) — 00BbeM IIapoBOTo cost chepbl, HaX0as-
LIErocsl Ha PACCTOSHUM 7 OT TEOMETPUYECKOro IEHTpa HH-
IIOJIBHOT'O KOJIbIIA, A7 — TOJIIKHA CJIos, V; — YyacTh 00beMa
i-TOTO aToMa, BXOJISILEro B IIAPOBOI CIION.

AHanu3 TPEXMEpHOH CTPYKTYpbl aKTHHA IO0Ka3al, 4To
IUIOTHOCTDh YMAaKOBKH MUKPOOKPY)KEHHUSI OTAEIBHBIX TPHUII-
TO(AHOBBIX OCTATKOB pa3jiMyYaeTcs 3HaYUTENbHO. JlehcT-
BUTEIBHO, B cdepe paguyca 7 A ¢ HeHTpoM, coBnanaromumm
C TEOMETPUYECKHM IIEHTPOM HHJIOJBHOTO KOJIbIA, CO-
nepxurcst 50, 61, 78 1 69 aromoB Oeika Juiss TpUNTO(haHO-
BbIX octatkoB Trp 79, Trp 86, Trp 340 u Trp 356 cooTBeTCT-
BeHHO (Tabum. 2). [l cpaBHEHHUS OTMETHUM, YTO MHKPOOKPY-
KEHUEe BHYTPEHHEro TpUNTO()AHOBOrO0 OCTAaTKa a3ypuHa
(Turoverov et al., 1985), mMeromero yHUKaJIbHO KOPOTKO-
BOJIHOBBIA CIIEKTP (PIYOPECHEHIUHU C Amax = 308 HM (Finaz-
zi-Argo et al., 1970), conepxur 71 atom. Takum o6pazom,
Tpunrodanossie octatku aktuHa Trp 340 u Trp 356 umeror
MHUKPOOKpPYKEHHE O4YeHb BBICOKOI motHocTH (d = 0.84 u
0.76). Y1 XOTsI 9TH OCTaTKH PACIIONIOXKEHBI HE B IIEHTPE OEIKO-
BOW MOJIEKYJIbI, a ONmke K ee rnepudeprn, 0 4eM CBHICTEIb-
CTBYET PE3KO€ YMEHBIICHHE BEIMYHMHBI d C YBEJIUUYCHHEM 7
(puc. 3), oHH, TO-BHIUMOMY, HEJJOCTYITHBI TSI MOJICKYJI PacT-
BOPHTEJIS.

OTIMYUTENBHON 0COOCHHOCTBI0O MUKPOOKPYX)eHHS Trp
340 u Trp 356 sABisieTCS HAIMYUE APOMATUUECKUX KOJIEL] TH-
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Tabnuma

Bbawxkaiimme k HHIO0JBHOMY KOJbIY aTOMbI MUKPOOPY/KeHUHA TpHHTOd)aHOBBlX OCTAaTKOB aKTHHA

1

bmwkaiimmit Paccrosinue bmwxkaiimmit Paccrosinue
OcTaTok ATom aTOM UHIOJBHOI'O MEXKYy aTOMaMu, OcTaTok Atom aTOM UHIOJIBHOI'O MEXKAYy aTOMaMH,
KOJIblIa KOJIblia
Trp 79 Trp 86
Ile 122 CD1 CE3 3.58 Asn 12 OD1 NEI1 2.92
Asn 115 (0] CH2 3.63 Met 123 CE CD2 3.35
Asn 115 CG CZ2 3.73 Asn 12 CG NEI1 3.77
Ile 76 CG2 Cntr 3.76 Met 82 CG CH2 3.84
Ile 76 CD1 CczZ3 3.76 Met 82 CE NE1 3.85
Lys 118 CG Cntr 3.78 Met 119 CB CH2 3.87
Asn 115 ND2 CZz2 3.81 Glu 83 CA CE3 3.92
Met 119 N CZ3 3.81 Phe 127 CE2 CE3 3.95
Lys 118 CB CH2 3.9 Asn 12 ND2 NEI1 3.99
Asn 115 CB CH2 3.92 Cys 10 SG NEI 4.04
Ile 76 CB CH2 3.93 Ile 122 CG2 CZ3 4.12
Met 119 CB Ccz3 3.94 Glu 83 N CE3 4.15
Asn 115 CF CH2 3.97 Ile 76 CD1 CH2 4.19
Met 119 CF Cz3 4.06 Met 82 C CE3 4.19
Ile 76 (0] CZz2 4.09 Ile 85 C CG 4.28
Asn 115 OD1 CZ2 4.12 His 87 N CG 4.48
Asn 78 C CG 4.13 Thr 89 0G1 CD1 4.48
Asn 115 C CH2 4.21 Met 82 SD Cz2 4.85
Lys 118 NZ CG 4.55 Met 119 SD CH2 5.15
Met 119 SD CH2 491 Met 123 SD CE3 5.08
Trp 340 Trp 356

Val 9 (0] NE1 2.81 Gln 353 (0] CD1 3.29
Lys 18 (0] CD1 3.36 Met 132 (0] CE3 3.4

Ala 26 C Ccz3 3.48 Phe 352 CE2 CE2 3.42
Phe 21 (0] CH2 3.49 Gln 353 CA CD1 3.51
Gly 20 CA Cz2 3.57 Phe 352 CD2 NEI1 3.53
Ala 19 CA NEI 3.58 Met 132 C CE3 3.57
Ala 26 (@) CZ3 3.59 Phe 352 O CD1 3.67
Val 9 CB NE1 3.63 Thr 103 (0] Cz3 3.68
Val 9 CG1 NE1 3.63 Thr 103 C CczZ3 3.75
Val 9 C NEI1 3.64 Met 132 CA CE3 3.78
Gly 20 C CZz2 3.66 Gln 353 C CD1 3.82
Lys 18 C CD1 3.67 Tyr 133 CB CE3 3.87
Ala 19 N NEI1 3.71 Thr 103 N Cz3 3.9

Ala 19 C NEI 3.71 Pro 102 CB CH2 3.91
Pro 27A N CE3 3.71 Leu 104 N CZ3 3.92
Pro 27A CD CE3 3.73 Met 132 N CE3 3.93
Ile 341 N CE3 3.73 Ala7 CB CZ2 4.1

Gly 20 N CZ2 3.74 Tyr 133 N Cz3 4.12
Ser 344 oG Ccz3 3.95 Asp 3 0oD2 NE1 5.42
Asp 24 OD2 CH2 4.59 Asp 3 OD1 NE1 5.56

IMpumeuanue. [lomyxupHbIM MPUGTOM BbIIEICHBI MONAPHbIE IPYIITHI OOKOBBIX HEHeH.
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Tabnuma 2

XapakTepUCTHKH MUKPOOKPY:KeHHsI TPUNTO(PAHOBBIX OCTATKOB M KOH(OPMALUM UX OOKOBBIX 1eNell B aKTHHE

Kongopmarus 60xoBoit e ApomaTHuecKue KOJIblia N
Tpunro- Trp-ocTaTka U MIIOTHOCTh YIIAKOBKH U OCTaTKH Pro B MUKpOOKpYxKe- CTITHAHBIC CB’BHiF
(haHOBBII aTOMOB €r0 MUKPOOKPYKEHUS Huu Trp-ocraTka n BXOVIIMAC B MUKPOOKPY/KCHHIE 1IP-0CTATKOB
OCTaTOK
N d e X OCTaTOK AMHHOKHCIIOTHBIE OCTaTKU, 00pa3yIoline CBs3b
Trp 79 50 0.60 295 95 Trp 86 6.4—10.6 4 Ile 76—Thr 77; Thr 77—Asn 78; Asn 78—Trp 79;
Trp 79—Asn 80
Trp 86 61 0.70 282 325 Trp 79 6.7—8.9 4 Met 82—Gly 83; Gly 83—Lys 84; Ile 85—Trp 86;
Phe 90 6.2—8.0 Trp 86—His 87
Phe 127 5.1—7.5
Trp 340 78 0.84 190 89 Phe 21 8.5—94 11 Val 9—Cys 10; Lys 18—Ala 19; Ala 19—Gly 20;
Gly 20—Phe 21; Phe 21—Ala 22;
Pro 27 3.9—438 Asp 25—Ala 26; Ala 26—Pro 27;
Tyr 337 6.8—9.4 Pro 27—Arg 28; Val 339—Trp 340;
Trp 340—Ile 341; Ile 341—Gly342
Trp 356 69 0.76 282 15 Pro 102 4.1—6.2 6 Pro 102—Thr 103; Thr 103—Leu 104;
- Ala 131—Met 132; Met 132—Tyr 133;
Pro 130 8.0—9.2 Met 355—Trp 356; Trp 356—1Il¢ 357
Tyr 133 5.8—9.0
Phe 352 3.5—6.0

IIpumeganme. N— 4uCiI0 aTOMOB, BXOAIINX B COCTAB MHUKPOOKPYKEHHUS;  — TIIOTHOCTH YIaKOBKM aTOMOB MUKPOOKPYKEHHS; ), U, — YTJIbI (Tpan),
XapakTepHu3yomue KoHGOpMaLHio O0KOBOH LEMH TPUNTO(DAHOBOTO OCTATKA; /1 — YUCIIO MENTHAHBIX CBA3CH, BXOIAIINX B MUKPOOKPYKEHUE TPUNTODAHOBBIX

OCTaTKOB.

PO3MHOBOTO M ()eHMITAJTAHWHOBOTO OCTATKOB M KOJICI] ITPOJIU-
Ha (Tabn. 2; puc. 4). ®enonpHoe Konbuo Tyr 337 u KOJBIO
Pro 27 HaxonsTcst B HEITOCPEACTBCHHOHN OJIIM30CTH OT OCTAT-
ka Trp 340, a apomatuueckue konbia Phe 352 u Tyr 133 u
k016110 Pro 102 BXOAT B COCTaB MUKPOOKPYKEHUS TPUIITO-
¢anoBoro ocratka Trp 356. AHamornyHbIe KJIACTEPHI apoMa-
TUYECKHUX OCTAaTKOB ObUIM OOHApYKEHBI B psjie OeTKoB (a3y-
pun, pudbonykneasa T1, L-acmaparmnnasa), comepkammux
OJIMH TPUNTO(MAHOBBIH OCTATOK, UMEIOIINX KOPOTKOBOJIHO-
Bl cniekTp ¢ayopecuennun (Kysnemora, TypoBepos,
1998). OuyeHb OGONMBIIYIO TUIOTHOCTH MHKPOOKpYKeHHs Trp
340 MOXHO OOBSICHUTH HAJIMYHEM TIPOJIMHOBOI0 OcTaTka Pro
27, KOTOPBIA HETIOCPEICTBEHHO C HUM KOHTAKTHPYET.
Baxno ormeTuts, uto octatok Trp 340 sBnsercs t-KoH-
bopmepoMm (1 = 190°, ¥, = 89%). D10 OTIAMYACT €ro OT JAPY-
TUX TPUNTO(AHOBBIX OCTATKOB aKTWHA (Tabi. 2) M TPUIITO-
(aHOBBIX OcTaTKOB MHOTHX Jipyrux 6enkos (Kysuernosa, Ty-
poBepoB, 1998). Takas xe xKoHpopmaius OOKOBOW Ienu
Obuta OOHapy’KeHa Il BHYTPEHHUX TPUNTO()AHOBBIX OCTAT-
KOB C O4€Hb KOPOTKOBOJIHOBBIM CIIEKTPOM (JIyOpECICHIINH,
Takux Kak Trp 48 azypuna u Trp 59 pubonykmneasst T1, u
JUIs TPUNTO(AHOBBIX OCTATKOB, JOCTYIHBIX JUI PacTBOpPH-
Tenel, Takux kak Trp 25 rmrokarona u Trp 19 MmenutTHHA
(Kysuenosa, Typosepos, 1998). [lo-Bugumomy, Takast KOH-
(dopmanusi GOKOBOW ILIENH SIBJISIETCSl HEHANPSDKEHHOH. B To
Ke BpeMsi MHKPOOKPYXEHHE TPUNTO(paHOBOro ocraTka Trp
340 xapakTepusyercs O4eHb BBICOKOW IUIOTHOCTBIO. Ilnot-
HOCTb YIIAKOBKH MHUKPOOKPY>KEHHsI TPUITO(DAHOBOTO OCTAT-
ka Trp 340 maxe Oombie, 4eM y TPUNTO(HAHOBBIX OCTATKOB
Trp 48 asypuna (d=0.75) u Trp 59 pubGonykiueassr T1
(d =0.80). Bosee Toro, TopcuoHHbIC KOJcbanus octatka Trp
340 orpaHMYEHBI OCTaTKOM Pro 27, KOJIBII0 KOTOPOTO pacmo-
JOXKEHO TMPAKTUYECKH MapajuIeIbHO WHIOJIBHOMY KOJIBILY.
BecbMma BeposiTHO, 4TO HEeHAIpshKeHHas: KoH(popManus 60Ko-
Boi nenu ocratka Trp 340, Tak ke Kak U HAJIMYUE apOMATH-

YECKHX KOJIeIl THPO3HHOBOTO, (DeHMIJIATAHMHOBOTO M ITPOJIMHO-
BOTO OCTAaTKOB B MUKpOOKpyxeHun Trp 340, cymiecTBeHHa Ui
(hopMHUpOBaHUSI KOPOTKOBOJHOBOTO CIIEKTPa (HITyOpeCIeHIINH
AKTHHA.

Octatok Trp 86 UMeeT MEHBIIYIO TUIOTHOCTH YIAKOBKH
MUKpookpyxkenus, ueM Trp 340 u Trp 356 (tabu. 2), onnako
OH HAXOIHUTCS JaJICKO OT Meprudepun MaKpOMOJICKYJIbI Oe-
Ka U TI03TOMY TaKXe HEAOCTYIEH Ul MOJIEKYJ PaCTBOPHTE-

e
o0

S
o

o
N}

[110THOCTH YIIaKOBKH aTOMOB
(=)
SN

e
o

Puc. 3. PaguanbHasi 3aBUCHUMOCTb IIJIOTHOCTH YIAaKOBKH aTOMOB
MaKpOMOJICKYJIbl aKTHHA OT T€OMETPHUSCKUX I[[CHTPOB HUHIOJbHBIX
KOJICI[ TPUNTO(PAHOBBIX OCTATKOB.

Kpusble /—4 — 3aBucumoctu Juig ocratkos Trp 79, Trp 86, Trp 340 u

Trp 356 coorBeTcTBEHHO. J{/1si CPaBHEHHS IPUBEACHBI 3aBUCHMOCTH: 5 — ISt

Trp 48 azypuna (BHyTpeHHero octarka) u 6 — Trp 19 MenuTHHA (BHELTHETO
OCTaTKa).
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Puc. 4. OcoOeHHOCTH MHUKPOOKPYKEHHUS TPHUNTO(PAHOBBIX OCTATKOB aKTHHA.

ATOMBI CEpbI HUCTEHHOBBIX 1 MCTHOHUHOBBIX OCTATKOB B cocTaBe MUKPOOKpYxkeHus Trp 79 u Trp 86 (a); apoMaTHydecKre OCTATKU U IIPOJIMH B HEIIOCPEICTBEH-
Hoit 6ruzoctu K Trp 340 (6) u Trp 356 (6).

ns (puc. 3). Takum 00pa3oM, €IUHCTBEHHBIM JOCTYIIHBIM
JUISL MOJIEKYJI PacTBOPUTENSI TPUIITO()AHOBBIM OCTATKOM SIB-
nsercst Trp 79.

VYcpeaHeHHas: XapakTepUCTHKa JIOCTYITHOCTH TpUnTogda-
HOBBIX OCTaTKOB Oelka Jyisi pacTBOPUTENs ObLia MOJIydYeHa B
9KCIIEPUMEHTAX IO TYIICHUIO ()IyOpeCHEHIMN BHEIIHUM TY-
mmrenem (Eftink, Ghiron, 1981). DkcniepuMeHThI HOKa3aIH
HU3KYHI0 3((EKTHBHOCTh TYIICHHUS TPUNTO(PAHOBOBOH (Iryo-
PECUCHIIMU aKTUHA HeﬁTpaﬂbeIM TYIIUTEJIEM aKpHUJIaMUuI0M
(Turoverov et al., 1999b). Hu3koe 3HaueHne KOHCTAHTHI TYIIe-
HUS (pIyopecleHIMN TOBOPHUT O MAJIOH JOCTYITHOCTH JUIs pac-
TBOPUTEIISI TPUNTO(AHOBBIX OCTATKOB, OTBETCTBEHHBIX 3a (Iy-
OPECIICHIIUIO, YTO XOPOIIO COMIACYETCsi ¢ KOPOTKOBOIHOBBIM
TIOJIOKEHUEM CIIeKTpa (uryopecueHuun. Takum oOpaszom, Ko-
POTKOBOJTHOBOE TIOJIOKEHHUE CIIEKTPa (PIIyOPECLICHIINH, a TAKIKE
HU3KYI0 GGEKTUBHOCTh TYIICHUST (IYOPECIECHIIMMA aKTUHA
HeﬁT‘paﬂbeIM TYHIUTCJIEM aKpWJIaMHUJIOM MOKHO IIOHATH, TOJIb-
KO €CITH MPE/IIOJIOKHUTh, 4TO 00JIee IOCTYIHbIH 15l PACTBOPH-
TeJIsl U MMEIOIINI B CBOEM COCTaBE MOJISIPHBIE TPYIITBI OCTATOK
Trp 79 He BHOCUT 3HAUMTENHHOTO BKIIAJa B U3IyUYCHHE.

Bkiag oTeabHBIX TPUIITO(GAHOBBIX OCTATKOB B COOCT-
BEHHYIO (IIyOpecleHIUI0 Oeika OmpeneseTcsi KBaHTOBBIM
BBIXOOM (DJIyOpPEeCHEHIMU KaXIO0ro TPUNTO(PAHOBOTO
0CTaTKa, KOTOPBI HEMOCPEJICTBEHHO 3aBUCUT OT MPUCYTCT-
BHsI BOJIN3M HETO TYIIAIIUX IPYII aMUHOKUCIOTHOW LENH U
oT 3(pPeKTUBHOCTH OE3BI3TYIATETLHOTO MEPEeHOCa SHEPTUU
110 MHIYKTHBHO-PE30HaHCHOMY MexaHu3Mmy. Kondopmarms
00KOBO#l 1enu TPUNTO(haHOBOIO OCTATKA, MOJSIPHOCTH €ro
MHKPOOKPYKEHHSI ¥ JIOCTYITHOCTb JJIsSi PACTBOPUTEIIST TAKIKE
MOTYT BIIMSITH Ha BEJIMYMHY KBAaHTOBOTO BBIXO/A.

KapOoxkcuiibHble TPYIIIbI aCHaparnHOBOM U TIIyTaMHHO-
BOIl aMHHOKHCJIOT B MPOTOHUPOBAHHO# (opme, BechbMa Be-
POSTHO, SBISIOTCS I (EKTUBHBIMH TYIIUTEISIMHA TpUIITO(Da-
HOBOM (hITyOopecUeHIINN U Py HeHTpanbHBIX 3HadeHmsX pH
HE SIBJISIIOTCSl TaKOBBIMHM. HUdYero He M3BECTHO O TymIamieMm
JIeCTBUM T'MAPOKCUIIBHBIX TPYIIl CepUHA U TpeoHUuHa. [103-
TOMY, HeCMOTpsI Ha To uTo atoMbsl OD2 octaTtka Asp 24, OG
octatka Ser 344 u OD1 u OD2 octatka Asp 3 BXOJST B CO-
CTaB MHKpOOKpyxeHus octaTtkoB Trp 340 u Trp 356

(Tabu. 1), MaJIOBEpOSTHO, YTO 3TH aTOMBI BIMSIOT Ha (Iyo-
pecuentHeie cBoiictBa Trp 340 u Trp 356.

[IpuBeneHHBI aHAIN3 MUKPOOKPYKCHHUS TPUITO(haHO-
BbIX OCTAaTKOB HC YUUTHLIBACT HAJIUYUA 6OJ'II)HIOFO KOJIMYCCT-
Ba TIENTHIHBIX CBS3€i B MUKPOOKpY)eHHH (Tadmn. 2). MuTe-
pecHO, 4To HanOOJIbIIIee YUCIIO MENTHIHBIX CBsI3el ObLIO 00-
HapyX€HO B MHUKPOOKPYXCHHUHU TPHUITO(PAHOBBIX OCTATKOB
Trp 340 u Trp 356, KOTOpBIE BHOCAT CYIIECTBEHHBIN BKIIA]] B
CyMMapHy0 (ayopecueHuo akTuHa. ClaeJoBaTelbHO, He-
CMOTpS Ha TO YTO OBLIO MOKa3aHO TyIIaliee JeiicTBre mer-
TUAHBIX TPYII Ha (DIyOpECHeHINI0 MOJCIBHBIX COCINHE-
HUH, comepxamux uHA0IbHOE Koublo (Chen et al., 1996;
Chen, Barkley, 1998), moarBepkIeHHE TOTO, YTO TMEMTH-
HBIC CBSI3M BJIMSIOT Ha BEJIMYMHY KBAaHTOBOT'O BBIXOJA M TIO-
JIOXKEHUE CIEeKTpa (QIIyopeceHIU: TPUNTOPAHOBBIX OCTAT-
KOB B O€JIKax, elie He IOJIydeHO.

AHaim3 CTPYKTYpBI aKTHHA [TOKa3aJl, YTO MUKPOOKpYIKe-
uue Trp 79 u Trp 86 comepKUT aTOMBI Cepbl, KOTOPBIE, KaK
W3BECTHO, SABIIOTCS (PPEKTHUBHBIMA BHYTPEHHUMHU TYIIHU-
TeisiMu (haIyopectieHnuu: atoM cepsl SD mernonuHa Met
119 BXoauT B cocTaB MHKpPOOKpykeHus Trp 79, B cocrtaB
MUKPOOKpYyskeHust Trp 86 BXoAsT aToMbl ceprl SD ocTaTkoB
Met 82, Met 119, Met 123 u SG octarka Cys 10 (tabm. 1;
puc. 4). AHanu3 3aBHCHMOCTH KBAaHTOBOTO BBIXOJa (iryo-
pecleHIMN OT CIeUU(PUUECKUX CBOWCTB MHUKPOOKPYKEHHS
TpUNTO(HAHOBOTO OCTATKA JJIsI OONBIIOTO KOJMYECTBa Oel-
KOB IOKa3ai, 4To 3(Q(EeKTUBHOCTh TYIICHHUS OIpEeIseTCs
HE TOJIbKO HAJIWYUCM TyHIalllUuX T'PYTIIIn B6J'II/I3I/I HUHIOJBHOI'O
KOJIbIIA, HO ¥ B 3HAYMUTEIFHON CTENEHU OpPHEHTAalNel 3ThX
TPYyTIT OTHOCUTEIBHO MHJIOIBHOTO KOJIBLA TPUITO(AHOBOTO
octatka (Kysnernosa, TyposepoB, 1998). bombioe uncio
aTOMOB cepbl BOJIHM3M MHIOIBHOTO Kojibna Trp 86 u B oco-
OCHHOCTH HETMOCpEeNCTBEHHas: O0Mn30cTh aroMa cepel SG
ocratka Cys 10 k aromy NE1 mHIONMBHOTO KOJBIIA OCTAaTKa
Trp 86 (Tabmn. 1; puc. 4) MO3BOJAIOT CYUTATH ITOT TPUNITODA-
HOBBIM OCTaTOK MPAKTUYCCKHU IMMOJTHOCTHIO 3aTYIICHHBIM.

JomonanTtensHas nHGOPMAUSA O BKIAZE OTACIHHOTO
TpHUIITO()AHOBOTO OCTaTKa BO (DIyOpPECHEHIMIO aKTHHA MO-
KeT OBbITh TOJIydeHa TpHu pacuere 3GpPpeKTHBHOCTH Oe3bI3Ty-
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YaTeIbHOTO NEePeHOca IHEPTUH MEXy STUMH TPHIITO(DaHO-
BBIMH OCTaTKaMH. PaccTosiHMEe MEXAy TeOMEeTpHYECKHUMH
HCHTPpaMU HWHIAOJBHBIX KOJICI] TpI/IHTO(I)aHOBI)IX OCTAaTKOB U
WX B3aWMHas OpHEHTANus (puc. 5) ObUTH OTpe/eIeHBl MCXO-
Il U3 3-MepHOU CTPYKTYphl akTHHA. D()(HEeKTUBHOCTH Mepe-
Hoca omnpeaensercst cootHormenuem (Forster, 1960)

1
W=—"—
23 (R

1+
k* \R,

’ 3)

rie Ry — paccTosHNE MEXY JTOHOPOM M aKIETOPOM, MpH
KOTOPOM JUIsl CUCTEMBI MOJIEKYJI JOHOpA M aKIEeNTopa, yda-
CTBYIOIIMX B XaOTHYECKOM OpPOYHOBCKOM JBHKCHHH, BEPO-
SITHOCTHh mepeHoca W =0.5; R — paccTosiHHEe MEXIYy reo-
METPUUYECKUMHU LEHTPAMU HHIOJIBHBIX KOJIEI[ JOHOPA U aK-
enTopa; k2 — (GaxTop, YIUTHIBAIOUIHHA B3aUMHYIO OpPHEHTa-
LUIO IOHOpa U aKLEeNnTopa:

k2 = (cos0 — 3cos0cos 0p)2, 4)

rzie 6 — yroa Mex/Iy HanmpaBJICHUSMH OCHUILIISITOPOB H3ITYy-
YEeHMs W TOTJIONICHMSI MOJIEKYJ JIOHOpA M aKIenTopa COoOT-
BETCTBEHHO, 04 1 Op — yTJbl MEX/1y HanpaBiICHUSMH yKa-
3aHHBIX OCIHMJUIATOPOB M BEKTOPOM, COCTUHSIONINM 3TH MO-
nexynsl (Dale, Eisinger, 1974). Bennuuna Ry Oblia B3siTa U3
JUTEPATYPhl, OCTAJIbHBIC BEJIMYHHBI OIPEAEIISIA HA OCHOBA-
Huu KoopauHat aToMoB (Turoverov et al., 1985; Ky3uenosa,
Typosepos, 1998). Pacuer npoBoanin B paMKax MOJIesd He-
MOJBUKHBIX, CTPOIO OPUEHTHPOBAHHBIX OCIUJUISTOPOB.
BcenencTBre HeonpeneneHHOCTH BEINIMHBI KBAHTOBOTO BBI-
X0Jla JIOHOpa ¥ BEIMYMHBI MHTErpasia NepeKpbIBaHUs CIICK-
TpoB (hrryopecueHnnn JOHOpPA W MOTJIOMICHUS aKIENTopa
3Ha4deHust W s nepenoca sHeprun Trp—Trp ObuH paccun-
TaHBI 1P 3HAUEHUSX R, paBHbIX 7.8 u 8.7 A (Eisinger et al.,
1969; Steinberg, 1971). beuia yctaHOBIIEHA BBICOKas dPhek-

{

Ser 338

)

Ser 350

Puc. 5. Jlokanuzamus TpuntodaHOBBIX OCTATKOB B MOJEKYJE aK-
THHA.

Paccrosane MEXKAY T€COMETPUYCCKUMU HEHTPAMU MHAOJIBHBIX KOJICII TPUIITO-
(baHOBLIX OCTaTKOB JaHBbI B A

Tabnuma 3

XapaKTepncTan 663])13J1y'{aTe.]'ll>HOF0 nmepeHoca SHepruu
MeEXKAy TpHHToq)aHOBblMﬂ OCTaTKaMHM aKTHHa

OcTtatok Trp 79 Trp 86 Trp 340 Trp 356
Trp 79 0.64—0.77 0.01—0.02 0.01—0.02
Trp 86 1.6 0.11—0.19 0.00—0.01
Trp 340 2.7 34 0.05—0.09
Trp 356 2.8 0.1 1.0

IIpumeuanue. B npaBoii BepxHeil 4yacTu TaOIMIBI IPUBE/ICHBI 3HaUE-
HUS d()GEKTHBHOCTH 0€3BI3IIy4aTeIbHOIO NIePEHOCa SHEPIHU 110 MHIYKTHUB-
HO-PE30HAHCHOMY MEXaHH3MY W, paccuMTaHHOMU /Ul IBYX 3HaueHui R, (7.8
u 8.7 A); B neBoii HIKHel yacTH — 3HauenHHs (akTopa k’, yUHTEIBAIOMIETO
B3aMMHYI0 OPHEHTAIHIO JJOHOPA H aKLeNTopa.

THBHOCTbH 0€3bI3JIy4aTe]bHOr0 MEepeH0Cca IHEPTUU MEXITY
octatkamu Trp 79 u Trp 86 (Tabm. 3). CnegoBaTenbHO, eCiin
naxe Trp 79 He 3aTylIeH BXOAAIIMM B €T0 MHKPOOKPY)KEHHUE
aromoMm cepsl SD Met 119, oH noKeH UMETh HU3KUN KBaH-
TOBBII BBIX0]] BCIeACTBHE 3(h(heKTHBHOTO MepeHOCca SHEPTHH
Ha TpuntodaHoBslii octatok Trp 86. [lepeHoc sHeprun Mex-
Oy APYTMMH IapaMH TPUNTO()AHOBBIX OCTATKOB B aKTHHE
Manodd¢exruBeH (Tabdi. 3).

CnenoarenbHo, codcTBeHHas Y D-¢uryopecueHnus ak-
THHA B HATHBHOM COCTOSIHUH OIIPEAEISAETCS B OCHOBHOM
BHYTPEHHUMH MaJIOJIOCTYITHBIMU JUISl PACTBOPHUTEIIS TPUIITO-
(anoBbiMu octatkamu Trp 340 u Trp 356, MUKPOOKpYKEHHE
KOTOPBIX UMEET BBICOKYIO IFIOTHOCTh YIAKOBKH U chopMHpO-
BAaHO B OCHOBHOM HEMNOJLSIPHBIMM Tpymramu Oeska (Tadu. 1,
2). B 1o e Bpems TpuntodanoBsie octatku Trp 79 u Trp 86,
PAacIoyIOKEHHBIE B OJISIPHOM MHUKPOOKPYKEHHH, 3aTYyIICHBI
W BHOCSIT MUHUMAJIbHBIN BKJIaJ] BO (DJIyOpPECLEHIIMIO aKTHHA.
Bce 3aknrodeHust 0 BKIaAe OTACHBHBIX TPUNTO(AHOBBIX
octatkoB B 00myr ¢duyopecuennuro aktuHa (Kuznetsova
et al., 1999c¢), caenaHHbIe HAMU Ha OCHOBAHHUU aHAJIM3A MPO-
CTPAHCTBEHHON CTPYKTYpBI aKTHHA, OBUIN MOJIHOCTBHIO IMOJ-
TBEPKAEHBI B paboTe, MOCBSIIEHHONH CPAaBHUTEIBHOMY H3Y-
YEeHHIO ()IIyOPECLEHTHBIX CBOMCTB MYTaHTHBIX (JOPM APOK-
JKEBOT'O aKTHHA C aMHHOKHCIIOTHBIMH 3aMEHaMHM IO Tpunroga-
HoBBIM ocTtaTkaM (Doyle et al., 2001).

NuakTMBUPOBAHHBINI AKTHH U €ro CBOWCTBA

OTuiernieHne KaTHOHA KalbLUsl MPUBOIUT K MEPEXOIY
Oellka B COCTOSTHUE, MTOTyYHBIICE HA3BAaHUC HHAKTUBHPOBAH-
HOT'O aKTHHA, B KOTOPOM aKTHH HE CIIOCOOCH K MOJUMepU3a-
nun (Kysnemosa u ap., 1998; Turoverov et al., 1999b).
VHaKTHBHPOBAHHBIN aKTUH MOXET OBITh ITOJIYYCH TAKKE U3
HAaTHBHOrO OCJIKa B pe3yJjbTaTe TCILIOBOW IEeHATypaluu
(Nagy, Jencks, 1962; West et al., 1967; Nagy, Strzelec-
ka-Golaszewska, 1972; Strzelecka-Golaszewska et al., 1974,
1985; Contaxis et al., 1977; Tarynamswiu, [TpuBanos, 1984;
Kuznetsova et al., 1988; Bertazzon et al., 1990; Le Bihan,
Gicquaud, 1993; Kysuenosa u ap., 1998; Turoverov et al.,
1999a; Schuler, 2000), mox Bo3aeiicTBIEM YMEPECHHBIX KOH-
nentrparuit MoyeBuHbl wim GdnHCI (Kuznetsova et al.,
1988; Turoverov et al., 1999a), npu pa3BeacHUH WU THATH-
3e u3 pactBopoB 8 M moueBuHb! i 6 M GdnHCI (Kuznet-
sova et al., 1988; Bertazzon et al., 1990) u naxxe crioHTaHHO
IIpU ITUTENbHOM XpaHeHuu npenapaTtos (Kuznetsova et al.,
1988). CBoiicTBa NHAKTUBUPOBAHHOTO AKTHHA HE 3aBUCST OT
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Puc. 6. CiekTpbl KpyroBoro Auxpousma B janbHedl (a) m OuvokHed (6) Y®D-o0iacTsx akTHHA B Pa3IMYHBIX CTPYKTYPHBIX COCTOSTHHSX.

] — HaTHBHBII aKTHH, 2 — WHAKTHBHPOBAHHBIN aKTHH, IIOJIyYEHHBIH IIyTeM HarpeBaHnus, 3 — akTUH, HHaKTHBHpoBaHHbIH EDTA, 4 — aktun B 1.5 M GdnHCl,
5 — axtuH B 4.0 M MoueBHHE, 6 — MOJHOCTBIO Pa3BEPHYTHIN akTHH (B pacTBope 6 M GdnHCI).

cnocoba ero momyuenus (Kuznetsova et al., 1988, 1999b;
Turoverov et al., 1999a, 1999b). [lo HemaBHEro BpeMeHU
CUMTAJIM, YTO WHAKTHUBHPOBAHHBIN aKTHH MPEACTABISACT CO-
00l TepMOIMHAMUYECKHA CTAOWIIBHOE MPOMEKYTOUHOE CO-
CTOSIHME Ha IYTH Nepexo/ia U3 HATMBHOIO B MOJHOCTHIO pa3-
BepHyTOe cocTosiHre. HoBble TpejcTaBieHus] O pOJIH HHAK-
THUBUPOBAHHOTO aKTHHA B MPOIECCAX CBOPAYMBAHUI—
pa3BOpaunBaHus aKTHHA OyAyT pacCMOTPEHBI HIDKE.
Bmopuunas cmpykmypa uHaKmMueupo8aHHO20 AKMUHA.
WHakTuBanusi akTHHA TPUBOJUT K 3aMETHBIM M3MEHEHHSIM
K B manbneit Y®-obnactu criektpa (puc. 6, a). B To xe

Bpems conoctaBienne K/ HHAKTHBUPOBAHHOTO aKTHHA, 110~
JIYYEHHOTO PA3HBIMHU MyTSAMH, CBUJIETEILCTBYET O OJIM30CTH
HUX BTOPUYHOU cTpyKTyphl. M3menenue crextpa K/ B nasnb-
Helt Y®-061acTu CrieKTpa CBUJICTENLCTBYET O MEPEX0/Ie Ya-
CTH O-CITMpalieil B HEYIOPSIOYCHHOE COCTOSIHUE U yBeJHue-
HUU OTHOCHTENbHOTro BKmama PB-ctpykryp (Nagy, Strzelec-
ka-Golaszewska, 1972; Strzelecka-Golaszewska et al., 1985;
Kuznetsova et al., 1988; Bertazzon et al., 1990). [TosiBnenue
JIOTIOJTHUTENBHBIX PB-CTPYKTYp MPH JCHATYPAIMH 4acTO KOp-
penupyer ¢ arperanueii 6enxa (Joly, 1965; Strzelecka-Go-
laszewska et al., 1985).
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Husnekmpuyeckue u perakcayuonHle cOUCMEa MUKPO-
OKPYIHCEHUSL MPUNMOPAHOBLIX OCMAMKOE HAMUBHO20 U
UHAKMUBUPOBAHHO2O akmuHa. VIHAKTUBUPOBAHHBIN aKTHH
110 CPaBHEHHWIO C HATHBHBIM HMMEET 3HAYMUTEIBHO Ooiee
JUIMHHOBOJIHOBOE IOJOKEHHUE CIEKTpa (IyopecleHINnH
(Amax = 340 HM, 4 = 1.3; puc. 2). DTO CBUJETEIBCTBYET O
TOM, YTO B MHAKTUBHUPOBAHHOM aKTHHE OTBETCTBEHHBIC 32
(yopecueHIHI0 TpUNTo()aHOBBIE OCTATKH HAXOASTCS B I10-
JSIPHOM W TOJBIMKHOM (PENaKCHPYIOUIEM 32 BPeMs KH3HH
BO30YKJIEHHOT'O COCTOSIHHS) MHUKPOOKpYXeHHH. CIIEeKTp
(yopeclieHIIMM MHAKTUBUPOBAHHOTO aKTHHA, OJIHAKO, 00-
Jee KOPOTKOBOJHOBBIN 10 CPAaBHEHMIO CO CHEKTpamu (uryo-
pecueHH OEIKOB B TOJIHOCTBIO Pa3BEPHYTOM COCTOSIHUHU
(B TOM YHCIIC IO CPAaBHEHUIO CO CIIEKTPOM aKTHHA B 8 M Mo-
YEBUHE; Amax = 350 HM, 4 = 0.4). B To e Bpems mpu mepe-
X0JIc B MHAKTHBHPOBAHHOE COCTOSIHME HE MPOUCXOUT 3Ha-
YUTEIBHOTO M3MEHEHHsI KBAHTOBOTO BBIXOAA (DIyOpecIeH-
nun (puc. 2). Ha ocHOBaHWM 3TOTO MOKHO ITPE/IIOI0XKHNTH,
YTO B MHAKTUBUPOBAHHOM akTHHE ocTaTku Trp 79 u Trp 86,
MO-BUANMOMY, TaK K€ KaK U B CIydae HaTUBHOTO Oelka, He
BHOCST CYIIECTBEHHOTO BKJaJa B H3iydeHue. [lo-Buaumo-
MY, COXPaHSIOTCS OJM30CTh 3TUX TPUNTO()AHOBBIX OCTATKOB
K TYHIAIUM TPyHIaM M BbICOKass 3((EKTHBHOCTH MEPEHO-
ca DHEPTrUU MEXJy HMMHU. Takoe MpearnosokeHHue XOpouo
corjacyercss ¢ TEM, 4TO B IMPOMEKYTOYHOM COCTOSHHUH,
BO3MOXHO, B OOJBIIEH CTENEHN COXpaHSICTCS CTPYKTypa
TUIPOGUIBHBIX Y4aCTKOB MaKpOMOJIEKYJIbI, B TO BpeMsl Kak
ruApodoOHBIC TPYNIBl CTAHOBSATCS AOCTYHHBIMHU IS
pacTBopHTEIss M 00pa3yIOT KJIacTephbl HA OBEPXHOCTH Mak-
POMOJIEKYTIBI (CM. HIDKE). B TakoM citydae NITMHHOBOJHOBBIH
C/IBHT CIIEKTpa (PIIyOPECICHIINH CBSI3aH C IIEPEX0JOM OCTaT-
k0B Trp 340 u Trp 356 u3 ruapodoOHOro B MOISIPHOE OKPY-
KEHHeE.

Crextp K/l MHaKTUBHPOBAHHOT'O aKTHHA B OJIIKHEH
Y®-06macTi creKTpa MPeACTaBiIsieT cO00W MHTCHCHUBHYIO
IUPOKYI0 OTPUIATEIBHYIO MOJOCY ¢ MHHUMYMOM IIpH
280 uM (puc. 6, 6). DTO 03HAYAET, YTO BHYTPUMOJIEKYJIIpHAS
MOJIBM>KHOCTB TPYIIIL, BXOJSIIMX B COCTaB MUKPOOKPYKECHUS
apOMaTHYECKNX OCTaTKOB, HEJOCTATOYHA, AJISI TOTO YTOOBI
HUBEJIMPOBATh ACHMMETPHIO WX MHUKPOOKpYKeHUs. boiee
TOTO, TOCKOJBKY crieKTpbl K/| HATUBHOTO M NHAKTHBHPOBAH-
HOTO aKTHHAa CYIIECTBEHHO pa3iHyaloTcs mo Qopme, 3TO
03Ha4yaeT, YTO apOMATHYECKHE OCTaTKH HUMEIOT B ITHX CO-
CTOSTHUSX aCHMMETPHUYHOE, HO CYIIECTBEHHO Pa3IUIHOE
OKpY>KCHHE.

OOBIYHO JITTMHHOBOJIHOBBII CABHT CIIEKTPa (JIyopecIeH-
UH OEJTKOB MPH PA3TUYHBIX JEHATYPUPYIONINX BO3/ICHCTBHU-
SIX CBSI3BIBAIOT C Pa3pyLICHUEM TJIO0YISIPHOH, MJIOTHO yria-
KOBaHHOH CTPYKTYpbI ¥ BO3HUKHOBEHHEM 00JIee «PBIXJIO»,
pa3BEpHYTOH CTPYKTYPBI, B KOTOPOI OTBETCTBEHHBIE 3a (iIy-
OPECLEHIINI0 TPUNTO(AHOBBIE OCTATKH CTAHOBSTCS AOCTYI-
HBIMH JJIS1 HOJSIPHOTO PacTBOPHUTENS. Pe3ynbraTsl n3yueHus
TymeHus (QyopecueHMd WHAKTHBUPOBAHHOTO aKTHHA
BHEIIHUM TYLIUTENIEM aKpUIaMHUIOM CBHJIETEIbCTBYET O
TOM, 4TO B CIIy4ae aKTHHA 3TO HE TaK.

L L L L

0.2 0.4 0.6 0.8
Axpunamua, M

Puc. 7. Tymenune diayopecteHun HaTUBHOTO (2, 4) ¥ HHAKTUBUPO-
BaHHOIO (/, 3) aKTHHA aKpUIAMUIOM.

JlanHble npecTaBiaeHbl B kKoopauHatax [Itepu-dosbMepa ¢ HCoab30BaHu-
€M pe3yJIbTaTOB U3MEPEHNUSI HHTEHCUBHOCTH (ryopecueHuuH (1, 2) 1 BpeMe-
HU KU3HU BO30YXKIAEHHOTO cOCTOSHUA (3, 4).

Joxanuzayus mpunmoganogvix oCmamros 8 UHaKmuei-
posanHom akmute. DKCIEPUMEHTAIbLHO N3MEPEHHbIE 3aBU-
cumoctu Iy/I ot xoHIeHTpanuu akpmwiamuaa ([Q]) ans Ha-
TUBHOT'O M MHAaKTUBHUPOBAHHOI'O aKTHHA MPEICTABISIIOT CO-
0oi1 KpuBBIE, BBITHYTHIE K ocu adcmucc (puc. 7). B 1o *xe
BpEMs 3aBHCHMOCTH To/T 0T [(J] BO BCEM DKCIEPHMEHTAIb-
HOM MHTEpBaJIe U3MEHEHHs KOHIEHTPALUU akpuiamuia (110
0.8 M) umeroT TUHEHHBIH XapakTep. JTO, a TakXKe JTMHEH-
HBIH XapakTep 3aBucumoctu [o/-exp(V[Q]) or KoHLEHTpa-
uu akpuiaamuaa [Q], rae V' — KOHCTaHTa CTaTHYECKOIo Ty-
IIEHUS, CBUAETENIBCTBYIOT O CYIIECTBOBAHMHM Kak JUIsl Ha-
THBHOTO, TaK M JUIsi MHAaKTHBHPOBAaHHOI'O AaKTHHA HapsIy
C JUHAMUYECKHM CTaTU4YECKOro TymieHus. KOHCTaHTHI
tepp—®onpmMepa AMHAMHYECKOTO U CTATHYECKOTO TYIlIe-
HUSI, @ TaK)Ke OMMOJIEKYJIsIpHAsl KOHCTaHTa JUHAMUYECKOro
TYLICHHUS, ONPEJEICHHbIC C YIETOM M3MEPEHHBIX B HACTOS-
mei pabore BpeMeH XHM3HU BO30YXKJIEHHOTO COCTOSHHS,
npecTaBieHbl B Ta0I. 4.

[TosryueHHBIE pe3yIbTAaThl CBUAETENBCTBYIOT O HU3KOM
3G PEKTUBHOCTH JUHAMHYECKOTO TYIIEHUs (iyopecieHuu
aKTHHA HE TOJbKO B HATHBHOM, HO M B MHAKTUBUPOBAHHOM
cocrosHuy. Takum o0pazoM, TpUNTO(AHOBBIE OCTATKH, OT-
BETCTBEHHbBIE 32 (DIyOpECIIEHIIMI0 MHAKTUBUPOBAHHOIO aK-
THHA, HAXOIATCA BO BHYTPEHHHX, HEJOCTYIHBIX AJSI PacT-
BopuTENsl 00JacTsIX MaKpOMOJIEKYJbl, C(OPMUPOBAHHBIX
MOJISIPHBIMU IPyTIIaMHi OOKOBBIX Iieniell aMuHoKucioT. Kpac-
HBII CIIBUT CHEKTPa TPUNTO(PAHOBOH (IIyOpECEHIINN 0YE€Hb
YacTO CBS3BIBAIOT C yBEJIMUYEHHEM AOCTYHHOCTH TpuUnToda-
HOBBIX OCTAaTKOB Ul MOJIEKYJI pacTBOpUTes. FIMEHHO Takoe

Tabnuma 4

BpeMeHa JKH3HU U1 KOHCTAHTBI TYLLICHUS (lmyopecueﬂuml AKTHHA

AKTHH T,, HC f T,, HC f (1), HC k, 10", M-lc! K, M- v, M-1
HatuBHbIit 6.6 0.48 2.46 0.52 4.4 0.43 1.7 0.68
WuakTuBUpOBaHHBII 7.56 0.49 3.33 0.51 54 0.16 0.83 1.18
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Puc. 8. I3meHeHne mapaMeTpoB COOCTBEHHOW (DIyopecieHIn: ax-
tuHa nox aericreueM GdnHCI.
| — MHTEHCHUBHOCTH ()IIyOPECLCHIMH, 3apETUCTPUPOBAHHAS TIPH JAJIMHE BOJI-
HbI 320 BM (/320); 2 — napametp A = (1320 / [365)297; 3 — anuzorponus ¢iyo-
pecueHnnu, r; ceem.bie U memHovie CUMBOJIBI — SKCIIEPUMEHTHI I10 JE€HATYypa-
LMK U PEHATYPaLUUd COOTBETCTBEHHO.

00BSICHEHHE KPAacHOTO CIBUTA CHEKTPa MPH WHAKTUBAIMH
akTiHa npuBogutcs B suteparype (Lehrer, Kerwar, 1972;
Bertazzon et al., 1990). Ha mpumepe akTHHA CTaHOBHTCA
OYEBHHBIM, YTO MOJIOKEHHE CIIEKTpa TpUNTohaHoBoi ¢iyo-
PECLEHIIMN OTPEICISIETCS] HE TOJBKO JIOCTYIMHOCTBIO TPHII-
TO(haHOBBIX OCTATKOB JUISl pACTBOPHUTEIIS, HO U MOJSIPHOCTHIO

r
24 | T 0.20

2.0 F .
- 0.16

1.6 F ]
- 0.12

12 F |
08 L L 0.08
0.4 L 0.04

[MoueBunal], M

Puc. 9. I3aMeHeHne mapaMeTpoB COOCTBEHHOW (hIIyOpECIeHINN aK-
tuHa U QuiyopecueHimun AHC mon nedcTBHEM MOYCBHHEI.

1 — criexTpanbHbIi mapameTp A, 2 — aHU30TpoIHs (GIIyopeclueHny, 3 — HH-
TeHCUBHOCTH (piyopecuenunun AHC.

3
16
~
= 12 Ji
4
gk ——0 o
S0 0 o2
_______ I S| 1/7'0
0 1 2 3
Tm x 104

Puc. 10. 3aBucumoctu 1/r=f(T/n) Ul aKTMHAa B Pa3Id4HBIX
CTPYKTYPHBIX COCTOSHUSAX.

1 — HaTUBHBIN aKTHH, 2 — WHAKTUBUPOBAHHBIN akTHH, 3 — aKTUH B § M Mo-
4eBuHE, 4 — F-aKkTuH. Agoss. = 297 HM, Aper. = 365 HM.

MHUKPOOKPYKEHHUsI, CPOPMUPOBAHHOTO COOCTBEHHBIMHU TPYII-
namu Oernka.

Tuopoounamuyeckue xapakxmepucmurku UHAKMUBUDO-
sanno2o akmuna. [lepexon HaTUBHBI—WHAKTHBUPOBAHHbIH
AKTHH COINPOBOKIAETCS] BO3PACTAaHHEM aHU30TPONHHU (IIyo-
pecueHuu (puc. 8, 9). HezaBuCHMOCTh JIi WHAKTHBHPO-
BaHHOI'O aKTHHA, TaK k€ Kak u Juisd F-akTuHa, Beu4uHbl 1/
oT Bs3kocTu pactBopuTens (puc. 10; Kuznetsova et al.,
1988) o3Hauaet, 4TO BpeMs BpallaTeIbHON peaaKkcaui Mak-
POMOJIEKYJIbI KaK LEJIOro JAJIsl HNHAaKTUBUPOBAaHHOTO U F-akTu-
HA MHOTO 0OJIBIIIe BPEMEHH KU3HU BO30YKISHHOT'O COCTOS-
HUSI OTBETCTBEHHBIX 3a (biyopecueHIUIo TPpUNTO(aHOBBIX
ocTratkoB. B ciayyae F-akTuHa 5TO CBSA3aHO C BKIKOYECHHUEM
TJI00YIIBI aKTHHA B TIOJIMMEPHYIO 1IETTb, B CIIy4ae HHAKTHBHPO-
BaHHOI'O aKTHHA — CO CHEeIU(DUICCKON accolranueii Makpo-
MOJIEKYJ aKTHHA NpH MHaKTHBAMK. [10 JaHHBIM cequMeHTa-
LIMOHHOT'0 aHaJIN3a, NHAKTUBUPOBAHHBIN aKTHH ITPECTaBIISET
€000 MOHOIUCIIEPCHBIH U CTAOMIBHBIN acCoLUaT C KOHCTaH-
toit cequmenTtanuu 20S (Kuznetsova et al., 1988).

KocBeHHbIE CBHIETENBCTBA CAMOACCOMALE MaKpPOMO-
JeKyJl aKTUHA IPH UHAKTUBALUKM MOTYT OBITH IOJIYy4€HbI U3
ananu3a crnexktpoB KJI B mampHelt Y®-obmactu crekrtpa
(Kuznetsova et al., 1988). Hcnonp30BaHie METO1a Teib-(PHIb-
Tpauu MOATBEPAMIO MOHOIUCIEPCHOCTh 00pa3oBaHUIA,
MPECTaBIISIIONMX cO00M MHAKTUBUPOBAHHBIM aKTHH, He3a-
BUCUMOCTb UX THJIPOJIMHAMHYECKUX CBOMCTB OT CIIOCO0a I110-
JTy4deHns: 00pa3oB HHAKTHBHPOBAHHOTO aKTHHA U KOHIICHT-
pauuu mpemnapara B npenenax ot 1.0000 mo 0.0005 mr/mi.
Pannyc Ctokca, ompeaesieHHbI Ha OCHOBAaHWHW JTaHHBIX
renb-punbTpanuu (YBepckuii, 1998), okazancs paBHbIM 28 1
80 A 111 HATMBHOTO M MHAKTUBMPOBAHHOIO AKTMHA COOT-
BeTCTBEHHO. MouiekyJiisipHass Macca M MHAKTUBUPOBAHHOTO
aKTHHA ObLIA OIpejieieHa Ha OCHOBAaHWU M3BECTHOTO COOT-
Houenus (Tendpopa, 1965):

v =SNG Rs )
1-v,p

rae S — kosddunueHT cequmenTanun, Ry — paauyc Cro-
Kca, Ny — 9uciIo ABOTangpo, | — BA3KOCTh PACTBOPHUTEIS,
p — IUIOTHOCTh pacTBOpa (Tpu OCCKOHEYHOM Pa30aBIICHUU
paBHa TUIOTHOCTH PACTBOPHUTENS o), V2 — MapIHATbHBINA
YACTBHBIA 00bEM pacTBOPEHHOTO BemecTBa. OHa oka3antach
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paBHO# 646 k/la. Mon. Macca MOHOMEPHOTO aKTHHA COCTaB-
qsiet 42 kJla. DTo 03HayaeT, YTO B COCTABE MOHOJUCIIEPCHO-
ro accouuara, MpeaCTaBiIsIoIero coboi WHAKTUBUPOBAH-
HBI aKTHH, colepkuTcs 15 MoHOMepHBIX enuHuUI. C yde-
TOM BO3MOXKHBIX ITOTPEIIHOCTEH, CBSI3aHHBIX C KaJTHOPOBKOH
KOJIOHKH, CJIE/IyeT OTHOCUTBCS C OCTOPOKHOCTBIO K OIICHKE
pa3mepoB acconnata. OJHAKO MOXHO C YBEPEHHOCTBIO TO-
BOPHUTH O TOM, YTO MHAKTHBUPOBAHHBIA aKTHUH SIBISETCS
MoHoucnepcHbM accormatoM (Kuznetsova et al., 1999a,
1999b; Turoverov et al., 1999a).

Cesoticmea nosepxHocmu UHAKMUGUPOGAHHO20 AKMUHA.
TenneHnus THAKTUBHPOBAHHOTO AKTHHA K ACCOIMALUH
Obuta 00BsicHEHAa (POPMUPOBAHMEM OOLIMPHBIX TUAPOPOO-
HBIX KJIACTEPOB Ha MOBEPXHOCTH MaKpPOMOJIEKYJIbl MHAKTH-
BUPOBAHHOTO AaKTHHA, HAJIMYNE KOTOPBIX TECTHPOBAIH
BHemHUM ruapodpoousm 3ou10M AHC. Kak u3Bectno, AHC
HE CBA3BIBACTCA HU C HATHBHBIMU (PAacTBOPUMBIMH B BOJE
Oenkamu), HA C Pa3BEPHYTHIMH IOJUIETITHIHBIMU LEISIMH
Jake B TOM CIIydae, eCiIM MOCIeHIEe UMEIOT B CBOEM COCTa-
Be ruapododusre rpynnsr; AHC MoKeT CBA3BIBATHCS C MaK-
poMoJieKyol Oeslka TOJIBKO MPH HAJHYUH Ha ee OBEPXHO-
CTH OOIIMPHBIX TUAPO(OOHBIX KIACTEPOB, MPH TOM MPOUC-
XOJWT yBEIMYeHHEe MHTeHCHBHOCTH (uryopecuenunn AHC
(uHOTHA B necsaTku pas). s akTMHA BO3pacTaHHE WHTEH-
cuBHocT AHC mponcxoaut cumMOaTHO C JUIMHHOBOJIHOBBIM
C/IBUTOM CIIEKTPa M BO3PACTaHNWEM BEIMYUHBI aHU30TPOIHH
TpUNTO(paHOBOBOH (iyopecueHH. 3aBUCUMOCTh HHTEH-
cuBHocTH (hiyopecueniun AHC B pacTBope akTHHA OT KOH-
nentpanuu MmouyeBuHbl i GdnHCI umeer xomokonoodpas-
HBIH Xapaktep. MHTeHcuBHOCTh (utyopecueHimn AHC mu-
HUMallbHa B PAacTBOPE HATUBHOTO aKTHHA M NPH BBICOKUX
KoHIeHTpausx MoueBuHbl i GdnHCI, nepeBonsmux ax-
THH B TIOJTHOCTBIO Pa3BEPHYTOE COCTOSIHHE, TOCTUTAET MakK-
CUMyMa TpH KOHIIEHTpauu Mo4eBHHBI 3.5—4.5 M (puc. 9)
(Kysuenosa u np., 1998; Kuznetsova et al., 1999a). B sroii
e 00JIaCTH KOHIICHTPALUil MOYEBUHBI HMEET MECTO MAKCH-
MaJIbHas BEJINYMHA aHN30TPOIIUHU TPUNTO(GAHOBOH (uryopec-
neHuuu. [Ipu nepexone OT WHAKTHBHPOBAHHOI'O aKTHHA B
TIOJTHOCTBIO PA3BEPHYTOE COCTOSHUE B OOJIACTH 3HAYCHHH
KOHIIGHTPALMK MOYEBUHBI OT 4 10 8§ M 3aBUCHMOCTH NWHTEH-
cuBHOCTH AHC 0T KOHIEHTpanuii MOYEBHHBI MOJHOCTHIO
obparuma.

3akioueHre O HaJIWYMU Ha TIOBEPXHOCTH WHAKTHBHPO-
BaHHOTO aKTHHA THAPO(OOHBIX KIACTEPOB MOATBEPKIACTCS
TIOSIBJICHHEM Y MHAKTUBHPOBAHHOTO aKTHHA JIBYX HOBBIX Caii-
ToB pacuieruienust Ala 29—Val 30 u Ser 33—Ile 34 nporen-
Hazoit ECP 32 mrramma A2 Escherichia coli (Matveyev et al.,
1996), xoTopble B HATHBHOM aKTHHE JOKAJIM30BaHbI BO BHYT-
peranx ruapopoOHEIX obmactax (Turoverov et al., 1999b).
Takum 06pa3zom, CBOICTBA MHAKTHBUPOBAHHOTO AKTHHA BECh-
Ma HEOOBIYHBI: Ha €r0 MOBEPXHOCTH HAXOAATCS TUAPOGHOOHBIC
KIIACTEPHI, B TO JKE€ BPEMs MOJIAPHBIE 00JIACTH, B KOTOPBIX JIO-
KaJM30BaHbl OTBETCTBEHHBIE 3a Y D-(hIyOopecleHnIo TPHII-
To(haHOBBIE OCTATKH, HAXOJSATCS BO BHYTPEHHHX HEIOCTYII-
HBIX JUIS PACTBOPUTEIIS YACTAX MAKPOMOJICKYJIBI.

BHympumonexyaApHas noosudcHoCms mpunmogpanoswix
O0CMAamKo8 HamuGHO20 U UHAKMUBUPOGanHo20 axmuna. Js
G-akTHHAa B OTJIMYME OT MHAKTHBHPOBAHHOTO M F-akTHHa Ha-
KJIOH aCHUMIITOTBI KpHBOH 3aBucumoctu 1/ r= f(T/1), monyden-
HOW MyTeM HM3MCEHEHHS BSI3KOCTH CMEHIAHHOTO BOJHO-
TJIMIIEPUHOBOTO PACTBOPHTEIS, HE paBeH HyJr0. B To ske Bpewms,
KakK M CJIEJ0BAIO OXKHJIaTh, HAKIIOH aMIUIATY/Ibl KPUBOM 3TOM 3a-
BUCUMOCTH 11 (G-aKTHHA 3HAYUTEIGHO MEHBINE, YeM HaKJIOH
JUTSI TIOJTHOCTBIO pa3BepHyTOro Oenka B § M moueBuHe (puc. 10).
Jnsa pemieHust BOIpoca 0 TOM, 0OYCJIOBJIEH JIM HAKJIOH TOJIBKO

= HatuBHblii akTUH
Z 4000 |- ;=070 1,=1.99ns =
2 o, =030 1,=541ns £
= 3000 - x2=1.07 104 32
=] 102 ¢
Q B =
%2000 00 2
g 1 [}
2 1000 | 02 &
= 4-04 3
= @

0 —

30 40

Bpewms, He

E HHakTUBMPOBAHHBIN aKTHH =
Z 4000 o, =0.68 1, =2.70ns =
o _ _ (]
5 o, =032 1,=6.58ns | 04 =
= 3000 - x>=1.13 {o0o 2
£ 4 0.0 3
g 2000 z
= 4-02 =
= )
2 1000 1943
= 2
2 as)

= 0 :

40

Bpewms, HC

Puc. 11. 3aryxanue QuryopecueHIN:d HATHBHOI'O W WHAKTUBUPO-
BAaHHOTO aKTHHA.

! — npoduie uMIynbca Jiamisl, 2 — KpuBas 3aTyXaHus (IyopecleH-

ouu, 3 —pe3yabTaT JEKOHBOJIIOINH, 4 — B3BEIIICHHBIC OTKJIOHCHUS. HpI/IBe-

JICHBl PACYCTHBIC 3HAYCHHS KHHETHYCCKUX HAPAMETPOB. Apgss. = 297 HM,
Aper. = 365 HM.

TIOJIBIYKHOCTBIO MAaKPOMOJIEKYJIbI KaK IEJI0r0 MM, KpOME TOro,
MMEET MECTO BHYTPHMOJIICKYJISIPHAS IOJBUKHOCTD TPUIITO(DAHO-
BBIX OCTaTKOB, OBUT BBIITOJIHEH CIICIIHAIIBHBIN aHAIHU3.

W3mepenne KpuBBIX 3aTyxaHUs (iyopectieHuun (puc. 11)
U OIpeJieIeHne BpPEeMEH JKM3HU (Tadu. 4) MO3BOIMIN Ole-
HUTH BpeMsl BpallaTeabHON penakcanuu p. Kunernueckue
KpHBBIE 3aTyXaHHUs (IyopecleHIUH il HATUBHOTO, MHAK-
TUBUPOBAHHOTO M TOJHOCTHIO PAa3BEPHYTOTO aKTHHA HE MO-
ryT OBLITH YAOBJICTBOPUTEIILHO OITMCAHBI B MOHOOKCIIOHCHITN -
AIBHOM TPHOJIM)KECHUHU, HO XOPOIIO OIHCBIBAIOTCS OMIKCITO-
HEHIMAIbHBIMU KPUBBIMH. [10CKOJIIBKY HEMOHOYKCIIOHEH-
[MAJIbHBIN XapaKTep 3aTyXaHUs UMEeT MECTO U JUIsl OSJIKOB C
OJTHUM TPHUNTO(AHOBBIM OCTATKOM, M JUISI MOJICIBHBIX COe-
JTMHEHUi B pacTBope (Szabo, Rayner, 1980), oOHapykeHHBII
OMPKCITOHCHIINANIBHBIA XapakTep 3aTyXaHHs He CIeqyeT Ha-
MPSMYIO CBSI3BIBATh C CYIIECTBOBAHHEM B aKTHHE HECKOJIb-
KHUX TpI/IHTO(I)aHOBBIX OCTAaTKOB. HOJ’[y‘-ICHHE-Ie OKCHICPUMEH-
TaJIbHO 3HAYCHHS T OBLIH UCIIOJIB30BAHbI ISl OLICHKH BpeMe-
HU BpalaTesIbHOM penakcanuy akTHHA. Benwdnmua p juis
G-akTHHA OKa3anach paBHOH 46 HC.

Juist Toro 4ToOBI chenaTh 3aKII0YCHHE O CYIIECTBOBA-
HUU WU OTCYTCTBHUM BHYTPUMOJIEKYJIIPHOHN IIOJBHKHOCTHU
TpunTO(PaHOBEIX OCTaTKOB (G-aKTHHA CO BpPEMEHEM, COIIO-
CTaBUMBIM CO BPEMEHEM XXH3HH BO30YKICHHOTO COCTOSHHS
TpUNITO()AHOBBIX OCTATKOB, 3HAUCHHE P CIICJYET CPABHUTD C
pacyeTHBIM 3HAYCHUEM Po, KOTOPOE OBLIO ONPEAEICHO HCXO-
Il U3 pa3MepoB MaKpOMOJIEKYJIbl, €¢ ()OPMBI U IIpeJIoiarae-
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moit runparanun (Kysuernosa u ap., 1981; Typosepos, Ky3-
HemoBa, 1983):

n M O]

Po=tr v, 't va ) ©)

rae k — nocrosiuHas boabimana, M — MoJeKyIsspHasi Mac-
ca, Ny — gucio ABorazapo, ® — Ko3(QPHUIHCHT THAPATALINH,
V — napuualibHbli 00beM, d — yJenbHas INIOTHOCTh pac-
TBOpuTens. Pacuer mokasain, uto ansa G-aktuHa po = 54 HC.
C yd4eTroM TOT0, 4TO MaKpPOMOJIEKYJIa aKTHHA MOXKET OBITh
BIIMCAHA B MPSIMOYTOJIbHBIH ITapajuiesenune]] CO CTOpOHaAMH
55, 55 u 35 A (Kabsch et al., 1990), T. e. 0Ha MOXKeT OBITH
anIpPOKCHMHUPOBAHA CIUTIOCHYTBHIM SJUIMIICOMIOM BpalllCHHS
¢ cooTHomeHnueM oceit 1.0 : 1.6, pp MOXKET COCTaBIATH B 3a-
BHCHMOCTH OT OPUEHTAIIMH TPHUIITO(PAHOBBIX OCTaTKOB OTHO-
CUTEJIBHO IJIaBHBIX OCeH MaKkpoMoJeKyJsbsl oT 58 1o 62 Hc.
ConocraBieHue p M po CBUAETEIHCTBYET O TOM, YTO yCTa-
HOBJICHHBIH 3KCTIEPUMEHTAIEHO HAKJIOH aCHUMIITOTHI KPHUBOH
3aucumocTd 1/r= f(T/M) He MOXKET GbITh OOBSICHEH TOJIBKO
MTO/IBIKHOCTBI0O MAaKPOMOJIEKYJIBI aKTHHA Kak IIEJIOr0; dac-
TUYHO OH OOYCIIOBJIECH BHYTPHMOJIEKYJSIPHON ITOJBUKHO-
CTbIO OTBETCTBEHHBIX 32 ()IyOpPECLEHIMIO TPUITO(PAHOBBIX
ocTaTKoB. Pacuer moka3ai, 94To XapaKTepHOE BPeMsI BHYTPH-
MOJICKYJISIPHOW TTOABHIKHOCTH TPUITO(PAHOBBIX OCTATKOB CO-
ctaisieT mpubau3utensHo 180—200 He.

[IpeBbIIeHre BETUYUHBI OTPE3Ka, OTCEKaeMOTO 3aBH-
cumoctbio I/r= f(T/M) Ha ocu opauHaT 1/7], Hax BEIHIUHOI
/5, (ro — mpenensHas aHU30TPOMHS TpUNTO(HAaHOBOH (iryo-
PECLeHIINH, OTBEYAIOIIasi OTCYTCTBHIO ITOJIBHKHOCTH) CBUJIE-
TEJILCTBYET 00 yyacTuu TpUnTo(aHoBbIX ocTaTkoB G-aKTu-
Ha Takke B BBICOKOYACTOTHOW BHYTPHMOJEKYJISPHON MO-
nemwxHocTu (Ky3uemora, Typosepos, 1983; Typosepos,
Kysnernosa, 1983). ITockonpky aMIUIUTyaa BBICOKOYACTOT-
HOW BHYTPHUMOJICKYJISIPHON MOIBUXKHOCTH TPUITO(PAHO-
BBIX OCTaTKOB MHAKTHBHPOBAHHOTO aKTHHA MEHbBIIE CO-
OTBETCTBYIOIIECH BETMUNHBI TSI HATUBHOTO TI00YIAPHOTO aK-
tuHa 1 Gubpmsiproro (puc. 105 (V) uwm < (V1)e =
= (I/7);), HE3aBUCHMOCTb BEMUYMHBI 1/7" OT BSI3KOCTH PACTBO-
pHUTens U1 MHAKTHBHPOBAHHOTO aKTHHA, CKOpee BCEro, 00y-
CJIOBJICHA TEM, YTO MPH MHAKTUBALIMU TPUNTO(PAHOBBIE OCTATKH
B 3HAUUTEIILHOW Mepe FJIH MOJTHOCTHIO YTPAUYMBAIOT BHYTPHUMO-
JIEKYJSIPHYFO TTOBIYKHOCTh HAHOCEKYH/THOTO JHAITa30Ha.

AKTUH — OTHIOJIb HE €IMHCTBEHHBIH 00BEKT, IeHaTypa-
1S KOTOPOTO COMPOBOXKAACTCA YMEHBIIICHHEM ITOABIKHOC-
TH TPUNTO(AHOBBIX OCTATKOB. Bo3pacTanue aHM30TPOIHH
(iyopeclieHIIMY U yBEJIMUEHHE BPEMEHH BpallaTelbHON pe-
JaKCaIlUH TP IMEepPexoje U3 HATHBHOTO B MPOMEXKYTOUHOE
COCTOSIHUE OBUIM 3apEerHCTPUPOBAHBI TAKKE JUIS Ol-JIAKTAJIb-
OymuHa U KapOoaHruapasbl B B paborax ['mibMaHmmiHa u
coaBtopoB (1982) u PonnonoBoii u coasropoB (1989). Bos-
pactaHue aHW30TPOIUH (UIyOPECUEHIUH NPU JACHATYpaLuu
0eKOB IJIOX0 YKJIAABIBAIOCH B MPEICTABICHUE O TOM, UTO
9TH OCJIKW IPHU JEHATypaIH MEPEeXoaiT B COCTOSHHUE THUIIA
pacmiaBiIeHHOH 1100ynbsl. B HacTosmee Bpems, mo KpaifHen
Mepe Ui aKTHHA, TIOHSATHO, 9TO BO3PACTaHWE aHU3OTPOIIHH
00yCJIOBJICHO M3MEHEHUEM IOJIBHKHOCTH TPHUIITO(AaHOBBIX
OCTaTKOB IIPH arperanuu Oeika.

CBOpan/IBaHI/Ie—pa3B0pan/IBaHI/Ie AKTHHA
ABTOpLI BCCX pa60T, MOCBAIICHHBIX IMMpOLCCCaM JACHATY-

panuvun akTuHa, npeanojgaraid, YTO aKTHH MOCICI0BATCIbHO
TIEPEXOANUT OT HATUBHOTO K MHAKTUBUPOBAHHOMY, a 3aTE€EM K

MOJTHOCTBIO pa3BepHyTOMY coctosiHuio (Nagy, Jencks, 1962;
West et al., 1967; Lehrer, Kerwar, 1972; Nagy, Strzelec-
ka-Golaszewska, 1972; Strzelecka-Golaszewska et al., 1974,
1985; Contaxis et al., 1977; Tarynamswnu, [IpuBanos, 1984;
Kuznetsova et al., 1988; Ky3uernosa u ap., 1998; Turoverov
et al., 1999b):

N-I=U, (7

T. €. UHAKTHBUPOBAHHBIH aKTHH PacCMaTPHUBAJIN BO BCEX
9THX paboTax Kak IPOMEXKYTOYHOE COCTOSIHHE MEXJy Ha-
TUBHBIM U TOJHOCTBIO Pa3BEPHYTHIM COCTOSHHSIMHU OeiKa.
PesynpTaThl m3MepeHuss paBHOBECHBIX 3aBUCUMOCTEN pas-
JUYHBIX (U3NYECKUX XapaKTEPUCTHK, Ka3ajJoch OBI, MOJ-
TBEPIK/AIOT ATy MOeNb. JleficTBUTENBHO, TaHHbIC, PEACTAB-
JICHHBIC Ha pHUC. 8, CBUIETEIBCTBYIOT 0 ToM, uTo GdnHCI BHI-
3BIBACT 110 MEPE YBEIMYCHHUS €ro KOHIEHTPAIIMHU J[Ba TOCIIe-
JIOBATEJbHBIX KOH(OPMAIIMOHHBIX MEPEXoa: Mepexoa OT
HaTHBHOTO K WHAKTHMBHPOBAaHHOMY aKTHHY B OOJIACTH KOH-
nentpanuit 0.0—0.8 M GdnHCI u nepexoj; 0T HHAKTUBHPO-
BAaHHOTO K TIOJTHOCTBIO Pa3BEPHYTOMY COCTOSIHHIO B O0JIACTH
koHneHTpauuid 1.8—4.0 M GdnHCI, pasnenennsix obia-
ctbio koHleHTpanuii 0.8—1.8 M GdnHCI, B koTopo¥i akTHH
HaXOJNUTCSl TPEUMYIICCTBEHHO B WHAKTUBHUPOBAaHHOM COC-
TostHuU. [Ipyn 3TOM mepexoJ] OT HATUBHOTO COCTOSIHUS K
WHAKTUBUPOBAHHOMY sBIIseTCs HeoOpatuMbiM (Bertazzon
et al., 1990; Le Bihan, Gicquaud, 1993; Kuznetsova et al.,
1999a; Turoverov et al., 1999a; Schuler et al., 2000), mo-
3TOMY BCE€ CTPYKTYypHBIE XapaKTEPUCTHUKH aKTHHA B JHaIla-
30HE HU3KMX KOHIeHTparui nenarypanra (0.0—0.8 M) sB-
JISIFOTCS KBa3UCTAIIMOHAPHBIMU. B CBsI3M ¢ 3THM HEOOXOAMMO
OTMETHTB, YTO KPHBBIEC, MPEJCTABICHHBIC HA PHC. 8, OBIIH
3aperucTpUpOBaHbl MOCIe MHKYOAallMM aKTHHA B TEYCHHE
24 4 B pactBopax GdnHCI cooTBeTcTBYyIOMmIEH KOHIIEHTpA-
U,

Cneyuguuecxue szaumooeiicmeuss akmuna ¢ GdnHCI
[IpencraBieHHbICe Ha PHC. § PaBHOBECHBIC (KBAa3HpPaBHOBEC-
HBIC) 3aBUCHUMOCTH XapaKTEPUCTHK COOCTBEHHOW Quryopec-
HeHIuu akTuHa oT KoHmeHtparuu GdnHCI He oTpakaror
psina aHOMAIBHBIX MPOSIBICHUH CIEU(PUISCKOTO B3aHMO-
nericteus aktuHa ¢ GdnHCI, umeronux MecTo B pacTBOpax ¢
HeOOJIBIION KOHIIEHTpannel AeHaTypaHnTta. B 3Toit o6mactu
konuentpanuii GdnHCI uMerorT MecTo Bo3pacTaHHe UHTEH-
CUBHOCTH (DJTyOpECLEHIIMH U BEITMUMHBI Tapamepa A, yBelu-
YEHHE NHTCHCUBHOCTH CBETOPACCESHUS U JakKe MPELUINTA-
WSl aKTUHA U3 PAacTBOpA MPHU BBICOKOH KOHIICHTpALUK Oell-
ka. Bce 270 omnpeneniio HeoOXoIMMOCTh 0oJiee TIATeILHOTO
M3MEPEHUs ITHX 3aBUCUMOCTEH, a TaKKe paCcIIUPEHHsI YHCIa
HKCIEPUMEHTAIBHBIX MOJXO0JI0B, UCIIOJIB3YEMbIX JUISl U3yue-
HUSI IPOIIECCOB CBOPAYMBAHNA—PA3BOPAYNBAHUS aKTHHA U,
B YAaCTHOCTH, MCIIOJIb30BAHMS B ITHX SKCIIEPUMEHTAX pPeTH-
cTpanuu uHTeHcuBHOCTH (uryopecueninn AHC u cBetopac-
cestHUsI. Pe3ynbTaTel 3THX M3MEPEHUH, BBITOIHEHHBIX IIO-
cile MHKyOaluy MCXOJHO HATHBHOTO aKTHHa B PacTBOpax
GdnHCI pa3nuyHOW KOHIIEHTpAMKU B TCYCHHE 24 U, mpej-
cTaBJICHHI Ha puc. 12, a. Ha puc. 12, 6 mpeacraBIeHs! aHAO-
TMYHBIE 3aBUCUMOCTH, U3MEPEHHBIE [T UCXOJHO MHAKTHBH-
poBanHOTO akTHHA. UTHTEeHCHBHOCTH (hiyopecuenimu AHC B
BogHOM pactBope (0.0 M GdnHCI) B mpucyrcTBUN HHAKTH-
BHPOBAHHOTO aKTHHA MPUOIN3UTEIbHO B 20 pa3 Oonblie HH-
tencuBHOCTH AHC B TIpHCYTCTBHHM HATHBHOT'O aKTHHA TOW
JKe KOHIEHTpanHuu. MakcuManbHash MHTEHCHUBHOCTH (Iryo-
pecuennuun AHC nalniomaeTcs mpH KOHICHTpPAIHUAX
0.45—0.50 m 0.2—0.3 M GdnHCI ams pacTBOpOB UCXOTHO
HAaTUBHOTO M WCXOJHO WHAKTUBUPOBAHHOTO akTHHA. [Ipm
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Puc. 12. 3aBucuMOCTh BeTHYMHBI TapaMeTpa A, aHu30Tponuu (GpayopecreHnnn, nHTeHcuBHOCTH (iyopectenunn AHC u cBeTopaccesHus
ot koHueHTpauuun GdnHCI 11 ncXoaHOTo HATHBHOTO (@) M MCXOJHOTO MHAKTHMBHPOBAHHOTO (6) aKTHHA.

9TUX e KoHeHTpanusx AHC HabmogaeTcs MakcuMaabHas
WHTCHCUBHOCTH CBETOPACCESIHNS.

CX0/IcTBO XapakTepa 3aBUCUMOCTEH MHTECHCUBHOCTH
¢ayopecenmn AHC 1 WHTEHCHBHOCTH CBETOpPACCESHUS
JUIS HICXOHO HATMBHOTO M NCXO/IHO MHAKTUBUPOBAHHOTO aK-
THHA 3aCTaBJSICT MCKATh MPUYUHY OOHApYXKCeHHBIX 3D dek-
TOB B YHUBEpCcaJIhbHOM XapakTepe B3aummoxericteusa GdnHCI
(pu ero HEOOIBIINX KOHIIEHTPALUSIX B PACTBOPE) C MaKpo-
MoJiekyJamu Ociika. Bo3aMokHO, 3TOT 3¢ ekt 00yCIoBICH
B3aumoeiicteuem rpynn NH, xatnonos GdnHCI (GuH") ¢
rpynnamu C=0 KapOOKCHIIBHBIX I'PYIII TIIyTAMHHOBOH U ac-
MaparnHOBOM KHUCIIOT M aMHUJHBIX TPYMI IIyTaMUHA U acria-
paruHa, HaxoJIIETocs Ha MOBEPXHOCTH MaKPOMOJICKYJIbI
HATHBHOTO WM WHAKTHMBHPOBAHHOTO akTHUHA. UHCIO OTpH-
[aTeNbHO 3apspKeHHBIX Tpynm OD2 (22 rpymmer) u OE2 (28
TpyII) TIYTAaMHHOBOW M acHaparnHOBBIX KHCJIOT B Makpo-
MOJIEKYJIe aKTHHA OOJIbIlle YHCIa TOJOKUTEIBLHO 3apsKeH-
HBIX Tpynn NZ mm3uHa (18 rpynm), NHI-rpynn apruamaa
(18 rpynm) u NE2-rpynmn ructuauna (9 rpymnm). Takum oOpa-
30M, B ILIEJIOM MAakKpOMOJIEKYyJa aKTHHAa HECET OTPHILATEIb-
HBIN 3apsij.

Pacnipenenenue oTpuaTensHo 3apskeHHbIX rpynn OD2
n OE2, monoxxurenpHO 3apsokeHHBIX NZ Lys, NE2 Arg, NH1
His, a Taxxe rpynn C=0O Ha NOBEPXHOCTH MaKpOMOJICKYJIBI
aKkTHHA TpejcTaBieHo Ha puc. 13. C pocTOM YHuCiIa HOHOB
GuH*, cBs3aHHBIX C OENKOM, YBEIWYHMBACTCS KOJIHUYECTBO
TTOJIOKHUTEIBHBIX TPYIIT Ha TOBEPXHOCTHU O€JKa, ¥ MPU HEKO-
topoit xoruentpamuun GdnHCl monekyma B memoMm craHo-

BUTCSI HEUTpalIbHOM. [Ipu 3TOM c031a10TCs yCIIOBUSL aCCOLIU-
Al MaKpOMOJIEKYJI aKTHHA MEXTy co00i. DTO U sIBIsSETCS
MPUYMHON BO3PACTAaHUSI CBETOPACCESHUS U CBSI3BIBAHUS MO-
nexyn AHC, KoTopbie BCTpauBalOTCA MEKIY MaKPOMOJIEKY-
JaMM aKTHHA, oOpasyromumu acconmar. [Ipn nanpHeimem
yBennuenun koHueHntpauun GdnHCI yucno nmojgoxurtensHO
3apsHKEHHBIX TPYIIT HA TOBEPXHOCTH MaKPOMOJIEKYJIbI OesKa
HAaYMHAET MPEBBINIATH YHCIO OTPHUIATEIBHO 3apsHKEHHBIX
rpyIiIl. Hanuuue 1monoXuTeabHo 3apsAKCHHBIX I'PYIIT HA I10-
BEPXHOCTH MaKPOMOJIEKYJIbI MPEMSATCTBYET UX acCOIMAIINH.
To 006CTOATENBCTBO, YTO 3aBUCIMOCTH UHTEHCUBHOCTH (ITy-
opecuenimn AHC u MHTEHCHBHOCTH CBETOPACCESHUS OT
kouuenTpanuu GdnHCI 171t ©CX0AHO HATHBHOTO M HCXO/IHO
WHAKTUBUPOBAHHOT'O aKTUHA UMECIOT CXOHHLIﬁ Xapaktep, 1mo-
3BOJISIET IMPEJIOJIOKHUTh, UYTO B COCTaB ACCOIHMATOB MOTYT
BXOJHMTh MaKpOMOJICKYJIbl KaK HaTUBHOTO, TaK U WHAKTUBU-
poBaHHOTO aKkTHHA. Kak ObUIO OTMEUEHO BBIIIE, MAKCHMYMBI
3aBUCHUMOCTeH MHTeHCHBHOCTH (uryopectieHmu AHC u wH-
TEHCHBHOCTH CBETOPACCESIHUSI B CIy4ae MCXOJHO HAaTHBHO-
ro aKTHHA HAONIOMAIOTCS MPHU OOMBIINX KOHIIEHTPALIHIX
GdnHCI o cpaBHEHHIO ¢ aHAJOTHYHBIMHU 3aBHCHMOCTSIMH
JJId UCXOJHO MHAKTUBUPOBAHHOT'O aKTHUHA. 9TO MOXKET 6I)ITI)
CBSI3aHO C TEM, YTO MTOBEPXHOCTh MHAKTUBUPOBAHHOTO AKTH-
Ha HEeceT MEHbIIEee YNCII0O HECKOMIICHCUPOBAHHBIX OTPHIIA-
TCJIIBHO 3aps’KCHHBIX I'PYIII IO CPABHCHUIO C ITOBEPXHOCTHIO
HaTHBHOTO aKTHHA M JUIsI HEWTpaau3anun U30bITOYHO OTpPH-
LATEJIBHOTO 3apsijia Ha TIOBEPXHOCTH HEOOXOAMMO MEHbIIEE
ymcno katnoHoB GuH™.
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Puc. 13. Jlokanu3anusi OTPUIIATENBHO U MOT0KUTEIBHO 3apsKEHHBIX TPYTI, a TaKkKe aTOMOB kuciopoa rpynin C=0 Ha MOBEpXHOCTH Mak-
POMOJIEKYIIbl aKTHUHA.

[anenu @ n 6 OTIMYAKOTCS APYT OT APyTra MOBOPOTOM MOJIEKyJIbl Ha 180° BOKpyT BepTHKaIBHOI ocu. Kpachble cghepbl — OTPULIATEIBHO 3aPSKEHHBIE aTOMbI KHC-
nopona rpymn OD2, OE2 riryTaMHHOBOI 1 acliapar nHOBOIT aMUHOKHCIIOT; cutue C(hepbl — IOJIOKUTEIBHO 3apshkeHHbIe aToMbl a3ota rpynn NZ, NH1 u NE2 nn-
3HMHA, apPrUHUHA U TUCTU/INHA; MeMHO-KpacHble cepbl — atoMbl kucsopoza rpynn C=0 (OE1 Glu, OD1 Asp, OE1 Gln u OD1 Asn).

Ecnu Hamia runoTesa BepHa, TO 3TO 03HAYAET, YTO B PacT-
Bopax GdnHCl pa3mep acconnmaTtoB WHAKTHBUPOBAHHOTO
aKTHHA CYIIECTBEHHO 3aBHCHUT OT KOHIICHTPAIMM ICHATY-
panra. [ToaTBepkIeHHEM ATOTO SIBISICTCS XapaKTep 3aBHCHU-
MOCTH MHTETPaTbHONH WHTCHCHBHOCTH (oc(OopecleHInu OT
kouneHTpanuu GdnHCI. C poctom konnentpanuu GdnHCI
or 0 mo 1.8 M nHabmromaeTcst CyIIeCTBEHHOE yMCHBIICHHE
sto#t BenmmuuHbl (Mazhul” et al., 2003; Maxyis u 1p., 2005).
VHakTHBUPOBAaHHBIN aKTHH IMPEJICTABISET COO0M MOHOAMC-
TIEPCHBIN aCCOIMAT, COCTOAIINH U3 |5 MOHOMEPHBIX eIHHII,
BHE 3aBHUCHMOCTH OT TOT'0, KakuM 00pa3oM OH IIOJYYCH,
JIMIIB B BOAHOM pacTtBope B orcyrcTBre GdnHCL.

B ob6nactu xonnenTpanuit GAnHCI ot 1.8 mo nmpubnu3u-
TeabHO 3.0 M 3aBHCHMOCTH WHTCHCHUBHOCTH (DIIyOpECIICH-
mnn AHC oTpakaroT mepexoj] HHAKTHBUPOBAHHOTO aKTHHA
K ITOJIHOCTBIO pa3BEpHYTOMY cocTosiHUIO. [IpH 3TOM TpeBpa-
LICHUE MHAKTUBUPOBAHHBIM aKTMH—IIOJHOCTBIO Pa3BEPHY-
THI aKTHH [JIs UCXOJHO WHAKTUBHPOBAHHOTO aKTHHA TIPO-
SIBIISICTCS. HE TaK PE3KO, KaK B Cllydyae MCXOJHO HATHBHOTO
aktuHa (puc. 12, a, 6). D10 coriacyercs ¢ JaHHBIMH, IOJIY-
YEHHBIMH TIPH PETHUCTPAIMH XapaKTePUCTUK COOCTBECHHON
(bayopecueHIUE (CM. HIDKE), KOTOPBIC CBHUIICTEIBCTBYIOT O
TOM, YTO Pa3BOpaYMBaHNE HHAKTUBHPOBAHHOTO aKTHHA TIPO-
HCXOJUT 3HAYUTEIbHO MeIIeHHee, ueM npouecc U — L

ITo CPAaBHCHUIO C 3aBUCUMOCTAMHU, NPCACTABICHHBIMU
Ha puC. 8, BBEISIBICHO BO3pAaCTaHIE BEITUYHUHEI mapamerpa A u
AQHU30TPONUHU (IIYyOPECUEHIIMN B 00JaCTH KOHLEHTpaIHi
0.0—0.1 M GdnHCI, koTtopoe npu nainpbHEWIIeM yBeHue-
HUW KOHIIGHTPAIWH ACHATYpaHTAa CMEHSACTCS YMEHBIICHHEM
BEJIMYMHBI 3THX XapakTepuctuk (puc. 12, a). [ns ncxomHo
WHAKTHBHPOBAHHOTO aKTHHA YKCTPEMYMBI Ha KPHUBBIX 3aBH-
cUMocTel nmapamerpa A, aHU30TPONHH (DIyOpPECUEHINH, HH-
teHcuBHOCTU (pryopecuenunn AHC u cBeTopaccesiHus Ha-
OIIOTATOTCS TP OOHUX U TeX ke KoHmeHTpamusax GdnHCI
(puc. 12, 6). Ins UCXOAHO HATHBHOTO aKTHHA MAaKCHUMaJlb-
HbIe 3HAueHHs napamerpa A W aHMU30Tponuu (yopecieH-

MU HAOJIFOAAF0TCS, TAK KE KaK U JIJISl KCXOITHO MHAKTUBHUPO-
BAHHOTO aKTHWHA, NMPU KOHICHTpamusax, Omm3kux kK 0.2 M
GdnHCI. IlpnunHbl Bo3pacTaHus BEIWYHHBI TapaMerpa 4 u
aHU30TpONUU (BIYOPECICHIIMM aKTHHA 0] BO3ACHCTBHEM
HeOompux KoHneHTpaunid GdnHCI HescHel. B cioyuae Ha-
TUBHOTO aKTHHA OJHO M3 BO3MOJKHBIX OOBSICHCHHI MOTJIO
OBI COCTOSATH B MPEIITOIOKEHNHN O TIOTUMEPHU3YIOIIEM JIeHCT-
Bun HeOopmux nodaBok GdnHCl. Omnako oOHapyskeHHE
sToro 3ddekra aas UCXOAHO WHAKTHBUPOBAHHOIO AKTHHA
CTaBUT TIOJ] COMHEHHE CIIPaBEIIUBOCTh TAKOTO MPEINOIIO-
JKCHHUS.

KuHeTnka neHaTypanuu akTHHA

KBasucranmoHapHbIN XapakTep 3aBUCHMOCTEH Quryo-
PECLEHTHBIX XapaKTepuUcTUK OT KoHueHTpaunu GdnHCI B
oOyacTi HU3KUX KoHIeHTpauui nenarypanra (0.0—0.8 M),
a TaKkXke TO 00CTOATENBCTBO, YTO WHAKTHBUPOBAHHBIN aK-
THH — accouuar u3 15 MOHOMEPHBIX eIUHHIl — HE MOXKET
00pa30BbIBATHCS OBICTPO U JJOJDKEH CYIIECTBOBATH MO Kpaid-
HEell Mepe KMHETUYECKUIl MOHOMEP — MpPEIIECTBEHHUK
WHAKTHBUPOBAHHOT'O aKTHHA, ONpPEJENIMIN HEOOXOJUMOCTh
U3y4YeHHs KUHETUKHU IIPOLECCOB CBOPAYHMBaHHSI—pPa3BOpa-
yuBaHUs akTHHA. CyNIeCTBEHHO OBLIO MCIIOJIB30BATh B ATUX
9KCHEPUMEHTAX Pa3In4Hble (U3MKO-XUMHUYECKUE XapaKTe-
PHUCTHKH, YyBCTBHUTEIbHbBIE KaK K U3MEHEHUIO INIOOYISIPHON
CTPYKTYpBbI OeJka, Tak ¥ K aCCOL[MALMH MaKPOMOJIEKYJI, IpH-
BOJsIIEH K 00pa30BaHUIO0 HHAKTHBUPOBAHHOI'O aKTHHA.

CywecmeeHHO pazgepHymbvill KUHEMu4ecKull uHmepme-
ouam, npeoutecmsyiowutl 00pa308anuI0 UHAKMUSUPOBAHHO-
20 akmuna. J1ya u3ydeHus npouecca o0pa3oBaHUs HHAKTH-
BHpOBaHHOTO akThHA mof aerictBueM GdnHCI 6pumn n3me-
peHBbl KMHETHYEeCKHUE KPUBbIE W3MEHEHMS WHTEHCUBHOCTH
cobctBenHo hayopecueniuu (Turoverov et al., 2002). IIpu
HeOonpmmx KoHuneHTpauusx GdnHCI (menbme 1.0 M) un-
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Puc. 14. VI3MeHeHne MHTEHCHBHOCTH COOCTBEHHOH ()IyOpecIeHIMH aKTHHA MpH ero JeHarypauuu (A

= 320 um).

per.

a — KUHeTHKa AeHaTypaunu aktuaa nox aeiicrsueM GAnHCL. Lugpeor y xpusbix — xonuenrparus GdnHCI, M; 6 — 3aBHcHMOCTh HHTEHCHUBHOCTH (ityopec-
nennuu ot konueHrpauun GdnHCI, 3aperucrpuposannas rocie 24 1 naky6auuu oenka B GAnHCL. Aposs. =297 HM; Genbie U uephble CAMBOIIBI COOTBETCTBYIOT
9KCIIEPUMEHTAM TI0 ICHATYPALMU U PEHATYPALHH COOTBETCTBEHHO.

TEHCHBHOCTB ()JTyOPECIICHIIMM MOHOTOHHO YMEHBIIAETCS CO
BpEMEHEM, MEJUIEHHO JOCTUTasi CBOEH PaBHOBECHOW BelH-
guubl (puc. 14). IIpu Beicokoi xoHmeHtpamuu GdnHCI
(Bbre 3.0 M) MHTEHCHBHOCTH ()TyOPECIIEHIIMH TaKKe YMEHb-
IIAETCSI MOHOTOHHO M OBICTPO JIOCTHUTAET 3HAYCHHSI, XapaKTep-
HOTO JUTSl TIOJTHOCTRIO pa3BepHyTOro aktuHa (puc. 14, 6). Hau-
GoJiee MHTEPECHBIE PE3YIIBTATHI OBIIIM MOTYUYCHBI IS TPOMe-
*KyTouHbIX KoHIeHTparuii GdnHCI (ot 1.0 1o 2.0 M). Ilpu
stux KoHnenrpanusx GdnHCI natencuBHOCTH (iryopecuen-
LU CHavaja MajiaeT, a 3aTeM MEAJICHHO PacTeT, AOCTHUras
paBHOBECHON BeMUYHHEI (puc. 14).

[losiBneHne MMHUMyMa Ha KMHETHUECKUX KPUBBIX INPH
koHeuHbIX KoHIeHTparusax GdnHCI B pactBope 1.0, 1.2, 1.5
u 1.8 M cBHAECTENBCTBYET O TOM, YTO TIEPEX0]] U3 HATUBHOTO
B MHAKTUBHPOBAHHOE COCTOSHUE MPOUCXOIUT Uepe3 HEKOTO-
poe IMPOMEXYTOUHOE COCTOSHNE, B KOTOPOM MHTEHCHUBHOCTD
(ryopecneHInH, 3apeTUCTPUPOBAHHAS MPHU JUIMHE BOJIHBI
320 HM, HMXeE, YeM B HATUBHOM M WHAKTUBHPOBAHHOM CO-
CTOSTHUSIX. I3BECTHO, YTO aKTHH B TIOJIHOCTBIO Pa3BEPHYTOM
COCTOSIHUM 00JIa1aeT MEHbIIEH HMHTEHCUBHOCTBIO /359, 9EM B
HAaTHUBHOM U MHAKTUBUPOBAHHOM. B cBsI3u ¢ 3TuUM ObLIO Clie-
JaHO MPEIIONI0KEHHE O TOM, YTO MHAKTHBUPOBAHHBII aKTHH
o0pasyeTcs U3 HATUBHOT'O Yepe3 CTaAnI0 (POPMHUPOBAHUS CY-
IIECTBEHHO Pa3BEPHYTOT0 MHTEPMEIHAaTa.

JIONOTHATENFHOE TOATBEPKACHNUE 3TOTO MPEATIONONKE-
HUS OBUIO TIOJIYYEHO MyTEeM PETrHCTPalui KHHETHYECKHUX 3a-
BHUCHUMOCTEH JPYTHX XapaKTEPUCTUK CHCTEMBI, B YACTHOCTH
XapaKTepUCTHK, KOTOPbIE B ITPOTHUBOIOJIOXKHOCTh HHTCHCHB-
HOCTH (DJIyOPECIICHIIUU OTPaKAIOT M3MEHEHHE CTPYKTYpBI
MaKpOMOJIEKYJbl KadecTBeHHO. IIpn 3TOoM ObUTM MCTIONB30-
BaHBI XapaKTEPUCTHKH, BEJIMYMHA KOTOPBIX JJISI TOITHOCTHIO
Pa3BepHYTOr0 aKTHHA HUXKE IO CPaBHEHHUIO C BEIUIMHON
JUIl HAaTHBHOTO W MHAKTHBHPOBAHHOTO COCTOSHMH Oeika, a
UMEHHO napameTtp 4 u anuzorponus diayopecueHnun. Kune-
THYECKNE KPUBBIC, N3MEPEHHBIC IIPU KOHEYHOH KOHIIEHTpa-
mun 1.0—2.0 M GdnHCI st mapamerpa A 1 aHU30TPOITHH
(iryopecleHIINY, TaK)Ke UMEIOT MUHUMYM (puc. 15, 16). 13-
BECTHO, YTO BEJIMYMHA aHU30TPONHNH (DITyOpPECHCHIINN yMEHbB-

IAeTCS ¢ YBEIMYCHHUEM MOABHKHOCTH Xpomodopa. Hampu-
Mep, accolualusi OeTKOB OOBIYHO CONPOBOXK/IACTCSI YBEIH-
YEHUEM aHU30TPOIHH (IyOpecleHInH, B TO BpeMs KaK JnC-
colpanus OJMTOMEPOB U pa3BOpadynBaHHUE OelKa — yMEHb-
IIEHUEM aHU30TPOITUH (IIyOPECICHIINH.

B cooTBeTcTBUM ¢ 3TUM 00pa30BaHHE MHAKTHBHPOBAH-
HOTO aKTHHA (KOTOPBIH, KaK y’Ke TOBOPHIIOCH paHEE, COCTOUT
n3 15 makpomoinekyn aktuHa — Kuznetsova et al., 1999a;
Turoverov et al., 1999b) compoBoXkmaeTcs CymeCTBEHHBIM
yBeJIWUYCHUEM aHH30Tponuu QuyopecueHuuu (puc. 16).
C npyroil CTOpOHBI, pa3BOpayMBaHHE OelIKa XapaKTepu-
3yeTcsl BHIPQKEHHBIM CIIaJIOM BEJIMYUHBI aHU30TPONHHU (Iry-
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Puc. 15. 3meHenue napamerpa 4 Nnpu JeHATypalUd aKTHHA HOJ
nevicreuem GdnHCI.

Lugpwr y xpuBbix — koHueHTpauu GAnHC, M; Aggss. = 297 HM.
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Puc. 16. 3MeHeHne aHU30TPONUH (UIyOPECHEHINH IIPU JCHATYPallMH aKTHUHA.

a — KUHeTHKa JAeHaTypanuu aktuHa moj aeiicrsueM GAnHCL; yugpuor y cumBonos — xonnentpanuu GdnHCL, M. Bemagka — KUHETHKA H3MEHEHUS TOPU30H-

TanbHoit (1) u BepTUKaNBLHOM (/) COCTABIAIONMX HHTEHCHBHOCTH (QIyOPECHEHINH, 6 — 3aBUCHMOCTb BEJTMYMHBI AHU30TPOMHH (IyOPECIIEHITNHI OT KOHIIEHT-

paunu GdnHCI, 3aperucrpuposannas nocie 24 u unky6auuu 6enka B GAnHCL. Aposs. = 297 HM, Aper. = 365 HM; Oenvie 1 uepHble CAMBOIIBI COOTBETCTBYIOT KC-
MEPUMEHTAM MO0 JICHATYPALMH H PEHATYPAlUK COOTBETCTBEHHO.

opecuenuu (puc. 16). B To xe Bpemsi yMeHbIIIEHUE Be-
JUYUHBI MapaMeTpa A 03HadaeT JUIMHHOBOJIHOBBIM CIBHT
criekTpa (IryopecIeHINH, KOTOPBIH YacTo CBS3BIBAIOT C pa3-
pyLICHHEM TIO0YJISPHOH, IIIOTHO YHaKOBAaHHOH CTPYKTY-
pBl 1 00pazoBaHueM OoJiee «PBIXJION», Pa3BEPHYTOH CTPYK-
Typbl. IlooTOMy Hamuuue MHUHUMyMa Ha KHUHETHYECKHUX
KPUBBIX aHU30TPONIHH (IYOPECIICHITNH U TapaMeTpa A 03Ha-
YaeT, YTO MOSBJICHUIO MHAKTHBHPOBAHHOTO aKTHHA Mpel-
HIECTBYET CTa¥si 00pa30BaHMUs CYLIECTBEHHO Pa3BePHYTOrO
aKTHHa. Ba)kHO 3aMeTUTBh, YTO CO BPEeMCHEM BEIHYHMHA I1a-
pamerpa A M aHU3OTPONUHU (IIYOPECUEHIUH JIOCTHTAET
3HAYCHUS, XapaKTepHOTO [UIsi HWHAKTHBHPOBAHHOTO aK-
THHA.

Kunemuueckue xoncmanmul npoyecca 0eHamypayuu
aKmuHa 2yanuouHeuopoxiopuoom. Ha ocHOBaHHH BCEX IKC-
MIEPUMEHTAIBHBIX JTAaHHBIX ObUIA MpEUIoKEeHa CIIeAYIoIas
cxeMma 00pa3oBaHNs MHAKTHUBHPOBAHHOTO aKTHHA:

kl %k (k_z
3
rac ki — KOHCTAHTHI CKOpOCTeﬁ COOTBCTCTBYIOMIUX IMMPOLECC-

coB 1 U* — cyIecTBEHHO pa3BepHYThIH KHHETUYESCKUI WH-
TepMeanat, (GpIyopecreHTHBIE CBOWCTBA KOTOPOTO CXOJHBI

CO CBOICTBaMH TOJIHOCTBIO pa3BepHYyTOro Oenka, HO (Kak
TIOKa3alii U3MEpEeHHUs B AanbHel Y D-00acTu criekTpa) BTO-
pUYHas CTPYKTypa KOTOPOTo ropasjo Ooiiee yrnopsigodeHa.
Cxema (8) BepHa B TOM Cilydae, €Il KOHEYHas KOHIICHTpPa-
st GdnHCl B pacTBOpe He npeBbimiaet 1.8 M, B IpOTHBHOM
cly4ae HEOOXOIMMO YYMTHIBATh TAK)KE MEPEeXo] aKTHHA B
MOJTHOCTHIO Pa3BEPHYTOE COCTOSHME (CM. HIKE). B mpemmo-
JIOXKCHUU BBITTOJIHEHHS CXeMBbI (8) BpeMeHHFBIE 3aBHCUMOCTH
Joneit O6enka B HATUBHOM 0N(f), HMHAKTUBHPOBAHHOM 0ii(f) H
CYIIECTBEHHO Pa3BEPHYTOM 0Oy+(f) COCTOSHUSIX ONPEAEIISIOT-
Csl CIeAYIOIMMH COOTHOIICHUSMU!

o (1)=[N()/IN(O)] =e ",
o, (£)=[1(1)}/[N(0)]=

ok (ke Bk k) <k vk, k)
(kz +hy )(kl —k, _k3)

o (0)=[Ux (O]/[NO)]= )
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[(_kzkl +k3k2 _k3k1 +k32 )eiklt B
(k2+k3 )(kl _kz _k3)

—k ke, +hh, =k +h ke 2R

BpeMeHHAs 3aBHCHMOCTh MHTCHCHBHOCTH (DIIyOPECIICHIIHH
CUCTEMBI, COJICpKAaIlCi aKTHH B HATUBHOM, MHAKTUBUPOBAH-
HOM U CYIIIECTBEHHO Pa3BEPHYTOM COCTOSHUSX, ONIPEIeIsICT-
Csl COOTHOIIICHUEM

1(t) = an(?)In + ou() 1 + au=(?) Iy, (10)
rae IN, I} u Iyx — MHTEHCUBHOCTU (UIyOpECHCHIINY aKTHHA B
HATHBHOM, HHAKTUPOBAHHOM U CYIIECTBCHHO Pa3BEPHYTOM CO-
CTOSIHMSIX COOTBETCTBEHHO; ON(f) + ou(?) + au«(¥) = 1. Hckiro-
yast u3 BeipaxkeHnus (10) an(?) u momaras, uro Iy = Iy, uMeeM

an

rae I:(f) = I(t)/I(0) — oTHOCHTENbHASI HHTEHCUBHOCTH (IIyO-
pecuennuw, /(0) = In. BeTnunHBI KOHCTAHT CKOPOCTEH ObLIN
OTIpE/ICJICHBI ITyTeM MUHUMH3AINHA CIEeTyIome QpyHKIN:

CD=Z[ILO(t)—Ir (o, (1., ))]2 , (12)

rue Ir, o(f) u Ii(oy(t, ki)) — dKCIepUMeHTalbHAs U pacuyeTHas
BEJIMYMHBI OTHOCUTEIHHOW MHTEHCUBHOCTH (IIyopeciieH-
nun. Jns anannza KMHETHYECKUX KPUBBIX WHTCHCHUBHOCTH
(diyopecueHIINN, ONMpeleeHHs] KOHCTAaHT CKOPOCTeH k; u
BPEMEHHON 3aBHCHMOCTH J0JIH OeNKa B HATUBHOM, MHAKTHU-
BHPOBAaHHOM M CYIIECTBEHHO PA3BEPHYTOM COCTOSIHHMSAX HC-
nosb3oBaiu Metox Mapkyapara (Marquardt, 1963), koTopsrii
coyeTaeT B cebe CBOWCTBA TPAJHUEHTHOTO METO/A HANCKO-
peiimero crycka (B €ro OCHOBE JISKUT JIMHEHHAs alllPOKCH-
Manus neiaeBoil GyHkmuu) u Metoma HproToHa (oTBedaer
KBaJIpaTHYHON aNMpPOKCUMAINH 1IeTICBOH (QYHKINH).

DKcnepuMeHTajdbHasi KMHETHYeCKass KpuBas, KOTopas
OTpa)kaeT M3MEHEHUS] MHTEHCHUBHOCTH (DIIyopecieHInn co
BpeMEHEM, U pacueTHas KpHBas, HAaWIydIInM o0pa3oM COB-
najaromias ¢ HKCIePUMEHTAIFHON U TIOJy4YeHHasi B paMKax
Monenu (9), mpencTaBieHsl Ha puc. 17, a; 00e KpuBBIE TMOITY-
YeHsI JuIs1 KoHeuHoi koHneHTpamu GdnHCI B pacTBope, pas-
Hoit 1.2 M. Hammydmee coBmajieHHe 3KCIEPHUMEHTATBHON U
pacdeTHO KpHUBBIX OBLIO TOCTHTHYTO, Korma ky =2.1-1072
ky=72-103 u k3 =7.6-10"*c'. Pacduer KOHCTaHT CKOpO-
CTEH I03BOJIMI ONPEAEIUTh U3MEHEHUSI BO BPEMEHM AOJEH
HaTUBHOTO (0in(f)), MHAKTHBUPOBAHHOTO (04(f)) M CyIIecT-
BEHHO pa3BepHYyTOro (ow+(f)) coctosHuii akTuHa. OTKIOHE-
HHE PacyeTHOW KPHUBOW OT HKCIIEPUMEHTAIbHON MMEET CTa-
TUCTUYECKHUI XapaKTep, XOTsI UMeeTcs HeOoIbIIast HeJTMHEH-
HOCTh TIPU MaslbIX BpemeHax (puc. 17, 6). bnmusocts Bemu-
quHbl §2 (> = ®/(n — p)), TIE 1 — YUCIIO HKCIIECPUMEHTATb-
HBIX TOYEK U p — YUCIIO UCCIIEyEeMbIX apaMeTpoB, K e/Iu-
Hune (x> =1.12) u craTuCTHYECKHA XapaKTep OTKIOHECHHUS
pacdyeTHOW KpHUBOW OT IKCIEPHMEHTAIbHOHM J10Ka3BIBAIOT
000CHOBAaHHOCTh BHIOPAHHON KMHETHYCCKOW MOJICIIH.

Bruta ompeneneHa 3aBHCHMOCTh KOHCTAHT CKOpOCTeH £,
k> m ks ot xonuentpanun GdnHCI (puc. 17, ). Koncranrta
CKOPOCTHU k3, KaK M OKHJAJIOCh, MPAKTUYECKU PaBHA HYIIIO.
[pu wvebompmux koHneHTpanusx GdnHCI BennunHa k, 3Ha-
YUTEIbHO OOJIbIINE, YeM BeIWYHHA k. 3HAYHUT, JTUMUTH-
pyromei craguel Ipyu 3TUX YCIOBHUAX ABJISETCS CTAIMs pas-

() =1+ a()({/In — 1) + au=(t)(Iu/In — 1),
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Puc. 17. AHanu3 KHHETHYECKUX KPUBBIX HHTEHCHUBHOCTH COOCTBCH-
HOM (DITyOpEeCUeHINH aKTHHA. Auyss = 297 HM, Ao = 320 HM.
a: 1,2—»sKcnepuMeHTanbHas (mouku) u pacuetHas (iuxus) Kpusbie. Kpubie
0Ly, O ¥ 0l — JOJIH OelIka B HATHBHOM, HHAKTHBUPOBAHHOM U CYIIECTBEHHO
pPa3BEPHYTOM COCTOSHHSX COOTBETCTBEHHO; KOHEUYHAs KOHICHTpALUs
GdnHCI B pactBOpe 1.2 M. 6 — OTKIIOHEHHE YKCIIEPUMEHTAIBHOH KPUBOH OT
pacueTHOMN; 6 — 3aBUCHMOCTh KOHCTAHT CKOPOCTEH JIeHaTypaluy akTHHA k;
ot xoHuenTpaunu GdnHCL.

BOpauYMBaHUs OEJIKa, B TO BPEMsI KaK CyIIECTBEHHO pa3BEpHY-
Tasi MOJIEKyJla OBICTPO MEPEXOJUT B COCTOSIHUE MHAKTUBHPO-
BaHHoro aktuHa. C yBenuyenuem konueHtpauun GdnHCI
KOHCTaHTa CKOPOCTHU k| yBEIMUMBACTCA, @ KOHCTAHTa CKOPO-
cti k, yMeHbIIaeTcs. DTO IPUBOAUT K TOMY, YTO IPHU KOHIICH-
tpauusix GdnHCI ot 1.0 1o 2.0 M npoucXOIUT HAKOILUICHHE
CYIIECTBEHHO Pa3BEpPHYTOr0 MHTEPMEIHMaTa Ha PAaHHUX CTa-
JWSIX B TIpoliecce NeHATypallMu U KaK CIIEACTBHE — MOsBIIE-
HHE XapaKTePHOIO0 MHHUMYMa Ha KWHETHYECKUX KPUBBIX.
Kunemuxa paszeéopauusanus axmuna gpopmamudom. 13-
MepeHbl KHHETHYECKHE 3aBUCUMOCTH HHTEHCUBHOCTH (I1yO-
pECLEHINN TIPH BO3/IEHCTBUM HA akTHH (popMaMuia pas3ind-
HOH KOHLEHTpauH (puc. 18). YcraHOBIEHO, 4TO X XapaKkTep
AQHAJIOTHYEH XapakTepy 3aBHCHUMOCTEH, HAOJII0JaeMbIX IMPH
neHaryparun aktiHa GdnHCL, u nmumbe ckopocTh neHarypa-
LMK 3HAYUTEIILHO HIDKE. DTH PEe3yJIbTaThl MOATBEPIWIHN TO,
410 (hopMaMUA SBISETCA KIACCHYECKUM JIEHATYPUPYIOIIUM
arcHTOM, XOTsI U MEHEE CHIIbHBIM, ueM MoueBuHa ¥ GdnHCI.
XapakTep KHHETHMYECKMX 3aBHCHMOCTEH MHTEHCHUBHOCTH
(hayopecuenmun (puc. 18) moaTBEpANT MPEATOKEHHYIO Ha
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Puc. 18. Kuneruka neHatypanuu akTiHa (GopMaMumIoM.

[pencraBieHsl BpeMEHHEIE 3aBUCHMOCTH apamerpa A = 329 / [365, XapaKTepH3YIOLIEro MOJ0KEHHE CIIEKTpa (IIyOpeCLeHIINH i HHTEHCUBHOCTH (IIyopecLeH-

LMK, U3MEPEHHbIe Npu UINHAX BouH 320 (maHenb a) u 365 (maHensb 6) HM.

Hughper y cuMBOIIOB — KOHIEHTpanuu ¢popmamuna, %; KOHIEHTpanus Oenka

0.5 Mr/Mit; Agoss, = 297 HM.

OCHOBAHMH JTaHHBIX 10 AeHarypammu aktnHa GdnHCI cxemy
MIPOIIECCOB CBOPAYMBAHMS—Pa3BOPAUYNBAHUS aKTHHA.
Kunemuxa obpazosanusi uHaxmueupo8aHno20 aKmumd.
Bemmanna 110001 XapakTepruCTHKA cOOCTBEHHOM (hTyopeciieH-
nun (MHTCHCUBHOCTH, TlapameTpa A4, aHu30Tporuu (ryopec-
HeHHI/II/I) ONpeaACIACTCA OTHOCUTEIIBHBIM BKIIAAOM BCEX TPEX
KOMITOHEHT CUCTEMbI HATHBHbIM aKTHH—CYIIIECTBEHHO pa3Bep-
HYTBI KHHCTUUCCKHUI UHTECPMETUaT—HHAKTHBUPOBAHHBIN aK-
TuH (cM. cootHomenue 10). Kak oueBmaHo W3 Marepuaia,
MPEJICTABIICHHOTO BHIIIE, 3TO OOCTOATEIHCTBO OKA3aI0Ch
OYCHb TMOJIC3HBIM JIJ1s1 00HAPYKECHUSI HOBOTO CYIIIECTBEHHO Pa3-
BEPHYTOr0 KHHETHYECKOTO HHTEPMEINATA, TIOCKOJIbKY BEITHYH-
Ha BCEX AITHX XapaKTCPUCTUK Il KHHETUYECKOTO WHTEP-
Meauata MCHBIIC MO CPAaBHCHHUIO KaK C HAaTUBHBIM, TaK U C
WHAKTUBUPOBAHHBIM aKTUHOM. JUJIsl MCCIEI0BAHUS KUHETHUKH
00pa3oBaHKs WHAKTUBHPOBAHHOI'O aKTHHA, BO3MOXKHO, Oojice
yII0OHO HCIIOJIb30BaTh TaKUE XapPAaKTEPUCTHKH, BEIUYMHA KO-
TOPBIX HE 3aBUCHUT OT MPUCYTCTBHS B CHCTEME OJTHOM HIJIH JBYX
JPYTHX KOMIIOHEHT. TakuMM XapakTepUCTHKaMH MOTYT OBITH
MHTEHCUBHOCTH (uyopecuennnn AHC, uHTerpaibHas WHTCH-

CHBHOCTH W cpefHee Bpems 3artyxaHus (ochopecnennun
IIPY KOMHATHOW TeMIIeparype.

Onyopecuennus AHC. ®dnyopecueHTHBIN 30HT
AHC, kax n3BecTHO, HE (IyOPECITPYET B BOJHOM PacTBOpPE
B cBOOOZHOM cocTosiHMH. Kak mpaBniio, oH He CBSI3BIBACTCS
C HAaTUBHBIMU O€JIKaMH, IIOATOMY UX MPHUCYTCTBUE B PACTBO-
pe AHC He mpHBOAHUT K BO3HUKHOBEHHUIO (PIyOpECICH-
uH 30H/1a. MckinoueHrne cocTaBJIsiioT JIMIIb HEKOTOpbIe Oell-
KH (HampuMep, CBIBOPOTOYHBIE aTbOYMHUHBI), UMEIOIITIE TH/I-
podoOHBIe TIoNI0CTH WM THAPOGOOHBIE KITacTephl HA MOBEPX-
HocTH Makpomosekyiiel. AHC He cBA3BIBaeTCS TakXke C MOJ-
HOCTBIO Pa3BEPHYTHIMH OeikaMu. BO3HHUKHOBEHWE HHTEH-
cuBHON (uayopecucHnnn AHC sBRsSeTCs KIACCUYCCKUM U
IIMPOKO HCIIOJIB3yEMbIM TECTOM Ha MPHUCYTCTBHE (MM BO3-
HUKHOBEHHE) B pacTBOpe Oeslka B JEHAaTypHPOBAHHOM dac-
TUYHO CBEPHYTOM COCTOSIHUM THIIa PacIlIaBICHHOH Ti100Y-
ne1. @iryopecnennns AHC B aToM ciaydae 00yciaoBieHa CBs-
3BIBAHMEM KpacuTess ¢ TuapodoOHBIMU KlacTepaMH Ha
noBepxHocTH Makpomodekyiasl. AHC moxer Takxke s dex-
THUBHO CBA3BIBATHCSA C aMOP(HBIMH arperaraMu OEIKOB.
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Puc. 19. lenarypanus akrtuna non aeiictsueM GdnHCI, 3apeructpupoBaHHas ImyTeM U3MEpPEHUS MHTEHCHBHOCTH THApOo(pOoOHOro 30HIA
AHC.

a — KMHEeTHYeCKHe KpUBbIe IeHaTypanun aktiHa nox neiicrsueM GdnHCI pasnuunoii konnentpauny. Jugpur y kpuBblx — konnentpaunu GdnHCL, M; 6 —
KBa3MCTAallMOHAPHBIE 3aBUCUMOCTH HHTeHCUBHOCTH (uryopecteninn AHC ot konnentpanun GdnHCI, nzmepennsie yepes 10 mus (/) u uepes 24 4 (2) unkyOa-
mun B pactBopax GdnHCI; konnenTpauns 6enka 0.15 mr/m.

UsBectHno, uto AHC He cBs3bIBaeTcsi ¢ HATHUBHBIM U
MIOJIHOCTBIO PAa3BEPHYTHIM aKTHHOM, HO 3P (EKTUBHO CBSI3bI-
BAeTCs C MHAKTHBUPOBAHHBIM aKTHHOM U MHTEHCHBHO (IIyo-
pecuupyer IpHu ero HpHCYTCTBHM B pacTBope. EcTp Bce
OCHOBAaHUSI M0JIaraTh, YTO KPAaCHTENb HE OYIET CBS3bIBATHCS
C BHOBb OOHApy’>KEHHBIM CYIIIECTBEHHO Pa3BEPHYTHIM KHHE-
THYECKMM HMHTEPMEIHaToOM, MPEeANIECTBYIONMM 00pa3oBa-
HUIO MHAKTUBUPOBAHHOTO aKTHHA. A €CIIU 3TO TaK, TO KWHe-
TUYECKHE 3aBUCUMOCTH MHTEHCHBHOCTH (DIyOpECICHINH
AHC npu pasBopauuBanuu aktuHa GdnHCI Gynyr otpa-
KaTb UCKIIOUUTENILHO U3MEHEHHE COIEp)KaHUS MHAKTHUBU-
POBAHHOTO aKTHHA B CHCTEME.

Ha puc. 19 npencraBieHbl KHHETUYECKHUE 3aBUCUMOCTHU
W3MEHeHUs nHTeHcuBHOCTH Quryopectiernnn AHC mpu pas-
popaunBanuu aktuHa GdnHCl. BugHo, 9T0 HavYabHAs CKO-
pocTh 00pa3oBaHus MpoayKTa, csizbiBaronero AHC, Bo3pa-
CTET MO Mepe yBEIMYCHHUs] KOHEUHOW KOHLEHTPAIUuH
GdnHCI ot 0 mo 1.2 M. OgHako npu KOHIEHTpaLHIX
GdnHCI 1.0, 1.1 m 1.2 M ckopocTh 00pa3oBaHusi TOTO TPO-
JYKTa 3aT€M CYLIECTBEHHO 3aMEIUISeTCs, TaK 4TO 4Yepes
10 MuH moOCJie Havaja MHKyOaluu aKkTHHA B PacTBOpax
GdnHCI] makcumanpHas KOHIIEHTPAIHS 3TOTO MPOIYKTa
UMeeT MeCTO IpH KoHeuyHoi koHneHTpaunu 0.9 M GdnHCI.
[pu konuentpauuu 1.8 M GdnHCI ckopocTh HapacTaHus
nHTeHCcUBHOCTH (uryopectieHnnd AHC 3Ha4MTeNbHO MEHb-
e, yeM npu KoHueHrpanuu 0.9 M GdnHCI. Ilpu oGcyxe-
HHUHM 3aBUCHUMOCTEH, MIPEACTABICHHBIX Ha pUC. 19, MBI cO3HA-
TEJIHHO HCIIOJI30BAIN TEPMHH «IPOAYKT, CBSI3BIBAIOIIMH
AHC», a He MTHAaKTUBUPOBAHHBIN aKTUH, TTOCKOJIBKY aCCOIH-
aThl akTHHA, cBs3bIBatonte AHC, Bpsin i roMoreHHsI. Paz-
MEpBbI 3THX acCOIIMAaTOB MOTYT 3aBUCETh KaKk OT BPEMEHH HH-
kyOauu aktuHa B pactBope GdnHCI, Tak u oT KoHLEHTpa-
MU JAeHATypUpyomero areHra. He MCKII0O4YeHO, YTO MO
JOCTIKEHUH PaBHOBECHS pa3Mep acCcOlMaTOB Takke Oyner
3aBuceTh OT KoHueHTpauun GdnHCI.

dochopecneHnus Npu KOMHATHON TeMIepa-
type (PKT) umeer Mecto B Tex cirydasix, Korua XxpoMmodo-
pBl OesKa HaXOASTCs B YKECTKOM MHKPOOKpYKeHHH. Panee
ObUIO MTOKA3aHO, YTO HATHBHBIA akTHH (ochopecunpyer npu
KOMHaTHOH Temnepatype (Strambini, Lehrer, 1991; Mazhul’
et al., 2003). Xapaxrep cnektpoB K/I B Ommkaeit Y D-o6mac-
TH CIEKTpa JJIsi MHAKTMBUPOBAHHOI'O aKTMHA CBHJIETEJIbCT-

BYEeT O TOM, YTO TPUNTO(AHOBBIE OCTATKH HaXOIATCS B
JKECTKOM MHUKPOOKpYx)eHuu. Ha ocHOBaHHUH 3TOro OBLIO
MPEIIOI0KEHO, YTO HHAKTUBUPOBAHHBIN aKTHH TAK)KE JI0J-
s)keH umeTb OKT. bputo nokazaHo, 4TO KMHETHKA 3aTyXaHUs
dhocdopeciicHIINE THAKTUBUPOBAHHOTO AKTHHA YIOBJIETBO-
PUTENBHO aMIPOKCHUMHPYETCS CYMMOW OBYX JKCIOHEHT.
OKkazalioch, 4TO CpeJHee BpeMs 3aTyXaHHs T H BpEMEHaA T U
T, ®KT HHAKTUBUPOBAHHOI'O AKTHHA CYIIECTBEHHO OOJIBIIIE,
4yeM y HaTUBHOT0. OUYeBUIHO, YTO CYIIECTBCHHO Pa3BEpPHY-
THI KHHETUYECKHUI HHTEPMEIUAT, TaK e KaK U MOJIHOCTHIO
pa3BepHYTHI aKTHH, HE JOJDKeH (ochopeciupoBars Mpu
KOMHATHOU Temnepatype. [loaToMy ero mpucyTCTBHE B CHC-
TEeME JIOJDKHO MPUBOIUTH K YMCHBIIICHUIO HHTETPAIbHOM HH-
TEHCUBHOCTH (OC(POPECICHINN 1 HE CKa3bIBaThCS Ha CpPE-
HeM BpeMeHH 3aryxanus Qocdopecuenunu. Cpeaaee Bpems
3aTyxaHus (GochopecieHrr OyaeT OmpeaeasaTbCs TOJIBKO
COOTHOIIICHUEM BKJIAJI0B HATHBHOTO W WHAKTHBHPOBAHHOTO
aktuHa B cucreMe (Mazhul® et al., 2003; Maxynp u ap.,
2005). Ot ocobennoctn xapakrepuctuk ®KT mo3Bosnmnn
HA OCHOBAaHUU JKCIICPUMEHTOB 110 U3YYCHUIO KHHETHKH Pa3-
BOpaYMBaHUs akTHHA ¢ moMoibio Merona OKT npuiitu k 3a-
KITFOYCHHIO O TOM, YTO HHAKTUBHPOBAHHBIN aKTHH 00pa3yeT-
Csl U3 CYNIECTBEHHO Pa3BEPHYTOr0 KHHETUYCCKOTO HHTEPME-
nuata U* myTeM MOCTEINEHHOTO HapallWBaHUs MacChl
acconmata (Mazhul’ et al., 2003; Maxyns u ap., 2005).

HoBasi kunernueckasi cxemMa IIpoLecCcOB
CBOPAYHBAHUSI—PA3BOPAYMBAHUS AKTHHA

J1st TOoTo 9TOOBI HOHATD PO TPOMEKYTOUYHOTO COCTOS-
Hust U* B 00mielt cxeMe IpoIeccoB CBOpauYUBaHUS—Pa3BO-
pavyMBaHUs aKTHHA, HEOOXOAUMO OBLIO OXapaKTePHU30BATh
CBOIICTBa aKTHHA B 3TOM COCTOSIHUH U OTBETUTH Ha BOIIPOC O
TOM, HE UJICHTUYHO JIU 9TO COCTOSIHUE MOJHOCTBIO Pa3BEPHY-
TOoMy cocTostHuI0 U.

Baxxayro nHpOpMAIIIO 0 CBOWCTBAX BHOBh OOHAPYKEH-
HOTO CYIIECTBEHHO Pa3BEPHYTOTO KUHETHUECKOTO MHTEpMeE-
JMaTta Jajlyu U3MepeHusl KUHeTUKU u3MeHeHuit K[ B nanpHei
Y®-o6mactu cnekrpa noxn aevicteueM GdnHCI. Benmaunasr
UIMNTHYHOCTH B AanbHel Y®P-obmacTu cmekTpa, usMe-
pEHHBIE HEMOCPEACTBEHHO IOCNIe I00aBJICHUS pacTBOpa
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GdnHCI, nmeroT mpoMeKyTOUHBIC 3HAYCHHUS MEXK/Ty BEITHIH-
HaMU DJUIMNTUYHOCTH B cnekTpax KJI 11 monHocThro pas-
BEPHYTOTO ¥ MHAKTUBHPOBAHHOTO OENIKOB, B TO BpeMs Kak
JUINTENbHAsE MHKyOanust Oesika B MIPUCYTCTBUM JICHATypaHTa
(B Teuenue 24 4) NpuUBOIUT K mosBiIeHHIO cniekTpa K/, xa-
PaKTepHOTO JIsI MHAKTHBHPOBAHHOTO aKTHHA, YTO TaKKe
MTOTBEPXKIACT MPEANOIOKECHNE O HAIMYUHU CYIIECTBEHHO
Pa3BepHYTOTO MPOMEXKYTOUHOTO COCTOSIHUS OeJIKa, Mpeiie-
CTBYIOIIET0 00pa30BaHUIO0 HHAKTUBUPOBAHHOTO aKTHHA. Ta-
KHM 00pa3oM, BHOBb OOHapy>KEHHBIH CYIIECTBEHHO pa3Bep-
HYTBIH KMHETHYeCKHi nHTepMenuar U* B OTIIMUYUE OT aKTH-
Ha B ITOJIHOCTHIO pa3BEpHYTOM cocTosHMH U COXpaHseT
SJEMEHTHI BTOPUYHON CTPYKTYPBI.

C nenpto Oosiee MOJTHOW XapaKTEPUCTUKH CBOWCTB CO-
crostaust U* OBIT MCHOIB30BaH TaK Ha3bIBAEMbIH MeTOox (a-
30BBIX auarpamm. [Ipexe yem o0Cy»xaTh MOIy4YEeHHBIE pe-
3yNbTaThl, HEOOXOJUMO IaTh MPEACTABICHUE O CYTH 3TOTO
MeToJ1a.

Ilocmpoenue napamempuieckux 3a6UCUMOCTEN MEAHCOY
08Y M3 HE3ABUCUMBIMU IKCIMEHCUBHBIMU XAPAKIMEPUCTNIUKAMU
cucmemvbl — HOBbIU NOOX00 OJIs U3YUEHUs NHPOYecco8 Ceopa-
YUGAHUA—PA360PAYUBAHUS OENK0E. DTOT METOJL OCHOBAH Ha
TOM, YTO J100as SKCTCHCHBHAsI XapaKTEPHUCTHKA CHCTEMBI,
cocTosIel U3 IByX KOMIIOHEHT, OMpeIesieTcs POCThIM CO-
OTHOIICHNEM
{I(G)=0(1(6)I1 +o,(0)/,, 13
0, 0)+0t, 0)=1 )

rae I1 u I, — 3HavyeHus xapakrtepuctuku /(0), oTBeuaromme
100%-HOMY cozepKaHHIO B CUCTEME MEPBOH M BTOPOH KOM-
ITOHEHT COOTBETCTBEHHO, a 01(0) 1 a2(0) — oTHOCUTEIBHBIE
JIOJIM DTUX KOMITOHEHT B CHCTeMe, 0 — 000l mapameTp, B
3aBHCHUMOCTH OT BEJIMYMHBI KOTOPOTO H3MEHSIETCS JI0JIs1 KOM-
MOHEHT B cHcTeMe. B kadecTBe Takoro mnapameTpa MOTYT
ObITH, HAITPUMEP, KOHIICHTPALUS IeHATypaHTa, TEMIIepaTypa
u T. 1. [yt moObIX IBYX HE3aBUCHMBIX YKCTCHCHUBHBIX Xa-
pakTepUCTHK (OMUCHIBAIOIINX CUCTEMY KOJMYECTBEHHO) BbI-
nosiHsieTcst cootHoenue (13), u 1011 KOMIIOHEHT B CHCTe-
Me, TaK K€ KaKk M KOHCTaHTa paBHOBecusi K, MOXET OBITH
OTIpeJiesieHa C TIOMOUIBIO MPOCTBIX COOTHOUICHUH

1,-1(0)

1)1,
10)-1

1,-1(0)
%= ]1_12

P ]1_[2

» K(0)= (14)

>

B xauecTBe IByX HE3aBHCHUMBIX SKCTCHCHBHBIX XapaKTe-
PHUCTHK CHCTEMBI MOTYT OBITH B3SIThl HHTEHCHUBHOCTH (IIyO-
pecueHuuy, 3aperuCTPUPOBAHHBIEC IIPU ABYX JJIMHAX BOJIH
(320 m 365 uM). B aTOM Ccirydae uMeeM cucTeMy

[320 ®)=0 1[1,320 +a, (9)12,320

15
1365 (e)=a1[1,365 +a, (9)[2,365' (13)

Uckmrouas o,(0) n 02(0) n3 ypasuennit (15), Mbl mouny-
YUM 3aBUCHUMOCTD MEXIY [320(0) U [365(0)

I320(0) = a + blzes(0), (16)
I -1 1 -1
F’He a= 11320 _ 1 1,320 11,320 ]1,365 - b - 1,320 - 1,320 COOTHO_

1,365 ©1,365 1,365 1,365

menne (16) o3HayaeT, 9To eCnu Py U3MEHEHHUH TTapamMeTpa
0 mepexon MeKAy COCTOSTHUSMU | ¥ 2 TPOMCXOJUT IO MPUH-
UMY «BCE HJIM HUYCTO», T. €. 0€3 00pa3oBaHUs MPOMEKY-
TOYHBIX COCTOSIHUI, TO PErHCTpUpyeEMast SKCIEPUMEHTAIBHO
napamMeTpruecKasi 3aBUCUMOCTh MEXKJTy JIIOOBIMHU JIByMs K-
CTCHCUBHBIMHU XapaKTEPUCTUKAMHU TOJKHA OBITH JTMHCHHOM.
Ecnu skcriepuMeHTanbHO 3aperucTpUpOBaHHAs TTapaMeTpH-
yecKkasi 3aBUCUMOCTh JIBYX DKCTEHCHUBHBIX XapaKTEPHUCTHK
CHCTEMBI HE ABIISIETCS JINHEHHOM, TO 3TO OTHO3HAYHO CBHJIE-
TEJIBCTBYET O TOM, YTO PETUCTPUPYEMBIH Ipolece MpeBpa-
IIEHUS] UCCIIelyeMOro 00beKTa M3 HAYyalbHOTO B KOHEYHOE
COCTOSIHUE HE SIBIISIETCS OJHOCTAJUHHBIM M TPOUCXOMIUT C
0o0pa3oBaHMEM OJIHOTO MJIM HECKOJIBKHUX MPOMEXKYTOUHBIX
COCTOSIHUI.

BriepBeie moaxo/ 1uist n3y4deHnst KOH()OPMAIMOHHBIX TTpe-
BpalleHnii OeTKOB, OCHOBAHHBIH Ha ITOCTPOCHHUH MapaMeTpH-
YECKHX 3aBHCHUMOCTEH MHTEHCUBHOCTH (DIyOpECIEHINH, 3a-
PETHCTPUPOBAHHBIX IPH JBYX JJIMHAX BOJH, ObUT MPE/IOKEH
BypurreitnoMm (1976), HO B mocieIyrole ToAbI HCIOIb30Bal-
cs KpaitHe penko (cm., HampuMmep: Permyakov et al., 1980).
MBI HCTIOJIB30BAIM STOT METOJ JUISl JIOKA3aTEIbCTBA CYIEeCT-
BOBAaHUA HECKOJIBKUX ITPOMEKYTOYHBIX COCTOHHHﬁ, KOTOpBIC
BO3HMKAIOT B MPOIIECCE ICHATYPALNH TaKUX OEITKOB, KaK Kap-
6oanruapasza (Bushmarina et al., 2001) u kpearnHkuHaza
(Kuznetsova et al., 2002b), mox Bo3neiictBuem GdnHCI. B pa-
60Te 10 M3YUEHHMIO TTPOIIECCOB CBOPAYNBAaHNI—pa3BOPAUHBa-
HU aKTHUHA 3TOT MCETO/ BIICPBLIC 6LIJ'I HCIIOJIB30BaH JJIsd aHa-
JM3a JTaHHBIX, TIOJMYYEHHBIX B XOJ€ BBIMOJHEHMS KHHETHYE-
ckux skcrepumentoB (Kuznetsova et al., 2002a).

Csoiicmea KuHemu4ecko2o npeoulecmeeHHuKa UHaKmu-
supogannozo akmuna. IlapameTpuyeckne 3aBUCHMOCTH
MEXY [320 U [365 TOCTPOCHBI HA OCHOBE KUHETUYECKUX JIaH-
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Puc. 20. [TapameTpuueckre 3aBHCHUMOCTUH MEXIYy HHTEHCHUBHOCTS-
MU (IyopecteHuHn I35 U [345, XapaKTEPU3YIOLINE KHHETHKY Pa3Bo-
pavyrMBaHus HATHBHOTO akTHHA Toj nekictBueM GdnHCI.

ITapameTpoMm BbICTYIAaeT BpeMs, IPOLIELIEe HOcIe 100aBISH s K HATUBHOMY
aktuHy pactBopoB GAnHCI pa3nuuHON KOHUCHTpPAILMH; yu@psl Y CHMBO-
10B— koHueHtpauuu GdnHCI, M. Bébias yacTh 9KCIIepUMEHTANBHBIX TOYEK
cooTBeTCTBYET IepBbiM 10 MuH mociie nepesoa 6einka B pacrBopsl GAnHCl co-
OTBETCTBYIOLIEH KOHIEHTpauu. KoHeuHble TOUKH (cumegovt bonviuezo pas-
Mepa) 3aperucTpUpOBaHbI ociie 24 4 HHKyOauu. 3a eUHHUILY IPHHATA HH-
TEHCHBHOCTb (DJIyOPECIEHIIMM HATUBHOTO aKTHHA. Aper, = 320 HM.
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Puc. 21. beicTpast kuHeTHKa pa3BopaunBaHMs aktuHa 1mox jeiictBueM GdnHCI.

Lugper y xpuBbix — koHueHrpauu GdnHCI, M.

HBIX, 3apETUCTPUPOBAHHBIX B MPOIECCE PA3BOPAUYNBAHNUS aK-
tuna noj neiicreuem GdnHCI (puc. 20). B kauecTBe HezaBu-
CHUMBIX 3KCTEHCHBHBIX XapaKTEPUCTHK CHUCTEMBI HCIIOJIb30-
BAaHbl MHTEHCUBHOCTH (DIIyOpECLEHIINH, U3MEPEHHBIE MPH
nnuHax BoiH 320 u 365 uM. [TapameTrpom BeICTynano Bpems,
MpoIIeAnee mocie 100aBIeHNs] K HATHBHOMY aKTHHY pac-
tBopoB GdnHCI pazinnyHoil KOHLIEHTPAIHH.

Pe3ynpraTel mcciaemOBaHUS ACHATYPAIUH aKTHHA IIO
nericteueM GdnHCI1 mo3Bonmny mpeanoaokuTh, 4TO KOH-
cranTa ckopoctu mporecca N — U* (k) yBenmunBaercs ¢
yBennueHneM KoHeuHod koHuentpauuu GdnHCI, B TO
BpeMsI KaK KOHCTaHTa CKOPOCTH 00pa30BaHMs MHAKTUBHPO-
BanHOTO akTMHa U* 2 [ (k;) ymeHpmaerca. 3aBUCHMOCTh
MEXJy KOHCTaHTaMu k; 4 k, TaKOBa, YTO MPOIECCHl 00pa3o-
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Puc. 22. I3MeHeHne HHTEHCUBHOCTH COOCTBEHHOI ()IIyOpeCeHIMN aKTHHA IPU KOH(POPMAIMOHHOM Mepexo0/ie MHAKTHBUPOBAHHBIH aKTHH

(I) — monHoCcThIO pa3BepHyToe coctosiHue (U).

a—rmnepexonl = U npu u3menennu konuenrpanuu GdnHClor 1.8 10 4.0 M; 6 — nepexon U — I mpu n3amenennu konuentpaun GdnHCl ot 4.0 10 1.8 M;6—
JICHATypauus HaTHBHOTO akTHHA Iox neiicteueM 4.0 M GdnHC ( 3aBucHMOCTb IpeCTaBlICHA IS CPABHEHHS ).
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Puc. 23. [TapameTprueckue 3aBUCUMOCTH MEXKIY MHTEHCHBHOCTBIO

¢dyopecueHyn I3 U I35, XapaKTepH3YIOIINEe KHHETHKY pa3Bopa-

YUBAHUS WHAKTUBUPOBAHHOTO aKTHHA (/) MU YaCTUYHOI'O CBOpAYU-

BaHUS TIOJIHOCTBIO PA3BEPHYTOr0 akTHHA (2), BBI3BAHHBIX U3MEHeE-

uueMm konuenrpaun GdnHCI ot 1.8 1o 4.0 u ot 4.0 10 1.8 M co-
OTBETCTBEHHO.

[Tapametp — Bpems, mpoureaiiee nocie n3menenus konentpauun GdnHCI .

3a eMHUIlY NPUHATA MHTCHCUBHOCTH (DIYOPECLCHIUN HATUBHOTO aKTHHA.
Aper. = 320 Hm.

BaHUS CYIIECTBEHHO Pa3BEPHYTOI'0 KWHETHIECKOTO HMHTEP-
MeaMaTa U MHaKTUBUPOBAHHOTO aKTHHA pa3JelieHbl BO Bpe-
menu ripu koHueHntpauu GdnHCI 1.8 M (cwm. Beimie). bornee
TOT0, COOTBETCTBYIOIIAST ITApaMETPHIECKast 3aBHCHUMOCTb, TIPE/I-
cTaBjieHHas Ha puc. 20, MokeT OBITh aNMpPOKCUMHpPOBaHA
JBYMSI NPAMBIMU TUHHUSAMU. OUEBUAHO, YTO TOUYKA IIe-
pecedeHns 3TUX ABYX JIMHUI XapakTepu3yeT (IIyopecIeHT-
HbIC CBOMCTBa KMHETUYECKOI'O MPEIIIECTBEHHHKA HMHAaK-
TUBUPOBAHHOTO aKTHHA. 3HAYCHUS MHTCHCHBHOCTEH (iryo-
pecueHIuu akTUHA B COCTOSTHUU U™ — (Ly+/IN)320 U (Lu+/IN)365 —
paBHBI cooTBeTcTBeHHO 0.25 m 0.97, B TO BpeMs Kak aJs
TTOJTHOCTHIO Pa3BEPHYTOTO aKTHHA 3TH 3HaueHUs paBHbI 0.16
u 1.08 cooTBeTcTBeHHO. M3yueHne KMHETHUYECKUX 3aBUCH-
MOCTEH TO3BOJISIET CAEiaTh BBIBOJ O TOM, 4dTO Ay >Ay,
[320’ U*>]320, U ]365, U*<I3(,5, U- HOCJ'ICﬂHCC 06ycn0BHeH0 TEM, UTO
octatku Trp 340 u Trp 365, KOTOpBIE BHOCAT 3HAUUTEIbHBIN
BKJIQZ B CIHEKTp (ryopecieHiny HatuBHOTO akTHHA (Kuz-
netsova et al., 1999c¢), ynepxxuBaror HeMHOTO Oosiee KOpoT-
KOBOJTHOBBIH CIIEKTp B cocTosiHUM U*, 4em OHHU )K€ B MOJTHO-
CTBIO pa3BepHYTOM cocTosiHuu. B To Bpems kak Trp 79 u Trp
86, y KOTOPBIX CIEKTp (hIyOpeCUEHIIMN CIABUHYT B JUTHHHO-
BOJIHOBYIO CTOPOHY, HO BKJIaJl B CIIEKTP (PITyOpPECIICHIINH Ha-
THUBHOTO aKTHHA Mall, B cocTostHuM U* ocTaroTcst 3aTymIeH-
HBIMH aTOMaMH Cepbl [IUCTEMHA U METHOHHMHA.

[Tomy4yeHHBIE JaHHBIE TTO3BOJISIOT CAEIATh BEIBOJ O TOM,
4TO (pIIyOopecIeHTHBIE CBOWCTBA KHHETHYECKOTO HHTEPME/IN-
aTa OTJIMYAIOTCS OT CBOMCTB, NMPHUCYIIUX aKTHHY B TOJHO-
CTBIO Pa3BEPHYTOM COCTOSHMH. KuHeTHueckuit nHTepmMeu-
aT UMeeT 00JIee KOPOTKOBOIIHOBBIN CHEKTP (DIyOpeCIeHINH
110 CPAaBHEHUIO CO CHEKTPOM IOJHOCTHIO Pa3BEPHYTOTO akK-
tuna. [Tokazano, uro B coctossHun U* Makpomosekya oen-
Ka COXpPAaHSET JIEMEHTbl BTOPUYHOU CTPYKTYpbl. B TO Xxe
Bpems TuapohoOHEI (yopecuentHsrii 3001 AHC He cBs-
3BIBACTCS C OTUM KHHETHYECKUM MHTEPMEIHATOM.

C ymenpmennem konnentpannu GdnHCI nmapamerpuue-
CKHE 3aBHCHMOCTH MEXIY [320 U [36s BCe OoibIe U OoJblIe
OTIIMYAIOTCA OT MapaMeTPHUECKUX 3aBUCUMOCTEH, MMOIy4eH-
HBIX U1 PacTBOPOB ¢ KoHeuHO#l koHueHTpanueir GdnHCI
1.8 M. [l 6onee uu3kux koHueHrpanuid GdnHCl nuneit-
HYIO 4acTh Ha MapaMeTPHYECKHX 3aBUCHUMOCTSIX MEXIY [0 |
L6s HEBO3MOXKHO Pa3IUYUTh. DTO 3HAYMT, UTO B JIFOOOH oTpe-
30K BPEMEHHU B PAacCTBOPE CYIIECTBYET OoJiee IBYX KOMIIOHEHT.

Tem He MeHee XapakTep KPHBBIX CBUAETENBCTBYET O TOM, UTO
o0pa3oBaHNe WHAKTHBUPOBAHHOTO aKTHHA MPOUCXOAUT 4epes3
CcTaauio 00pa30BaHUs CYIIECTBEHHOTO pPa3BepHYTOro Oenka,
XOTS BPEMsI JKH3HHU 3TOTO COCTOSIHUSI YMEHBIIAETCSI C YMEHb-
meHreM KoHeuHo# konuentpanuu GdnHCI cocrostaus.

Bvicmpas kunemuxa. beio oOHapyX eHO, 4TO MapaMer-
pHUYECKHUE 3aBUCUMOCTH MEXKAY /320 M [365 ICXOMAT U3 Pa3HBIX
TOYEK, @ HE W3 TOYKH, KOTOpas COOTBETCTBYET HATUBHOMY
aktuny B otcyTcTBUe GdnHCI (puc. 20). OxHO M3 BO3ZMOXK-
HBIX 00BSICHEHHI 3TOr0 3(peKTa COCTOUT B IMPEITOI0KECHUH
0 CYIIECTBOBAHMUHU KaKOT'0-TO OBICTPOTO KOH(POPMAIMOHHOT'O
MIPEBpANICHNS, KOTOPOE HEBO3MOXKHO BBIIBUTH B JKCHEPH-
MEHTax C Py4YHBIM CMEIIMBaHHEM. [IJIs MPOBEPKH 3TOro
MIPE/IITOJIOKEHHsI OBbLIM BBIMOJIHEHBI SKCIIEPUMEHTHI 110 U3Y-
YEHHIO OBICTPOI KWHETHKH CTPYKTYPHBIX NPEBPAIICHUH aK-
tuHa nox nevictBueM GAnHCI pasznuuHo#l KOHICHTpanuu
(puc. 21), BEIOTHEHHBIE C MCIIOIB30BAaHIEM 000pYAOBaHUSA
cron-duoy dupmer Bio-Logic B mabopatopun n-pa @opxe
(CEA, I'peno0ub). DTH 3KCIIEPUMEHTHI MOJITBEP/IMIN MTPE/I-
MIOJIOXKEHNE O CYIIECTBOBAHMHU MHTepMennata N*, mpenmre-
CTBYIOLIETO 00pa30BAaHUIO CYNIECTBEHHO Pa3BEPHYTOTO KH-
HETHYECKOro uHTepMenuara U*.

Kunemuxa nepexooa unaxmueupogannvlii akmuH—noJ-
HOcmblo pazeepHymoiti akmui. VI3ydeHne npoueccoB cBopa-
YUBAHUS—PA3BOPAYMBAHUS aKTHHA M OIPEJCICHNUE POJIH
WHAKTHBHPOBAHHOTO aKTHHA M €r0 KMHETHYECKOTO IpeIIe-
CTBECHHHUKA B 3TUX Mpolieccax He OyayT MOJHBIMU Oe3 pac-
CMOTpPEHHS MEePexo/ia MeX/ly HHAKTHBUPOBAHHBIM U MOJTHO-
CTBIO Pa3BEpHYTHIM AaKTHHOM. Pe3ysbTaThl CTalMOHAPHBIX
skcniepuMenToB (Kuznetsova et al., 1999a; Turoverov et al.,
1999a, 2002) moka3aiu, 9TO ITOT IMPOIIECC OOPATUM U IIPOTE-
kaet B obsiactu kourenrpaiui GdnHCI ot 1.8 1o 3.5 M ¢
cepennHOi mepexoxa mpu 2.5 M (puc. 8). Xapakrep Bpe-
MEHHBIX 3aBUCHMOCTEH MHTECHCUBHOCTH (IIyOpPECICHIINH
npu nepeBoje akTuHa n3 pactBopa GdnHCI ¢ konueHTpa-
mueit 1.8 M B pactBop ¢ konnentpanueit 4.0 M (puc. 22, a)
n n3 4.0 B 1.8 M GdnHCI noxreepxaaeT 3akiarodeHus, cle-
JIAaHHBIC HA OCHOBaHMHU CTAIMOHAPHBIX KpUBBIX. Clenyer oT-
METHTB, YTO IIEPEXO]] OT ITOJHOCTHIO Pa3BEPHYTOTO AKTHHA K
WHAKTHBHPOBaHHOMY (pHc. 22, 6) mpoTeKaeT ObIcTpee, YeM
oOpaTHbIii. THAaKTHBHPOBAHHBIN aKTHH HE Pa3BOPAYNBACTCS
TIOJTHOCTBIO JIaXKe yepe3 24 4 mocie ero nepesoja B pacTBOp
¢ 4 M GdnHCI (puc. 22, a). UatepecHo, 4TO HATHBHBIN aK-
THH MOJHOCTBIO pazBopaunBaeTcs depe3 10 ¢ mocine ero me-
pesoaa B 4.0 M pactBop GdnHCI (puc. 22, 6). HemoHnoskc-
MOHEHIMAIBHBIA XapaKkTep BPEMEHHBIX 3aBHCHMOCTEH HH-
TEHCHUBHOCTH (DIIyOpECIEHIINH, OTBEUAIONINX TIEPEX0AaM
I—- U u U — 1, u xapakrep napaMeTpu4eCKux 3aBHCUMO-
cteit Mexay 320 U L3¢5 (pHC. 23) CBUIETENBLCTBYIOT O TOM, YTO
9TH NEPEXObI HE SBISIFOTCS OJHOCTaTUHHBIMU. [lo-BHauMO-
My, nepexon U — I mpoucxomaut uepe3 oOpa3oBaHHE KHHE-
Tryeckoro mHTepMenuata U* (puc. 23, xpuBas /). Korna
CMEIICHNE PacTBOpPa OCYIIECTBISIETCS BPYYHYIO, HPOIEcC
U — U*, no-BuanMomy, MPOTEKAET 32 «KMEPTBOE BPEMs» IK-
criepuMeHTa. BeposTHo, 3aBHCHMOCTD (ITyOpECIeHTHBIX Xa-
PaKTEepUCTUK MHAKTUBUPOBAHHOTO aKTHHA OT KOHIICHTPAIHH
GdnHCI o0ycnoBnuBaeT cymecTBOBaHUE «OBICTPOH (a3bD»
nponecca [ — U. DTuUM MOXHO OOBSICHUTH HECOBIAJICHUE
napaMeTpUIeCKUX 3aBUCUMOCTEH Ha yyacTkax | u 2 mius me-
pexomoB U* — I (oTpe3ok / mapaMeTpUIeCcKOi 3aBUCHMOCTH
Ha puc. 23) u I — U* (oTpe3ok 2 mapaMeTprUuecKoi 3aBHCH-
MOCTH Ha puc. 23).

Ha ocHoBaHmM BCEX IPENCTABICHHBIX BBIMIC JaHHBIX
ObLTa IpeUIoKeHa CIeyronas cxeMa pa3BopaurBaHUs aK-
trHa nox neiictBueM GdnHCI (Kuznetsova et al., 2002a):
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CoracHo 3T0ii cxeme, BHOBb OOHApy>KEHHbIC KHHETHYE-
ckue uHtepmenuarsl N* u U* SBISIOTCS IPOMEKYTOYHBIMU
COCTOSIHUSIMH Ha IIyTH CBOPAaYMBAHHA—pPa3BOPAYNBAHUS aK-
THHA, B TO BPeMsl KaK MHAKTUBHUPOBAHHBIA aKTHH, CTaOMIN-
3aUUsl CTPYKTYPbl KOTOPOTO MPOUCXOLUT 3a CUET accoLMa-
LMY 9aCTHYHO CBEPHYTHIX MAaKpOMOJEKYJ OenKa, sBIseTCs
pe3yIbTaToOM HENPAaBUIBHOTO CBOpaYMBaHMs OelKa.

Pabora BeIIONTHEHA TIpH (PMHAHCOBOM mojuepkke Poc-
cuiickoro Gouaa GyHIaMEHTAIBHBIX UCCIICOBAHUN (TIPOCKT
04-04-49622), nporpammsl mpesuaenta PAH «Momekysp-
Has u kierouHas ouonorusi» u INTAS (rpant 01-2347).
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PHYSICAL-CHEMICAL PROPERTIES OF ACTIN IN DIFFERENT STRUCTURAL STATES.
NEW IDEAS ABOUT ITS FOLDING—UNFOLDING PATHWAYS

O. I. Povarova, I. M. Kuznetsova, K. K. Turoverov

Institute of Cytology, RAS, St. Petersburg;
e-mail: kkt@mail.cytspb.rssi.ru

Results of actin folding—unfolding pathways examination and characterization of intermediate and misfol-
ded states are summarized. Properties of microenvironments and peculiarities of location of tryptophan residues
in protein are analysed in detail. This allowed to conclude that the main contribution to the bulk fluorescence of
native protein is made by internal tryptophan residues Trp 340 and Trp 356, localized in hydrophobic regions,
while tryptophan residues Trp 79 and Trp 86 are quenched. It has been shown that inactivated actin, previously
regarded as an intermediate state between native and completely unfolded state of protein is in reality a misfol-
ded aggregated state. The properties of actin in this state were characterized in detail. In particular, it is shown
that inactivated actin is a monodisperse associate consisting of 15 monomer unit. Two earlier unknown interme-
diate states, which precede completely unfolding of protein macromolecule and formation of inactivated actin,
were visualized. A new scheme of folding—unfolding processes was proposed. It is shown that the reason of
anomalous effects, which are recorded for actin in solutions with small concentrations of GdnHCI, is a specific
interaction of actin with a denaturant.

Key words: actin, protein, folding, intermediate states, kinetics of denaturation, intrinsic fluorescence of
proteins, inactivated actin.





