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POJIb HEYCTOMYMBOCTEM,
HEJUWHEWHBIX KOJIEBAHUI U BOJIH
B PEI'YJBIOUU TYBYJIAHOBOI'O IIMTOCKEJETA

E. A. Kampyxa, I. T. I'vpus

1. Beenenne

Konebanus u BONHBI HrpalOT KIKOYEBYIO pOJb B npoueccax mepenavyu
MHOPMALKK B MPOCTPAHCTBEHHO MPOTHKEHHBIX OMOMOTMYECKHX CHCTEMAX.
Iocsie Toro kak I'epman ['enbMroJIBI YCTAHOBHIL, YTO CKOpPOCTb pacrpocTpa-
HEHUA HEPBHOTO MMITyJbCa Y JIATYLIKH cocTaBiseT 26,2 m/c [1], scTaderHsie
MCXaHHU3MBI [I€pENadn CUTHaNa B OHOJIOTMYECKHX, XUMUYECKUX U QU3HUECKHX
CHCTEMAX CTaN MPEAMETOM HHTEHCHBHOIO 3KCIEPMMEHTANIBHOIO U TEOPETH-
YE€CKOTI0 m3yyeHus [2—5]. Haubonee 3HAUUTENIbHBIE «ITOABIKKID BO B3I 1aX
Ha NpUpOIy MEXaHU3MOB T€HEPALMK U PACIIPOCTPAHEHMA HEPBHBIX MMITY IbCOB
TIPOU3OLLTH MOCNIe 3HAMEHUTOH paboTst A. JI. Xomkkuna u A. ®. Xakcnu [6].
Okasasocs, 4TO pacnpoCTpaHeHHe BO3GYXKICHHUA B HEepBe ONOCpemyeTcs
TPaHCMEMOPAaHHOH 3NEKTPUYECKON menonsApu3aLueii, pacnpocTpaHsAomeics
10 HEPBHOMY BOJOKHY B COOTBETCTBHMH C TaK Ha3bIBAaeMBIMH TeNerpagHbIMHU
ypaBHeHHAMH [7]. DopManbHO paclpoCTpaHeH e HePBHOTO UMITYJIbCA OTIHCHI-
BACTCS NapaboJMYeCKUMU YPaBHEHMAMH MOJ0GHO ¢GponTam ropenus [4] u
KOHUCHTPALMOHHLIM BOJIHAM B PeaKIMOHHO-AN(DY3HOHHBIX cHCTeMax [8, 9).
3a paboThl MO PasBUTHIO OCHOB HEPABHOBECHOM TEPMOIMHAMHKH peaKHOH-
HBIX cHCTeM ¢ aubdyHaupyomumy pearentamu U, P. [Mpuroxuny s
1977 rogy 6vuta npucysxnena HoGenesckas npemus no xumuu [10].

AHaJH3 WXPOKOTO Kiacca MOAeNell akTHBHBIX cpej 1I0Ka3aJ, 4TO B CHC-
TEMax, NaleKuX OT TEPMOANHAMHYECKOTO PABHOBECHS, MOTYT CIOHTAHHO BO3-
HUKaTb yCTOHYMBLIE MPOCTPAHCTBEHHbIC, BPEMEHHbIE (KONeGaHus) u npo-
CTPaHCTBEHHO-BPEMEHHbIE CTPYKTYPBI (BOMHbI) [11, 12]. [ToMUMO aKTyabHbIX
npo0JieM B MHAMBMIYalbHOM pa3BuTH [13] u Mopdorenese [14—16], peak-
UHOHHO-1H(Yy3HOHHbIE MOIEIN CTAJIM IIMPOKO HCIIONB30BAThCA B KIETOUHOH
OHMONOruy Ui HHTEPNpETALUH KOJIe0aTe b HbIX NpoLeccoB B riukonuse [17], B
PeTyJsILMK LUTOMIA3MaTHYECKUX KonlebaHuil nonos Ca’’ [18—19].

Hocne Beixosna B ceer kuuru I'. Xakena [20] crasno SICHO, YTO IOCTATOYHO
WIHPOKHMH KPYT ABNEHNH CAMOOPTAaHM3ALMHK B NPUPOJIE MOXKET TPAKTOBATHCS C
CAMHBIX MACHHBIX MO3ULMHA. B HEKOTOPOM CMbIC/IE MOXHO CKA3aTh, 4To Xake-
HYy Bblllajla 4Y€CTh YKA3aTb Ha [PaBOMEPHOCTb PACNpPOCTPAHEHHS METONOB
Ki1acCH4ecKko# Teopuy Kosebanuit U BonH [21, 22] 3a paMKu pagHOTEXHUKH i
GU3UKY B 1IENOM.

C MaTtemMaTHyeCKOii TOUKH 3pEHUS B OCHOBE KIIKOUEBHIX NpouUenyp CHHep-
TETHKH JIEKAT aCUMITOTHYECKHE METOAbI (METOABI MHOTMX MacuiTaboB), me-
PCHECEHHBIE C CHCTEM OOBIKHOBEHHBIX IU((epeHINaTbHbIX ypaBHenuit [23],
Ha YpaBHEHMA B HYaCTHBIX NPOM3BOIHBIX, OMMCHIBAIOWIMX JBOIIOLMIO IPO-
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CTPAHCTBEHHO MPOTHKEHHBIX PEAKUHOHHO-TM(GPY3UOHHBIX CHCTEM, B IyXe,
MPUMHATOM B MEXAHHKE «CIUIONIHBIX cpem» [24, 25].

TTpUMEHUTENBHO K «GHONOrMYECKHMY CUCTEMaM «MaTeMaTH4ecKoe) CBOMH-
CTBO «CIUIOWIHOCTH» MPUHATO TONKOBAaTh KaK OTCYTCTBME CHHIYJNAPHOCTEI,
BHYTPEHHUX OCOOEHHOCTEH B PaccMaTpUBacMOM OOBEKTE [26—28]. B cBere
BBIILICU3JI0KEHHOrO BHY TPUKJICTOUHBIE IIPOLIECCHI HE BIIOJIHE KOPPEKTHO OTHCHI-
BaTh B PaMKaX peakUMOHHO-AN((Y3MOHHOTO NPUOMIKEHHS, T. K. Hapsiy ¢ 6uo-
XMMUYECKUMHY, €€ IHHAMUKE CBOMCTBEHHbI U MEXAHO-XUMHYECKHUE CTENEHN CBO-
6oapl [29]. Tocnennue oOycnaBiIMBAIOTC] HAJIMYMEM B KIIETKE LMTOCKEJIETA.
ApPMHUpYIOIIHii BHYTPUKIETOYHOE MPOCTPAHCTBO LUTOCKEJIET NMPECTABJIAET CO-
60i1 2XKYPHYIO TPEXMEPHYIO CeTh, CHOPMUPOBAHHYIO [OJIIMMEPHBIMH MUKDOTPY-
GOYKaMH, COCTOSALIMUMHU U3 MOJIEKYJT TyOynuHa 1 akTiHa [31].

[luTockeneT obaaaaeT yepramu JabUIBHOCTU U CNIOCOOEH MpeTepreBarh
3HAYMTEIbHbIE TPAHCYOPMALIMH B X0J1€ KIETOUHOTO LMKJIA U [IPA BO3ACHCTBUM
Ha KIETKY BHewHHMH areHTtamu [31—33]. [IpoHU3bIBAIOLINE BHY TPUKIIETOU-
HOE TIPOCTPAHCTBO [0JUMEPHbIE BOJOKHA COCOOHb! YUIMHATBCA (MM YKOpa-
ypBaThCA) B pe3yabTaTe peakuuii copOuuy (WM xe aecopOuuu) MOHOMEPOB
Ha MX aKTMBHbIe yyacTkd. [locneqHHe BBICTYNAIOT IPU 3TOM Kak LEHTPBI I10-
[JIOIEHUS. — CBOEOOPA3HBIE CUHTYJISIPHbIE CTOKM (MCTOYHUKHM) MOHOMEPOB 3
KUIKOH (hasbl MpU MOJUMEPH3aUMOHHOM pocTe (pacnaje) 3/eMEeHTOB LUTO-
cKeneTa.

O «CHHTYJIAPHOCTH» LMTOCKEJETHBIX CTPYKTYP Ha (POHE [NOCTATOUHO
IIABHBIX KOHLEHTPAIMOHHEIX CTPYKTYP, WMEIOLIMX MECTO B KMIKOH ¢ase
LMTOTUIA3MBI, TIPEACTABJIAETCS yMECTHBIM FOBOPUTH B CUJTy MAaclITa0HbIX pas-
nuauit. TTonepeunble pasMepsl Y aKTHHOBBIX U TyOyJIMHOBBIX HUTEH COCTaB-
nsroT 10 M 25 HM COOTBETCTBEHHO, B TO BpEMs Kak XapaKTepHbIC KOHLEHTPaA-
LIMOHHbIE CTPYKTYPbI B KJI€TKax, GOpMHUpYIOIIHecs 3a cueT MUKpoaupdysu,
OGBIYHO COM3MEPUMBI 0 MacITaby ¢ pasMepaMu CaMuX KJIETOK, T. €. IPEBbI-
maroT MUKpomeTpsI (34, 35].

C MaTeMaTHYeCKON TOYKH 3peHUs NMPH aHaIU3e HEPABHOBECHBIX KOHLEH-
TPALMOHHBIX CTPYKTYP B KJIETKE Mbl MMEEM [0 CO CTPYKTYpaMH, CYLIECT-
BYIOIIUMHM HE BCIOLY, a IIOYTH BCIOJY» B paccMarpvBaeMoi obnactu [30].
Pa3MepHOCTb MHOXKECTBA, 3aHMMAEMOr0 LMTOCKENETOM, (OPMATbHO MOXKET
fonaraThbcd NpU TAKOM [OAXOZE paBHOH Hyimo. CocyllecTBOBaHHE B KIETKE
HUTEBUIHBIX LUTOCTATUUECKUX (LIUTOCKEJETHBIX) CTPYKTYP € KOHUEHTpaLH-
OHHBIMH, KaK HECJIOXKHO [IOHSTh, B3aUMOOOYCIIOBJIEHO.

BhISCHEHHE TOr0, KaKylo POJib CIIOCOGHBI HTPaTh HECTAOWILHOCTH, KOJie-
GaHNs U BOJIHBI B AMHAMUUYECKUX MEXAHU3MaX TpaHchopMaluy TyOyIMHOBOTO
LIMTOCKENeTa, SIBNAETCA PeIMETOM AaHHOH paboTsl.

2. Ctpoenue 1 QyHKIHH HHMTOCKEIETA

LIMTOCKEET MPEeACTABIISeT CO00i KIETOUHYHO OpraHeluly, COCTOAILYIO U3
TpeX OCHOBHBIX KOMIOHEHTOB: aKTHHOBBIX BOJIOKOH, NPOMEXKYTOUHbIX (Ha-

510

MEHTOB M TyOYJIMHOBBIX MHKpPOTpyOouek. TOHKHE aKTUHOBbLIE BOJIOKHA KOH-
LIEHTPUPYIOTCA Ha mepudepun KIeTKH y BHellIHel MeMOpaHbl U y4acTBYIOT B
COKpAaTHUTENILHON NEATENBHOCTH KIETKU M €€ OBMXKEHHHU kak wuesoro. Ilpome-
XKYTOUHBIE (PUIAMEHTBI PACIIONOKEHB! KOJIBIIOM BOKDYT SIpa KIE€TKHU. MUKpo-
TpYOOUKH PACXOAATCA NPEUMYIIECTBEHHO pajHalibHO OT sapa K nepudepun
KeTku. IMeHHO M3 HUX 00pa3yeTcsi TaK Ha3bIBaGMOE «BEPETEHO JENEHUS»,
OTHETIUBO HaOJIFOAalolIeecs NMPH BHICOMHUKPOCKOIUM 3JIEMEHTAPHBIX CTa Ml
Kneto4uHoro aeneHus (puc. 1) [31; 33].

Puc. 1. Cxemaruyeckoe uzobpaxeHue
Jgensmenca KneTku (craaus mMetadassi).
MukpoTpybouky  (MOKa3aHel — CEphIM
usetoMm), (Qopmupylomue  BepeTeHo
JIENEHUS, PalMalbHO pacXogiaTcs OT
UeHTpocoM. B ueHTpansHolt obnactu
KJIETKM HX CBOOOJHBIE KOHIIBI «3aXBa-
TBIBAKOT» XPOMOCOMBL.

MukpoTpyOO4YKH MPEACTABIAIOT cOOOM MoJible LMIHHAPUYECKHE Cynpa-
MOJIEKYJIIPHBIE CTPYKTYPBI C BHEWIHHM AMAaMeTpOM 24 HM, BHYTPEHHUM JIua-
mMeTpoM 13 HM u mnuHo# 1o 100 MKM, cocTosiMe U3 MOJIEKY.I Genka TyOy/inHa
(puc. 2) [36]. MukpoTpy6OUKH B HOpMeE MpEACTaBIAOT coboit 13-3ax01HYI0
MpaBO3aKpYYEHHYIO CIUPAIBHYIO CTPYKTYPY. B CHIly XHMUYeCKo#i aHH30TpO-
MM, CBOIICTBEHHOM OTAENBHBIM MOJIEKYJIaM TyOyJIMHA U CTEPUYECKUM OpHEeH-
TaLUMOHHBIM 3¢dekTaM NMpU MX MONUMEPHU3ALUH, Y KaKA0H MHKpPOTPYOOYKH
MPHUHATO Pa3NIWYaTh «ILTIOC» U «MUHYC» KOHIBL. MHUHYC-KOHeL OObIYHO 3aKpe-
rsiercst BONMM3M A/pa, Ha UEHTPOCOMeE, a IUTI0C-KOHEll — Yy BHelIHei MeMOpa-
Hbl. [ToMuMO yyacTus B mepepacnpeie/ieHHH XpOMOCOM B MPOLIECCE JeNeHH,
MHKPOTPYOOUKHU BBIMOJIHAIOT B KIETKE PAX ApYruxX (u3HOJIOTHYECKUX (YHK-
umit. Bmecte ¢ akTHHOBBIMHM (uIaMEHTaMH TyOyJHMHOBBIE MHUKPOTPYOOUKH
NPUHKMMAIOT y4acTHe B ABMXKEHUHU KJIETKH Kak uemnoro [31].

O THD-rybymm XA T'TO-rybymm

Puc. 2. CtpykTypa 1 XapakTepHble pazMepbl MUKPOTPYOOUKH
U COCTaBJIIOUIUX €€ IIEMEHTOB
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Kpome Toro, ceTb U3 MUKpPOTpyOOUEK, IPOHHKAs BO BCe 0OIACTU KICTKH,
CITYKHUT «PeIbCaMmy [Jisk aKTHBHOIO BHYTPUKJIETOUHOTO TpaHCIopTa (MOJIEKy-
JISIPHBIX MOTOPOB), @ TAKXKE CUIHAJIBHON CUCTEMOI, pearupyroiieil Ha U3MeHe-
Hus okpyxeHus [31]. Mukpotpyboukn — L[OCTaTO‘{HO JKECTKHUE I10 MOJIUMEpP-
HBIM MEpKaM CTPYKTYPbI, UX MEPCHCTEHTHAs JIMHA' B 3aBHCHMOCTH OT YCJIO-
BUif MOeT nocturathk 5 MM [37]. ITockoNbKy NpeiCTaBSsIOLIME T HAC UHTe-
pec dYKapUOTHYECKHE KIIETKH MMEIOT XapaKTepHbIC pasMepbl OT 5 MKM [0
100 MKM, TO MpEMMYILECTBEHHOE PajHaJbHOE PACHONOKEHHE MUKPOTYOYIIH-
HOBBIX BOJIOKOH IIO3BOJISIET MM MCIOJIHATH POJIb Kapkaca, obecreunBas ycToii-
4MBOCTb GopMbl KieTkH [38]. CnocoOHOCTh KIETOK K 3HAYMTEbHBIM TpaHC-
(popMaLMAM CTPYKTYpPBI TyOyIHHOBOrO LIMTOCKENETA CBS3aHa, B YACTHOCTH, C
HEOOXOMMOCTBIO a/aNTUBHO PEArupoBaTh Ha BHELIHHE Bo3uelcTus. Cpes-
CTBA COBPEMEHHOM ()1yOpeCUEHTHONH MUKPOCKOMUH MO3BOSIOT BU3YaTH3UPO-
BATh MUKPOTYOYNMHOBBLLI LUTOCKeNAeT (pHC. 3) U ClleauTh 3a AUHAMUKOMN ero
TpaHchopmaLmit.

Puc. 3. Pagumansnast cucrema Quyopecuu-
PYIOUWIMX MUKPOTPYOOUYEK B KIJETKax Vero
(3nmcnnn NOYKU 3ejieHON ad)puKaHCKO#H
Makaku)®. Pasmep cBetsioro mpsmoyron-
HHKA B JICBOM BEDXHEM YTy COOTBETCTBYET
10 MxMm.

3. ®eHOMEHOIOTHYeCKHE YePThI JHHAMHIKH MHKPOTPYDOoUeK

HaGmoneHue 3a moBeeHNHEM IUTIOC-KOHIIOB i1 Vivo, TIOKA3bIBAET, YTO HA
BCEX CTAAMAX KICTOYHOTO LHKIIA, 332 MCKIIIOYEHUEM MHTO3a, OHH OOBIYHO pac-
T0JI0KEHB! Ha nepudepru knetkd. To ecTs, Kak Npasuio, HAOMONAIOTCSA KBa-
3UCTATU4ECKHEe PACIIPEAeSIEHHs: MUKPOTPYDOUEK MO ANUHAM, B KOTOPBIX IIpe-
BAJIUPYIOT MPOTHKEHHbIE 3K3EMIUIAPBL [Ipy 3TOM MeCTomosioxeHHe Moc-
KOHLIOB HE3HAYMTENBHO KONEONETCA 3a CUeT JOKAJIBHOM copbumnn/necopObuun
TyOy/nuHa, OJIHAKO aMITIMTY1a HEBEIUKA B CPAaBHEHMHU C XapaKTEPHOM JUTHHOM
MHUKpOTpYOouek [38]. B mpouecce MuTO3a NOBENCHNUE MUKPOTPYOOUEK KOPEH-
HbIM 00pa3oM H3MEHSAETCA. AMIUIUTYNA MEepPeMEMICHHIl MLIOC-KOHLOB PE3KO
Bo3pactaet. [lepuoabl 10CTaTOYHO MEANEHHOTO HX POCTa YePeaylOTCs CO CTa-

! [lepcucTenTras MHA — NPUHATHIN B (U3MKE NONTMMEPOB TEPMUH, UCTIONB3YEMBIH U 0603Ha-
UEHHUS PACCTOAHMS BIOND MOJMMEPHOI LIeNH, HA KOTOPOM YTPAuMBACTCs OPHEHTALMOHHAs KOppe-
JIAUMS MeXAY 3BeHbAMU [S50].

2 ®otorpapus nydnuxyeres ¢ paspewenns O. B. KosaneHko, nadoparopus MofiekyispHoii Guo-
norun uurockenera, HUM ¢usuko-xumuueckoit 6uonoruu, UactntyT 6enka, ITyniuuo.
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AUAMM CTPEMUTENBHON nenonumepuszauuu [46]. Ilepexmouenus Mexmy cTa-
AUAMM POCTA U ACMONMUMEPH3aLUKU MUKPOTPYOOUEK MIPOUCXOMHUT BHEIIHE Cly-
YalHBIM, HEPETYISPHBIM 00pazoMm.

[lo-Brnnmomy, mogoGHOro posja HecTalMOHApHAs AMHAMMKA MHUKPOTpY-
bouexk nMeeT BaxHOEe (HM3UOIOTMYECKOE 3HAYCHME. 3a CYET «TPereTaHMii»
ILTIOC-KOHUOB  oCyliecTBasieTcss 3(GEKTUBHBIN MPOCTPaHCTBEHHBIH TOMCK
XpOMOCOM [39]. Kak TosbKO nitoc-KOHel MHKPOTPYOOUKH JOCTUraeT LEHTPO-
mepbl' (KuHeTOXOpa) XPOMOCOMBI, OH KPENHUTCS K Hell U MpeKpallaeT IBUKe-
Hue. Ha ciienyroweit ctanum MUTO3a MPOUCXOIUT PAaCTaCKUBAHHE XPOMOCOM K
LEHTPaM JAOYEPHUX KIIETOK.

Cerb TyOYNHMHOBBIX BOJIOKOH B )KHBOH KJIETKE HAXOAMTCA MOM YHpaBJie-
HHUeM psiia OroxuMuuecknx dakropos [31, 35, 40]. MexaHu3Mbl, MPUBOIAILIHE
K [EPEKIIIOYCHHUIO LIMTOCKENETA U3 KBA3UCTALMOHAPHOTO PEXUMa B JIMHAMUYE-
CKMH, CKOpee BCero, HOCAT MOPOroBblii XapakTep [41] 1 B HacToslnee Bpems
aKTUBHO M3y4aroTcs [33, 34].

BbIsicHUIIOCE, YTO coM3MepUMBIe C pasMepoOM MHKPOTPYOOYek «TpereTa-
HHSD) MOTYT UMEThb MECTO HE TONBKO B KMBBIX KieTKax (T. €. B CUCTEMax in
ViVo), HO U B UCKYCCTBEHHBIX, TaK HA3bIBAEMBIX PEKOHCTPYHPOBAHHBIX GHOXH-
MUYECKUX CHCTEMAX, T. €. CHCTeMax in vitro [42]. To-BunuMOMY, BIIEpBEHIE B
CUCTEME in Vitro, npencmsnmomen €000t BOJHBIA PAaCTBOP MOJEKYJ TyOyu-
Ha, Maruvus M ryaHosuHdocdara, KoneGaHUsT ONTHYECKOH [UIOTHOCTH OBLIH
3aperucTpupoBaHsbl B padote [43] (puc. 4).
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Puc. 4. Kpusbie usmenenus BO BpeMeHH OOMICrO KOJMYECTBA MONMMEPH3OBAHHOIO
TyOyJIMHa, OMPEAEAEMOro 110 ONTUYECKOR MIOTHOCTH (AnuHa BosHbl 350 HM), B cHc-
Teme in vitro [43]. Konuentpauus TyGyiuna B pactBope paBHa: a — 150 MM,
6 — 100 MxM (1 M = 1 monw/n).

! Lentpomepa (kMHETOXOP) — MaKpOMOJICKY/spHAs OelKoBas CTpyKTypa, pacnonoxeHHas
B MEXaHHYECKOM LEHTpe XpoMocoMmbl. OOpasyeT nepeTskky, pasesiomyo XpoMOCOMY Ha ABa
rleya (1Be 4acTu).

- PeKOHCTPYMPOBAHHBIMM CHCTEMAMH i1 Vilro B COBPEMEHHOI GHOMOTMH 1 OHOXUMUM HA3bIBAIOTCS
MCKYCCTBECHHbIE CHCTEMBI, COLEPIKAUME CTPOrO OMNpENENeHHbIi HAGOP IIEMEHTOB pPeanbHbIX
CHCTEM.
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OOHapyKWIIOCh, YTO NpPH ONPENCNIEHHBIX HAYANBHBIX KOHLEHTPALHAX
['T® (ryanosuntpudocdar) u TybysiHa B CHCTEMe HMEIOT MECTO KOJIeOaHHs,
KOTOpbIE MOCTENEHHO 3aTyXAalOT, YTO CBA3BIBAIOT C HCUYEPIAHUEM MOJIEKYJI
['T® u nocTeneHHbIM HaKOIUICHHEM B pacTBope moneky1 ['JIdD (ryaHo3suHu-
docdar). lobapneHne B pacTBOp GHOXUMUUYECKOH CHCTEMBI perenepauuu ['TD
13 ['JI® 3HAYUTETBHO YBEIUYMBAET NPOAOTKUTEIBHOCTh KOJIEOAHUIA [44].

Y Hanock BBIACHUTB, YTO ONUCAHHbIE BBILIE 0OBEMHBIC KONEOAHHUS CBA3A-
HBI € HECTALMOHAPHBIM M3MECHEHHEM JUIMHBI OTAENbHBIX MUKPOTPYOOUEK, co-
Aepralluxcs B pacTBope (puc. 5) [42, 45]. SpieHue, B X0[1€ KOTOPOTO OTAETb-
HbIC MUKPOTPYOOUKH MPOXOAAT Hepes CMEHsIOLKe APYr Apyra (a3l pocTa u
ACTOMMEPU3ALIMH, TOJTYYWIO B JIUTEPATYPE HA3BAHHUC IUHAMHYECKOi Heyc-
ToiuuBoctH (dynamic instability) [42].
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Puc. 5. Jlunamuueckas weycroitansocts Mukporpy6ouku [45]. [To ocu abeumee oTno-
HKEHO BPEMS, M0 OCH KOOPAMHAT — PasMep MHAUBHAYaIbHOM MUKPOTPYOOUKH.

B Guonornyeckoii nutepaType MOMEHT BHE3ANHOI CMeHbl pocTa MHKpO-
TPYOOUKH Ha €€ CTPEMUTENbHYIO IeNOIHMEPH3ALMIO IPUHATO HA3BIBATH KATa-
cTpodoii unm MmomeHToM Katactpodsl (catastrophe event). O6parHoe coGbITHe
B IMHaMHKe MHUKPOTPYOOYKH HOCHT Ha3BaHWe «CraceHHs» (rescue event).
IIpupona MeXaHH3MOB, JIEKAIUMX B OCHOBAHHH KATACTPOG» M «CIACEHHUID»,
Ha NpOTSDKEHMM [BaaUATH JIET WHPOKO obcyxnaercs [47]. Bombluoe uucio
paboT MOCBAIIEHO OOCYXKACHHIO THIOTE3BI O CylecTBOBaHHM « Td-
KPBILLIKK.

CyTb runotessl ceoautes K cienyrouemy. Monekysst I'T® u I[P 8 pac-
TBOPE CIOCOOHBI CBA3BIBATBCA C MOJIEKYIaMH TyOyNMHA C TPHOIH3UTENBLHO
PaBHLIMU KOHCTaHTaMH CKOpOCTEN. OIHAKO POCT MUKPOTPYGOUEK MPOUCXOLUT
TOJIbKO 33 CYET NMPHCOCAMHEHUS K MX IUIOC-KOHIY MOJEKY] TyOyJNUHA, CBSI-
3aHHBIX ¢ ['T® (ryOynun-I'T®). [Tocne npucoeauHeHHs MOTEKYbI TY6YTHH-
I'T® k monumepy, ca3aHHas ¢ TyGyanHOM mosekyna I'Td crocobua TMIpO-
Jn30Bathes, npespamaics B ['[I@. B cooTBeTcTBHU ¢ 06CY)IaeMoil rumoTe-
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3011 moaraeTcs, YT0 MHKPOTPYOOUKa, COCTOSIIASA TOJIbKO M3 MOJIEKYJ TyOyiu-
Ha-I'J1®, sBnseTcd HecTabUIbHON. MUKpPOTPYOOUKY € OT JAeNOoINMepH3aliu
NpefoXpaHaeT CBOeoOpa3Has «KpbllIKay U3 Moyekyn TyOynuHa-I'T®, obpa-
3yIOLIasCcs Ha pacTylleM KOHUE Oylarofapsi TOMY, YTO THAPOJIM3 MPOUCXOIUT C
HEKOTOPBIM 3arna3fblBaHUEM [0CIIE MPUCOEINHEHUS OUEPEeIHON MOJIEKYbl. 3a
JIBajfLiaTh JIET ObLIO MpeJIOkKEeHO 3HAaYUTEeNIbHOE KOIMYECTBO MOAENEH, B OCHO-
B€ KOTOPBIX JIekKUT runotesa [ TO-kpwitku [42, 46, 47].

IlomMuMoO 3TOrO Kpyra MoJeleH, IBHO OCHOBAHHBIX Ha I'MIIOTE3€ O Cylle-
crBoBaHu ['TD-KpbIIKK, A8 ONMUcaHKUA KojebaHuil OblIo NMpeaIokKeHO He-
CKOJIbKO Mojenel ¢eHoMeHosorudeckoro xapakrepa [48, 56]. Mcropuuecku
oJiHO M3 nepeuix Oblia Momens M. Jlomkrepom u C. Jleitonepa [48]. B neii
AKCHOMAaTHYECKH TMOCTYJIMPYETCs, YTO MHKpPOTPYOOUYKH MOTYT HaXOJHUThCS
TOJILKO B JBYX COCTOSIHUSIX — pacTyllleM W AenojumMepusyromemcs. Yacrora
NEepeKIIOUeHN MeXJIy HHMMH T0JaraeTcss HM3MEHsIOMENHCS CTOXaCTH4eCKH.
Jlenaercs MpeanosyoXKeHue JHULIb O BHAE 3aBUCUMOCTHM YacCTOThI MEpeKItode-
HHUI OT KoHHeHTpauun TyOynuHa-I'T® B pactBope. CkopocTs ke mMmpolecca
MOJIMMEPH3ALH TOJ1araeTcd He3aBHUCAILEH OT KOHLEHTpauuH TyOyiHHa, CBA-
3anHoro ¢ ['T® B pactBope. Ha 0CHOBaHMH N3JI0KEHHBIX BBILIE COOOPAXKEHUIH
ABTOPBI COCTABUIIM CHCTEMY KMHETHUYECKHX YpaBHEHHIl, ONMUCHIBAIOMINX JAMHA-
MUKY IUTIOC-KOHLOB pacTyLIMX U JeMOJUMEPU3YIOIHXC MUKPOTpyOouek [48].
Pewenus cucteMsl Haxoauauck Metogamu Monte-Kapno u cpegHero mons B
HEOrpaHU4YEeHHOU N0 MPOCTPAHCTBY OONACTH.

B pesynbraTe cpeiu pelieHHi yAanock BbIICIUTb Ba K1acca, COOTBETCT-
BYIOIIMX OFPaHMYCHHOMY U HEOTrPaHWUYEHHOMY POCTYy MHUKpOTpyOouku. Ilep-
BBI{ XapaKTepH3yeTCss CTOXAaCTHYECKUMU MyJbCALUAMHU JIMHBI MUKPOTPYOOU-
KH B 00J1aCTH LIEHTpa HyK/IeauuH (LEHTPOCOMBI), a BTOpoil — Oeryiueii ¢ mno-
CTOSIHHOH CKOpPOCTBIO B OECKOHEYHOCTb BOJHOH IJIOTHOCTH IUTKOC-KOHLIOB
MHKpOTpYyOOUYeK. BrIsICHWIOCH, YTO CMEHa THUMA MOBEAEHHA MHKPOTPYOOUKU
JOJDKHA MPOMCXOAMUTH MOPOrOBBIM 00pa3oM, NP BBINOJHEHUHU CHELUAANBHBIX
YCIIOBHIl Ha HEKOTOpBIC M3 MapaMeTpPOB CUCTEMBI, XapaKTEPU3YIOIUX CKO-
pPOCTh pocTa W ASMOTMMEPH3ALMHU, a TAKKe YacTOTY MEPEKIIOUEHUs MEeXIy
NBYMsi cocTossHUAMMU [48].

IIpu Bceil mpuBieKaTeIbHOCTH OAHHOIO MOJAX0Ja, 32 €ro paMKaMu OCTa-
eTCst Helbli Psifl CYLIeCTBEHHBIX 00cTosATeNbCTB. [Ipexae Bcero, He packpbiBa-
eTcs Npupoja mysbcaiuil MUKpOTpyOoOUeK, Tak Kak MX HeCTaOMIBbHOCTH IMpPO-
CTO akcHoMaTHyeckH Moctynupyertcd. Habnroparomeecst B pelieHHAX HecTa-
[IMOHApHOE TMOBEACHHE aNpUOPU MPUCYILE CUCTEME, a HE ABJIAETCH pe3yJibTa-
TOM MpOLECCOB B3auMoAeHcTBHA ee yacTeil. IlocTynupoBaHue BCero AByX co-
CTOSHMH (pOCTa U AeNoNUMepHU3aLiy) He 00BICHAET NPUCYTCTBHE B aHCcambie
MHUKpPOTPYOOUCK, HE pacTyIMX ¥ He AEMOIMMEPH3YIOIIUXCS, XOTs TaKOBbIe
HaOTIOIAFOTCsl IKCMIEPUMEHTANbHO U MOTYT COCTABJATH 3aMETHYIO [OJIO OT
obuiero uucna [46, 49].
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KonuenTpauus tyOyanHa-I' T® B pacTBope monaraeTcs OGHOPOIHOH M Mo-
CTOSIHHOI BO BPEMEHH, YTO TAK)KE HE COOTBETCTBYET IKCIIEPHUMEHTATBEHBIM (hak-
Ttam [49, 57]. Tlo cyTH, MrHOpHUpYeTCs poJib MPOCTPAHCTBEHHBIX TPAJHCHTOB
KOHIICHTpALU}l BELIeCTB, Y4aCTBYIOIIMX B rojnMepusanuu. Kak nokasanu mno-
Cclle[lHMe MCCIIEIOBaHMsA, B KIETKAX CyIlecTBYeT NTU((DY3nOHHbINH MEXaHNU3M aB-
TOpEry/sLUH, TUMUTHPYIOMIMUI U HAMpaBIAIOMKN pocT aHcaMOIs MUKpOTpy6o-
yek [34, 35]. OH aKTUBHO HCIOJIB3YETCS KJIETOUHOH CHCTEMOM peryisiiuu ceTu
TyOyJIMHOBBIX MOJIMMEPOB TP MEPEX0/ie OT CTALIMOHAPHOMN K SPKO BBIPAKEHHOU
HEPaBHOBECHOH JAMHAMMKe, HaOMogaeMoil Ha craaMu murtosa. [loBucaioT B
«BO3MLyXe» M Takue, Ka3ajioch Obl, «3aKOHHBIE)» BOMPOCHI, Kak: «Kakum obpazom
1 33 CYET Yero IPOHCXOIUT BHE3AMHOE MEpPEeKIFOUeHHE AHHAMHUYECKUX PEeXH-
MoB? CyIIECTBYET JIM BO3MOXKHOCTb YIPABJIEHHs MEPEKITIOUEHHEM?»

PasmblinieHus 0 BO3MOXKHOM ponu nu(dy3HOHHBIX GAKTOPOB B HETPUBHU-
aJIbHOI AMHAMUKE MHUKPOTPYOOUEK HauWHAIOTCS C, Ka3aJoch Obl, eCTeCTBEH-
HbIX aHaJoruil. BHelIHe MpocTpaHCTBEHHBIE CMEIUEHHUS TUTIOC-KOHLIOB MUKPO-
TpyOOYeKk, MpOUCXOAALIME 33 CUeT JJIEMEHTApPHBIX AaKTOB arperaiuu-
Jucarperatiyd MoJieKysa TyOyJluHa, BO MHOIOM HAIOMHHAIOT MPOLECCHl, Ha-
OnmonaeMble MU TaK Ha3blBaeMON JUMMTHpOBAHHOHN Iuddysueit arperauuu
(DLA — Diffusion Limited Aggregation) [S1]. B psne ciy4yaeB npu JUMHUTH-
POBAHHOCTH MPOLIECCOB arperauuy Anddysueil nmeer MecTo oOpasoBaHUEe
JIOCTATOYHO CJIOXKHBIX CTPYKTYP, K KOTOPBIM NMPHUMEHHUMBI METOIbl hpaKTasib-
Hoit reoMeTpuy. OIOHAKO B CHCTEMaX, K KOTOPBIM INpPHUMEHHUMa KOHLENUHs
DLA, TakuM Kak BeTBSIUMECS IMOJUMEpPLI, 00pa3oBaHUe TPEUIMH, COpOLMs
«MOHOMEPHBIX 3BE€HbEBY», KaK MPaBMIIO, UAET HEOOPAaTHMO, B TO BpeMsl Kak Npu
pocTe MUKPOTPYOOUYEK UMEIOT MECTO KakK MpsAMbie, TaK U 0OpaTHBIE MPOLECCHI
necopbuuu. I[TosTromy mepeHoc pa3BHTHIX MeTOAOB Teopud DLA Ha uHTEpe-
CYIOILYIO HAaC CUCTEMY «B JI0O» He MPOoXoAuT. Bo3HMKaeT BOTIPOC, CYNIECTBYET
JIM B MPUHLUIIE B AMHAMMKE MUKPOTPYDOOUYeK Kakoe-nubo orpaHHYeHHe, MOXKET
ObITh BbI3BAaHHOE U He AMbby3ueii, a 00ycaoBIeHHOe YeM-T0 WHbIM? Eciu na,
TO KaKoBa €ro poJib U MOXKET JIH OHO MPUBOAMTH K HECTAOMJIBHOCTSAM M HECTa-
LUMOHAPHOMY MOBEAEHUIO?

Kpome muddy3un, poct MUKpOTpyOOUEK HEMOCPENCTBEHHO 3aBUCUT TaK-
’KE OT KMHETUYECKHX OCOOEHHOCTEH pacnpesesnieHus B CUCTEME 3allaCeHHOMN B
['T® aneprun. Crout 3ametuts, 4to ['TP nrpaer B 6Guonoruu posb XuMuye-
CKOTO HOCHMTEJISl 3HEPruM, KaKk U XOpOLIO BceM M3BecTHbI AT (aneHo3uH-
Tpudocdar). DHeprus BbIACIACTCA B PeaKUUAX THAPOIN3a, Npu KoTopsix [ T
npespamaercs B ['JI®. be3 3anaca sHeprun, 1460 6€3 MOCTOSHHOrO ee MocTy-
NUIEHUs M3BHE MOJUMEPHU3aLMOHHBIA POCT MUKpOTpyOodek Hero3moxeH. [o-
3TOMY BO3HMKAET elle OAMH KpaliHe WHTepecHBbIH BONpOC: MOXKET JIM arpera-
1M ¥ 00pazoBaHUE CTPYKTYp B aHcaMmbie MUKpOTPyOOUeK Kakum-nibo obpa-
30M JIMMHTHPOBATHCA WIIM K€ MOJYJHMPOBAThCA IHEpreTHueckuMH akropa-
Mu? Ecnu aa, To kakuM oOpa3oM Takoro pojaa JUMHTALUs CBA3aHa ¢ auddy-
3MOHHBIMM H MIPOYMMH PEAKLMOHHBIMH NpoLeccamu?
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COBOKYIHOCTb MPUBEJCHHBIX BHIIIE COOOPaKECHUI U BONPOCOB MOITOJIK-
HyJla aBTOPOB K MOMCKY HOBBIX MyTe#l OMHCaHMA AHHAMUKU MUKPOTpYOOUEK.
C du3nueckoil TOUKH 3pEHHs CHCTEMA MUKPOTPYOOYEK MpeACTaBJIAeT coboi
HUTEBUHYIO PAaCTpeleeHHyIO0 CHCTEMY, JCMOHCTPUPYIOILYIO YepThl Koneda-
TeIbHON U CTOXacTHdeckoil muHamuku. O6mmMe MexaHusMbl (GOpPMHPOBAHHUA
HEOJIHOPOIHBIX NPOCTPAHCTBEHHBIX pAcrpe/ieieHuii, NPOABIAIOLIMecs B BUIC
KOHIEHTPAIIMOHHBIX BOJH M JMCCUMATUBHBIX CTPYKTYp, B PCaKUHOHHO-
U Py3MOHHBIX CHCTeMax (T. €. «CIUIOLWIHBIXY, MO CYTH, cUcTeMax) XOpolio
¥3ydeHbl MPUMEHHTENILHO K LeNoMy pAny (pU3NKO-XUMUYECKUX H 6uonoruye-
ckux cucteM [8, 52—54]. IlosToMy Ham MpPEACTABIANIOCE AKTyabHBIM MPO-
aHATM3MPOBATH TUHAMMKY POCTA ¥ ACMOIMMEPH3aLHMI MUKPOTPYOOUeK B CBETE
MAE TeOpHH HEPaBHOBECHBIX MPOLECCOB.

B 1aHHO# paGoTe MBI MCXOAWIH U3 TOTO, YTO MUKPOTPYOOUKHM 1 PEaKIUOH-
Hble KOMIIOHEHTBI PaCTBOPA, B KOTOPOM OHU HAXOJATCA, NPEACTABILIOT coboii
B3aMMOCBSI3aHHYIO NPOCTPAHCTBEHHO PACHPENENCHHYIO «IIOYTH BCIOAY CILIOMI-
HyIO» cucTeMy. HeoOXOAMMbIM YCIIOBHEM CYLIECTBOBAHUS asTokoneOaHuil U
ABTOBOJIH B JANIEKUX OT PABHOBECHSA CHCTEMAX SBJISCTCS, KAK M3BECTHO, HAMMIUC
B KHHETHUECKOM MEXAHH3ME 3ana30vléaioujeti OmpuyamensHou 00panHou cessu
[21, 55]. Tlocnenssis, B NPURLIMIE, MOXKCET PEaNN30BBIBATLCS Kak 3a CHCT Npo-
LECCOB, MPOUCXO/IALLNX B CaMOii MUKpOTpyboUKe (K MPUMEPY, 32 CHET 3alCPXKKHU
rugponmza [T B T'TO-kpbiuike), Tak U ObITh Pe3yNbTaTOM B3aUMOJIEHCTBHA
MUKPOTPYOOUEK M KOMIIOHEHTOB OKDYXKAIOILEro UX PacTBOPa, T. €. BbISLIBATECA
BHEITHUMH, 110 CYTH, KMHETHIECKUMH MpHnHaMu. JIeficTBUTENBHO, 13 00X
cooBpakeHHii ACHO, YTO MPH POCTE MUKPOTPYOOUKH 32 CHET copOLMH MOJIEKY T
Ty6ynuna-I'T® B pacTBOpe NOJDKHO MPOUCXOAUTH JIOKATBHOE MOHMNKCHNE KOH-
LEHTPALIMY B OKPECTHOCTH €€ TLMOC-KOHUA. O4eBHIHO, YTO €CIIH TaKOE JIOKaJlb-
Hoe oGe[HeHHe PAacTBOpA He BIIOJHE KOMIEHCHPYETCS B KaX[bIH MOMEHT Bpe-
MeHu 3a cuer auddy3un, To ckopocTb copbumuu TyOymuHa-I'T® u3 pactsopa
JOIDKHA 3aMeIAThCA. VIHBIMU CNIOBaMH, HAJIMYHME 3JIEMEHTOB OTPHLATENBHOM
3ar1a3/bIBAIOLLE 0BPATHOI CBA3K B PEry LMK POCTA MUKPOTPYOOUEK HABEPHA-
Ka IOJDKHO MMETh MECTO B TeX cydasx, koraa andysus Monexys TyOynuHa-
['T® B pacTBOpE He ABIAETCS «MIHOBEHHOW» .

B o3y TOro, 4TO pocT TpyOOUeK HAa CaMoM Jiene JTUMUTHPYETCH npo-
Heccamy 1 dy3uH U PEAKLAAME MPUCOEAMHEHUS MOJIEKY TyoynuHa-I' TO k
ITIOC-KOHLAM, TOBOPUT pAl JKCIepHMeHTanbHbIX AaHHbIX. IIpexae Bcero,
TBEPJI0 YCTAHOBJIEHO, YTO CKOPOCTH MPUCOEAMHEHNS MOJICKY T tyoynuHa-I' TO
W3 PacTBOpPa K IUIOC-KOHIAM MUKPOTPYOOUEK ACHCTBUTENBLHO OMNpPEACNACTCA
JIOKAIBHOI KOHLEHTpanueil 3Tux Mosekyn [42]. COOTBETCTBEHHO POCT MHUKpO-
Tpy6OYEK HEMOCPEACTBEHHO PEryJIMpYeTCs KOHUEHTPAUMOHHBIMH TpalHeHTa-
MU BEILIECTB, YIaCTBYIONIMX B PEAKLAX NoNumMepu3aumu [34, 35]. Ceepx Toro,
GBUIO YCTAHOBJIEHO, YTO POCT MUKPOTPYGOUeK cam 1o cebe NMPHBOIMT K obpa-
30BAHUIO B OKDYKAIOLIEM MHKPOTPYOOUKY pacTBOPE MPOCTPAHCTBEHHBIX rpa-

! KoppekrHeii, BUIMMO, FOBOPHTS «NIPOMCXO/AIIE ObICTPEE XapaKTEPHOH CKOPOCTH pOCTA MHK-
POTPYOOUKI».
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OUEeHTOB KoHUeHTpauuit [57]. Kpyr 3aMkHyics. M3 Bcero BBILIEH3NIOKEHHOTO
SICHO, 9TO CKOPOCTh POCTa MHUKPOTPYOOUEK Ha CaMOM JieJie Peryupyercs Mo
TUITYy OTPULATENBHON OOpaTHOW CBA3M 3a CUET OTHOCHUTEIBHO MEIJIEHHBIX
JUphY3MOHHO TUMHUTHPYEMBIX MPOLECCOB MEpepacrnpeesieHus MOJeKyJ Ty-
O6ynuHa-I'T® B xuakoit daze [57].

HecnoxHO yOenuThCs, YTO pOCT MHUKPOTPYOOYEK JIUMHTHPYETCS JHEpre-
TH4ecKUMHU (pakTopamu MO THILy OTpUL@ATENbHONM obpaTHO# cBsa3u. [leiicTBu-
TEJIbHO, KOJMYECTBO IHEPropecypcoB, B AaHHOM ciydyae monekyn [TO, B
KJIETKE HEe MOXET OBITh HeOTrpaHH4eHHbIM. [10CKOIBKY [UIA Mpolecca nojume-
pHu3auMy HeoOX0JMMO TMOTpebJIeHHE 3HEPropecypcoB, TO POCT TYOYJIHHOBbBIX
BOJIOKOH OyIeT NPUBOAWTH K OOIIEMY YMEHBIIEHHIO KOJMYECTBA MOJIEKYJ
['T®, uTO, B CBOIO OYepelb, MPUBEIET K 3aMEJIEHUI0 pocTa. MOXHO cKa3aTh,
YTO TaKMM 00pa3oM B COOTBETCTBUHU ¢ mpuHuuUNoM Jle-Illarense cuctema pea-
TUpYeT Ha pOCT MUKPOTpYOOUeK.

[ToHATHO, 4TO 3HEProperyysalus JUHAMUKH MUKPOTPYOOUEK onpeaesneT-
csl, ¢ OJIHOM cTopoHbl, N Y3MOHHBIME TPAJUEHTAMH 3HEpreTHdecku Oora-
TbIX MOJIeKyJ TyOynuHa-I T B OKpeCTHOCTH IUIFOC-KOHLIOB, @ C APYTOH, rpa-
JIMEHTaMH JeCOpOMPOBABILMXCS M3 MHMKPOTPYOOUEK IHEpPreTHYecKH OeaHbIX
Mosiekyn TyOymuHa-I'JI®. MHTeHCHBHOCTb MPOTEKAHUS MPOLECCOB JOCTABKU
BEIIECTBA, HAJEJIEHHOT0 COOTBETCTBYIOLIMM DHEPreTHYECKUM MOTEHIHAJIOM,
TaK )K€ KaK ¥ WHTEHCHBHOCTH IIPOLECCOB «OTBEIEHHUS OTpPaOOTaHHOTO MaTe-
puana», B NPUHUUIIE MOXKET ObITh HecTalMOHapHOH. Hanuyue B paccmarpu-
BacMOll cUCTeMe peryislHM 3JeMEHTOB OTPULATENbHON 3ama3apIBatoieil 00-
paTHOH CBsI3M HABOLMUT Ha MBICI/Ib, YTO [IPY OMpPENENECHHbIX YCJIOBUSIX B Heit
MOXET HMMETh MEeCTO MOTEpPs YCTOMYMBOCTH CTAlLMOHAPHOITO COCTOSHHA [0
A. A. AHIPOHOBY C MOCIEAYIOLUM POXIEHHEM IpeaeabHoro uukia!l MHeiMu
CJIOBaMH, M3 JIOCTAaTOYHO OOUIUX «HEJMHEHHBIX» COOOpaXKeHHii CIIemyeT, 4To
(a3pl HHTEHCUBHOTO POCTa MHUKPOTPYOOUYEK MOTYT UepeioBaThes ¢ BazaMu Ux
nenonnmepusauun. [lpeacranser OONbILIOH HHTEpec HaXoxaeHUe 001acTh
napaMeTpoB, B KOTOPLIX AMHAMUKA MUKPOTpyOoueKk OyaeT HMeTh TakoTo poja
KoJieOaTeIbHbIE MU YK€ XaOTUYECKUE YEPTHI.

[ToHATHO, YTO MOCTPOEHHME MapaMeTPUYECKUX AUarpaMM COCTOSHUS He-
BO3MOKHO 0€3 MOCTpOeHHA (PU3MKO-MaTeMaTHYECKOil MOJeM paccMaTpuBae-
MO cuCTeMBbl. B CUITy CIOXHOCTH CUCTEMBI €ILe pa3 MepeyrcliUM Te ee 3Jie-
MEHTBI, KOTOpble OYAYT HAMU MOCTOSIHHO AEp>KaThcs B roJie 3peHus. Ytak, Ml
OyaeM paccMaTpHBaTh B MpocTeiillieM OJHOMEPHOM NPUOIINKEHUN peakHUOH-
HYIO CHCTeMY 0cO0O0ro THMa, y KOTOPOi MMeeTcs:

a) KOHLIEHTpalMOHHAas noacucteMa ¢ AM(GOYHAUPYIOMMMH B pacTBOpe
KOMITOHEHTaMy;

6) olMH U3 KOMIIOHEHTOB pacTBopa (TyOynmuH-I' T®) criocobeH Kk JUHaMU-
yeckoil mpeuunuTauun’ (KBbINALEHUIO B 0CAL0K»), T. €. IEPEXOLy U3 KHIKOIL
(a3bl B hOpMY KECTKOM MONTUMEPHOH MUKPOTPYOOUKH;

! [peunnurauys — obpasosaHue TBepAOii (a3bl (HEPACTBOPUMOrO 0CA/IKa) B XKHUAKOCTH (pacTBo-
pe) B pe3ynbTaTe XUMUUYECKOIl peakMi MEXLy PACTBOPEHHBIMH KOMIIOHEHTAMH.
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B) POCT MUKPOTPYOOUEK €CTh CEJICTBHE PEaKLUH MPUCOENNHEHHUS K HUM
mosexyn TyOynuna-I T® u3 pacTBOpa, COKpalleHne — peaKkiui necopouuu;

r) pocT MMKpOTPYOOUKH MMEET MECTO JIMIIb B TOM CJIy4ae, €C/iM B OKpe-
CTHOCTH TUTFOC-KOHLIA JIOKAJIbHO BBITIOJHSAIOTCS YCIOBUS «MEPECHIILIEHHOCTH
KHAKOH (a3bl, T. €. MPOLECCH COpOLMM IOMHUHMPYIOT Hal MpoLeccaMu Jie-
copbuuuy;

1) SHeproobecneyeHHOCTh PocTa MHKPOTpYGoUeK o0ycnaBnuBaeTcs aud-
(y3HOHHBIMU NIPOLECCAMH 1 PEAKLMAMU C YHaCTHEM MOJICKYJ TyOyMHa, CBs-
3andbIx ¢ ['TO u I'IP, B pactBope.

[1ocKONBKY POCT M AENONMMEpH3alus MHUKPOTPYOOUYeK OMpeiesoTcs
JOKANbHBIMU 3HAYCHUAMH KOHLIEHTPALMU MOJEKYJ TyOyluHAa B OKPECTHOCTH
[UTFOC-KOHIIOB, TO JMHAMUKA MUKPOTPYOGOUEK JIOMKHA HETOCPEACTBEHHO ObITh
CBA3AHHON C COMYTCTBYIOIUMH KOHYEHMPAYUOHHBIMU GONHAMU B PACTBOPE.
Jins cuctem ©6e3 mpeLMnuTaluM  (TaK Ha3blBaeMbIX peaKkLHOHHO-TH (-
(Y3MOHHBIX) MEXaHM3Mbl BOSHUKHOBEHUS U PACNPOCTPAHEHMA KOHLICHTPALM-
OHHBIX BOJIH MOAPOOHO u3ydeHsl [8, 9]. 3BeCTHO, YTO MOABICHUE aBTOBOJIH U
MPOCTPAHCTBEHHO HEOJHOPOIHBIX CTALIMOHAPHBIX CTPYKTYP B HEPABHOBECHBIX
peaKiHoHHO- 1M Y3 HOHHBIX CHCTEMAX MOXKET ObITh CJIEJCTBUEM MOTEPH yC-
ToitunBocTH cTanuoHapHoro cocrosuus [15]. (K cioBy, u CHCTEMBI € BbIaae-
HHEM B OCAJOK, TAK e Kak M CHCTEeMbl, B KOTOPBIX HAOJIONAIOTCS SBJICHHS
KoJeOaTeIbHON MOBEPXHOCTHON KpHCTa/IM3alMK, K HACTOSAIIEMY BPEMEHU
u3yueHsl Herioxo [58, 59]).

B cBeTe BBILEH3I0KEHHOTO NPENCTABISIIOCH LENeCO00pa3HbIM MOHATD, B
KaKoii Mepe MaciuTabHble TPaHCHOPMALMU B TUHAMHMKE MUKPOTPYOOUEK, Mpo-
ABNAIOMIMECS B (OpME CBOEOOPA3HBIX «TpEMeTaHuil TyOyJMHOBBIX HUTEH»,
MOTYT GBITh CIEACTBUEM NOTEPH YCTOHYMBOCTU B PETyJALMH paccMaTpuBac-
MOl peaxyuoHHo-0uphPy3uoHHOU-NPeYUNUMAayuoHHol CUCTEMbL.

[locTpoeHHas HUKe MPOCTas MaTeMaTH4eckas MOJENb MO3BONMIIA KaueCT-
BEHHO HM3YYMTh MpoGJeMy MapaMeTpHUYECKOH YCTOHYMBOCTH MHKPOTPYOOUEK.
V1anoch MOCTPOUTh JUarpaMMy COCTOSHHMH M BBIICHUTb YCJIOBHS TEPEXOAA OT
CTALMOHAPHBIX K MHAMMYECKIM PEKHMAM TMOBE/IEHUs MUKPOTPYOOUeK.

4. MareMaTu4yeckas MoJielib

B nanHoit paGote MbI OyIeM M0NaraTh, 4YTo KIIOYEBYIO POJib B IMHAMUKE
MHKPOTPYOOUEK UIPAIOT CleyIolue peakuun [67]:

J
Tu-TA® + TP ——— Tu-I'T® + [P, 1)
-1
k
MT, + Tu-T'T® —2— MT,., ()
MT, —3 5 MT, , + Tu-TH®, 3)
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rae MT, 0603Ha4aeT MHKPOTPYGOUKY, COIEpKALLyl0 1 MOneKyn TyOyinHa,
Tu-TT® u Tu-TI® o603Ha4alOT pacTBOPeHHbIN TyOYHH, CBA3AHHBIA COOT-
BETCTBEHHO ¢ Mosiekynamu ['TO u 1. B xose peakuum ¢ KOHCTAHTOI CKO-
poCTH ki B pacTBOpe MNPOMCXONHUT OOMEH CBA3AHHON € TyGYJMHOM MOJEKYJIbI
I'I® na monexymy I'T®. ObGparnas peakuus (¢ KOHCTAHTOI CKOpoCTH k_)
oTobpaxaeT 00OMeH CBA3aHHOI ¢ TyOyinHoM Monekynbl I'Td Ha [JID, Takke
MpOUCXONALUME B pacTBope. Peakuus (2) ONMCHIBAeT yLTHMHEHHE MHKDPOTpY-
Oouku npu nonumepusauuu TyOyanHa. [locnenssas peaxums COOTBETCTBYET
ATOJNUMEPHU3ALIMH, NPY KOTOPOM U3 MUKPOTPYOOUEK BHICBOGONKIAeTcs TyOy-
JIMH, CBA3aHHbIA ¢ MonekyJoii ['1®. [Ipennonaraercs, 4to MoOJEKy bl TyGyIu-
Ha cOCOOHB! AU DYHIUPOBATE B PacTBOpE.

[lepeiinem K MOCTPOEHUIO KUHETHYECKUX YPABHEHMUIH, OMUCHIBAIOIIMX M-
HaMHKY MHUKpOTPyOO4eK B pacTBope. Bynem monaraTh, 4To MHTpaList UHOC-
KOHIIOB, B CUJly KECTKOCTH MUKPOTPYOOUKHU, IPOUCXOAUT paguanbHoO, OT [EH-
Tpa k neprdepuy knetku. CucTeMa KUHETHYECKNUX YPaBHEHHIl, YU TBIBAIOIAS
peakunu (1)—(3), B ob1miem cnyuae umeer BUL

L’g”) = Bdiv(kp — kyup), )
au((;;’t) = DAu —kyup + k[T TOW —k_ [T AP, )
avg;’t) =DAv +kyp— k([T TO +k_ [T, ©)

rae u(r,t) COOTBETCTBYET 3HAYEHUIO KOHLEHTPALUH monexkysn Tu-I'Td B
TOYKE € pajiuyCc-BEKTOPOM 7 B MOMEHT BPEMEHH !, v(F,f) — KOHLEHTPALHK
monekyn Tu-THD, p(F,t) — IWIOTHOCTH BEPOSATHOCTH HAXOMKIEHMS TLIIOC-
KOHIIAa MHKPOTPY6OUKH, AeneHHOl Ha wyucmo Asorampo Ny; ki [M7'c™'],
e 4 ryiis =1 »
M, kMl 1, k5 [¢™'] 0Go3HauaIOT KOHCTAHTHI CKOPOCTEe# coOTBET-
cTeyromux peakunit (1)—3), B [M] — crepudeckuii gaktop, paBHblit npupa-
LUEHUIO JUTMHBI MUKPOTPYGOUKH NPU NPUCOEIMHEHNN K Hel OJIHOM MOJIEKYIIbI
TyOynuna [36]. Konuenrpauuu monekyn I'Td u 1D BEICTYIIAIOT B KAUECTBE
napamMeTpos.
Taroxe HEOOX0AMMO BBIMOJIHEHHE JONOJTHUTENHBIX YCIOBHIA:

N, - j p(F.0dV =1, (7)

V

j u(f,z)+v(f,t)+l~'jp(f,z) deh, ®)
; B Ny

rae Ny, 0003HauaeT obliee KOIMYECTBO MOJIEKY TyOyIHHA B cucreme, a V—
001t 00bem cuctembl. YpasHeHue (7) 0TOOPaxKaeT MoJIHOTY paccmaTpuBae-
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Moit cuctembl coObiTuil. CooTHOWIEHHE (§) OTpaXkaeT COXpaHEHUE B XOlE pe-
akuuit (1»—(3) oburero konuvecTsa MoJjeKkya TyOynuHa. MHuumanus nonume-
pU3aUUK MpeanoaraeTcs NpOUCXOAsIeld Ha 3aTpaBKe, PACIOJIOKEHHOH B Ha-
Yajie KOOpAMHAT, T. e. ipu 7 = 0. PocT MUKpOTpYOOUEK MPOUCXOIUT B pagu-
anbHOM HanpaBieHHH. Oka3piBaeTcsi YAOOHBIM Ul JalbHEHIIEro paccMoTpe-
HUA BBECTH TaKKe JOMOJHUTENbHbI rnapametrp Tu =N, /VN,, paBHbli 00-
UIeMy KOJIMYECTBY MOJEKYJ TYOYJIMHA, IeJ€HHOMY Ha 4UCi0 ABOTapo U 00b-
€M CHCTEMBI, M TI0 CMBICJTY COOTBETCTBYIOLIUN «OOLIEH MOJNIIPHON KOHLEHTpa-
LUH» MOJIEKYJ TyOynuHa B pacTBOpeE.

Haunbosnee mpocTbiM MpeacTaBiseTcs MCeBIOOJIHOMEPHOE MPUOIMKEHME,
paccMartpuBaemoe B 00J1acTH, mapasienbHOM ocu abcuuce, ¢ ceueHuem S u
uiiHEL L. PocT MukpoTpy60dex MpOUCXOAUT B MOJOXKUTENBHOM HalNpaBIeHUH
BHosib ocu abcuuce. ITpaBas rpaHuua x = L COOTBETCTBYET MECTOIOJONKEHUIO
KJIIETOYHON CTEHKH, KOTOpas cuuTaeTrcs HempoHuuaemoil. CuctemMa KHHETHYe-

CKHUX ypaBHeHHIT (4)—(8) B 3TOM cilyuae MpUHUMAET BUI

Op(x,t 0
i(61;—)—:[35;(k311—1c2L1])), ©)
] 2
BnD _ pTU L e T R T T, (10
ot ot
e IR T (g T o (1)
ot ox~
L
NAS-jp(x,t)dle, (12)
0
L
N
_“[u(x,t)—kv(x,t)%—ip(x,t)} dy = —tet. (13)
! B N,

5. luarpamMma cOCTOSIHHSA

Awuanuz cuctemsl ypaBHeHuit (9)—(13) npoBoauics uucieHHo [68]. Pe-
3yJBTAThl PACYETOB MPECTaBlICHBl HAa AuarpamMme, W300paxkeHHON Ha puc. 6.
ITo ocu abcupmce oTyiokeHa 6e3pazMepHas o0Las KOHLEHTpaUuUsa MOJIEKYJ Ty-

OyJiMHa B CUCTEME:!
)

Tu® =21Tu, (14)
k3
a I10 OCH OpAMHAT — BE€JINYHHA
= m (15)
k[T T®]
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BPEMEHH T0JIOKEHUS
KOHLIOB MHKPOTPY60-
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O6nactam pewrernit «I» 1 «IIl» COOTBETCTBYIOT CTALMOHAPHBIC yCTOHY M-
Bble peuteHus (puc. 7, a). B obiactu 3HaueHHi NapameTpoB «I» pacnpenene-
HUE MHKpOTpYOO4EK MO pa3MepaM XapaKTepH3yeTcs Halu4dueM OTYETIUBO
BBIPXKEHHOTO MHMKA HA JIEBOM Kpae (YacTb KOPOTKUX MHUKpPOTpyOOYeK y LeH-
TPOCOMbI) M JIOKANLHOTO MAKCHMyMa, PAcrOJIOKEHHOro Ha CYIIeCTBEHHOM
yJaNleHuy OT JIeBOrO Kkpas (OCTanbHas 4acTh, Ha yNANCHUH OT LICHTpa KJIETKH)
(cm. puc. 7, a). B oGnactu napamerpos «III» xapakTepHble pacrpeneneHus
MUKpOTPYGOUEK MO pasMepaM, Kak BMJHO U3 puc. 7, @, UMEIOT MUHMMYM Ha
neoit rpanuue (x=0), 3KCTpeMyM MNPUMEPHO B LEHTpE paccMaTpuBaemoii
06JIaCTU ¥ JIOKAJIbHBIN MAaKCUMYM Ha TpaHulie X = L. DTO rOBOPHUT O TOM, 4TO
MpY 3HAYEHUAX [1apaMETPOB U3 IaHHON 00J1aCTH B CUCTEME JOJDKHBI TOMUHH-
pOBAaTh MPOTSHKEHHBIE MUKPOTPYOOUKH, COMOCTABUMBIE 110 pasMepaM ¢ pasme-
poM KkieTku. DaKTHIECKH TaHHOE PELICHUE OTBEYAET pacrpeneeHUIM MHK-
poTpy6ouek, HaOMOIAMMMCA Ha BCEX CTAlMAX KIETOYHOro UMK, 33 MC-
KJIFOYEHHEM MUTO3a.

O6nacts «II» COOTBETCTBYET HECTAllMOHAPHBIM peXKMMaM, MNPOSABIIAO-
[LMMCS B BUJE MEPUOAMYECKU OErylux crpasa HajieBO BOJIH JeNOaMMepu3a-
LMH MUKPOTPYGOUEK, Yepeyiomuxcs ¢ ¢pasaMu HX MEIIEHHOTO MOIMMEpH3a-
nuonHoro pocta (puc. 7, 6). Ha rpanuue obnactu «II» uMeeT MECTO Mapamer-
pHyecKas HeyCTOHYMBOCTD CTALlHOHAPHBIX peLIeHUM.

[IpeacTaBiseTcs, YT OTBEYAIOUIMe NaHHOH 00NaCTH NMapaMeTpOB pexH-
MbI HAGJIIONAIOTCS B AMHAMHKE peabHBIX MUKPOTpPYOOUeKk Kak in vitro [43,
46], TaK U in vivo Ha ONPEJETEHHbIX CTAMAX KIETOYHOrO ACICHH [60, 61].

Jlna napametpoB u3 obnactu «Il» paccMoTpuM MoBeleHHE n3obpaxaro-
meil cUCTeMy TOYKM Ha IUIOCKOCTH, TJie MO OCH a0CLMCC OTJIONKEH «LEHTP
Macc» TIOTHOCTH BEPOSATHOCTH HAXOXJIEHHWs IUIIOC-KOHIIOB, @ M0 OCH OpAu-
HaT — KoHLeHTpauuu TyOynn#a-I' T® (puc. 8). Bumuo, 4to Ha YKa3aHHOI1
[IOCKOCTH UMEET MECTO npejenbHbiil uuki ITyankape. To eCTh B CUCTEME 5B~
HBIM 006pasoM peanusywoTcs asTokonebanus! bosee TIATENbHBIA aHATU3 M10-
Ka3bIBAET, YTO MO MEPE POCTa MUKPOTPYOOUEK (IBIIKEHHE MO HHKHEH BETBH
LMKITA) LEHTP Maccy» KoHLUeHTpauuu TyOynnHa-I'T® HauMHAET CMEMIAThCA K
LEHTPY HyKIeauun (LUEHTPOCOME). DTO COOTBETCTBYET 00eTHEHNIO KOHLIEH-
TpaLMK CHOCOGHOTO K MOIMMEPH3ALIMK TyOyTHHa B 06nacTu NpaBoil rpaHuLbl,
00pa30BaHUIO TaM IIpoBaNa» 3a cyeT N hy3NOHHOTO PASMBITHA. [TosTomy B
MOMEHT, KOT/Ia MHKPOTPYOOUKH TOCTUTArOT MPaBoi rpaHULIbI, TOKAIbHOE Mpe-
ChllllEHHe B 0GIACTH TUTIOC-KOHIIA MPUBOAMT K TOMY, YTO 3aIlyCKAaeTCs NMpouece
JenonuMepu3anuy (BEpXHsis BETBb Ha puc. 8).

B obnactu «IV» paccMaTpuBaemas CHCTeMa MMEET NBa THUIA peLeHui.
Hapsiiy cO CTaUMOHAPHBIMU METaCTa0MIbHLIMM PELICHISIMH, HMEIOT MECTO 1
HECTALMOHAPHbIE PEIIEHUs, CXOKHE C HAbo1aeMbIMK B 00IacTH «I». B 3a-
BUCMMOCTH OT HCTOPMH JBOJIOLMK 3HAYeHUil MapamMeTpoB B CHCTEME MOXCT
YCTAHOBUTHCS MO CTALMOHAPHBIH, JIHO0 HecTauuoHapHblil pexum. Eciu na-

pameTpel (Tuo, ) 6yLyT MeIJICHHO M3MEHATBCS TaK, 4TO Ha Auarpamme co-
cTOSIHUS (CM. pHC. 6) u300pakKaroLas Touka Oy/eT MIaBHO NMepeMeLlaThes U3
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obnactu «I» B obmactb «IV», To cucTeMa GyneT ocTaBaThes B CTALMOHAPHOM
METacTabMILHOM COCTOSIHMH 110 TeX I10p, N0Ka MapameTpsl He NIEPECEKyYT rpa-
HULy Mexay obnactamu «IV» u «II». [lepeceuenue nociieaHeli mopeueT 3a
co00i «wKecTkoe» BO30YKACHHE MPOCTPAHCTBCHHBIX OCLUAUIALMIA I BOJIH, Xa-
PaKTepHbIX A1 Beeit obnactu «Il». IpumeyartenbHo, 4To NpU UBMEHEHHH Ma-
pamMeTpoB B OOPATHOM HampaBlEHHH, T. €. ABMKEHHU H300PaXAIOLICH TOYKH
u3 30Hbl «II» B 30HY «IV», cucTeMa COXPaHMT HeCTalHOHAPHOE [1OBEIEHHUE
BILJIOTH 110 FpaHuLbl MEXIy 30HON «IV» u 30HOI «I». UHbIMU clioBaMM, B 06-
JIaCTH 3Ha4eHHui napamerpoB «IV» cucteMa JEMOHCTPMPYET OTYETIMBO BbI-
pPaXeHHOE T'UCTEPE3UCHOE NMOBEIEHHE.

<ps

Puc. 8. 3aBucumocts ot Bpe-
MEHH «EHTPOB MAcCy» KOHLICH-
Tpauun  TyOymuHa-I'T® u
[JIOTHOCTH  MJIIOC-KOHLIOB  [1pU
BCJIMYHMHAX MAPAMETPOB, COOT-
BETCTBYIOMUX 30He «I[».

26 33 40 42 44 46 48
<p>=

KauecTBeHHO moseneHue cucteMbl IokasaHo Ha puc. 9, a. Buaomb ocu
abcuyce OTI0KeHo u3MeHeHre napameTpos Tu’ u y BOMb BEKTOpA ¢, MPOX0-
AAIIETO Yepe3 YEThIPE PasHble 00.1aCTH Ha AuarpaMMe CocTosHMmit (cM. puc. 6).

[To ocwu OpAWHAT OTJIOKEH cpeamm paanyc KpHBHU3HBI (R) pelueHnd auc-

KpeTHOro awnanora cucrembl (9)—(13) p, (), u, (t), v, (t), me{l,M},

NMPEACTaBIAOLIETO OHONAPAMETPUICCKYIO KPUBYIO B 3M-MepHOM MpoCTpaH-
ctBe [62]. Inst pexUMOB, XapaKTePHBIX M 06acTel napameTtpoB «I» u «III»

Ha [MarpaMme COCTOSHUIA, CrpaBeuIHBo (R) = 0. bpL10 06HApYKEHO, YTO MPH
npoxone u3 obnactu «III» B o6aacts napamerpos «II» B cHcTeMe MATKO BO3-

Oyxnatotes aprTokonebanua. O BeludyMHE AMILTIUTYbI COOTBETCTBYIOIIETO
MPENeTbHOrO LMKIIA MOXKHO CYIUTh [0 CPEAHEMY 3HAYCHHIO Palnyca KpHBH3-

HBI <R> 3a nepuol. [lpu anTunapanneabHOM BEKTOPY  ABHXKEHUH U3 30HBI
«lI» B 30HY «II» ammuryna <R> PacTeT Kak KBaApaTHYHLII KOPeHb BEIUYH-

*
Hbl 3aKPUTHYHOCTH (PAcCTOSAHUA OT q=q , T.e. rpaHuupl obnacteil «Il» u

«III», no Texkyuiel nzobpaxarouieil TOYKM Ha AMArpamme cocTosHuit). UupiMu
CJIOBAMH, NpH [EPEX0JIe CUCTEMBI uepes rpanuly obnacteit «III» u «Il» umeer
MECTO 3akpuTuyeckas 6udyprauus Anaporosa — Xomnda [20].

[lpn aHTHOAPALIEILHOM BEKTOPY ( HM3MEHEHMH NapaMeTpOB B TOUKE
q =q; npoucxonnt dudypkauus yasoenus wukia (puc. 9, 6). OxHako nepe-
Xola K kackany ynsoexuit deiirendayma He Habmonaercs [63], Tak Kak ganee,
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npu q =(q,, HabmogaeTcs OuQypKaLKs CXJIONBIBAHUA «YIBOMBLIEIOCSH paHee

LMKJIa» K OZHOMEPHOIMYHOMY PelIeHHIO (YMEHbHIEHHE TEpHOJa BIBOE), KO-
TOpOE TPOMOJDKAET CYLIECTBOBATL NPH NallbHEHIeM M3MEHCHHHU MapaMeTpoB
BIUIOTH 10 TpaHuibl obnacteit «IV» u «I».

600000 4 -
<R~ M Te

500000 -

400000 -

300000 -
200000 4

24 i H 100000

g oy rr e - e il WTE e

Pue. 9. 3aBUCUMOCTH: g — CPEJHEr0 paanyca KPHUBU3HbI (R) TPACKTOPUU PElIECHHUS

cucrembl (9)—(13); 6 — nepuoaa npeaenbHOro uukia 7' 0T U3MCHCHHUS MapaMeTpoB
Tu® uy Boons Bektopa q (cM. puc. 6).

U3 puc. 9, @ BURHO, 4TO B obnactu «I» BenuiuHa <R> paBHAETCA HYJIIO,

YTO COOTBETCTBYET yCTOﬁqHBOMy CTALlMOHAPHOMY PELICHUIO. I[EUILHCI/II_UCC
MeJIEHHOE U3MEHEHUE MapaMeTpOB BAOJb BEKTOpA ( OCTABISACT peuIeHue cuc-

TEMbI Ha HWKHEH BETBU (R) = 0 BIUIOTH JI0 Tpanuisl ¢ 00aacTeio «Il». Kak yxe

OTMEYAJIOCH, MTEPECCUEHHNE 3TOH IpaHuLbl NPUBOJUT K XKECTKOMY BO36y)KIleHHEO
KOH663H[/II‘/’I, YTO BBIPAXKACTCA B CKa'—lKOO6pa3HOM YBEJIMYECHUU BEJTUYUHbI <R> .

CrcTeMa NepexouT Ha BEPXHIOI BETBb (CM. PHC. 9, a), OTBEYAIOLLYIO HEHyJe-
BBIM 3HAYEHUAM <R> OTMeTHM, YTO BO Bceil 00JacTH 3Ha4YeHMH IapameTpoB

«II» cranpoHapHoe peieHue cucTeMsl (9)—(13) CyIIECTBYET, HO OHO HEyCTOM-
4nBo (0603HAUEHO TOPU3OHTAILHOM MYHKTUPHOM NHHKUEH Ha puc. 9, a.

[Tpu u3MeHeHHH napamMeTpoB u3 obnactu «II» B NpOTHBOMONOKHOM BEK-
TOpY ( HANpaBiCeHHH CHCTEMA OCTAETCA Ha BEpXHei BETBH /10 TEX IOD, noka
u3o6paxarolias Touka He nepeceyer rpanuiyy odmactedt «IV» u «I». Ipu me-
peceueHMH 3TON TPaHMIIbI MPOUCXOAMT IMOTEPs YCTONYMBOCTH HECTAUMOHAp-
HOTO pElIeHNs, K CHCTEMA BO3BPAIIAETCS Ha HHXKHIOKO BETBb. TaUKMM obpazom,
MCTOPUsA M3MEHEHUs TapaMeTPOB OMNpE/eNseT BETB, HA KOTOPOIi OyaeT Haxo-
IIMThCS CUCTEMA NPH 3HAYCHHUH NapaMeTpoB U3 oonactu «IVy.

Hanuyue 1esoil 00nacTi MeTacTaOUIIbHBIX COCTOSHUM y CUCTEMBI pery-
JISLHAUM MUKPOTYOYJIMHOBOTO LUTOCKENETa MOKET nrpa;x: BAKHYIO ouonoruye-
ckyto pofib. [Ipn ompeneneHHbIX YCIOBUAX MUKPOTYOYNMHOBBIH LMTOCKEET
HAXOIUTCA B TTOKOSALIEMCS, HO «B3BEJEHHOM» cocTosHUMU [41]. Hebonbuioro
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BHEUIHETO BO3ACHCTBYSA, MHOIIA YKONA KJIETKH MIJION, IOCTaTOUHO /IS MTHO-
BEHHOTO Mepexola UUTOCKeaeTa kK MaclTabHO nepecTpoiike.

6. Knaccupukanus quTocTaTH4ecKuX Bo3aelicTBHIl

IMTocTpoenHas uMarpaMma COCTOSIHUS MOXeT ObITh MCIONb30BAHA IS Ka-
YeCTBEHHOI0 aHaluM3a MEeXaHU3MOB BIIMAHHS pa3IUYHBIX OUOXMMHUUYECKHX
arcHTOB Ha IMHAMUKY uutockeseTa. C KMHETHYECKOM TOUKH 3pEHUs UX AeiicT-
BUE HA PACCMATPHUBAEMYIO CUCTEMY HauOoOsiee YacTo MpPOSABIAETCA B U3MEHe-
HUM 3 PEKTUBHBIX KOHCTAHT CKOPOCTel peakuuit [32, 64, 65]. B pamkax pas-
BMBAEMOTO M0JIX0/Ja U3MEHEHHE KOHCTAHT, B CBOIO Ouepelib, Biie4eT 3a co6oil
M3MEHEHHe NapaMeTpOB MOJENH U CABHUI M300paXkalomieil CUCTEMY TOUKHM Ha
arpaMMe. coctosHui. B Tabn. 1 npencraBieHbl cBeeHUs 00 M3MEHEHHAX
KIOUEBBIX NapaMeTpoB mMosend Tu’ u y Npu BO3JEHCTBHH HA CHCTeMy psna
OMOXMMHYECKHX PETYIATOPHBIX (akTopoB. CTpejka BBEPX COOTBETCTBYET
YBEJIMUYCHHIO 3HAYEHMUs NapameTpa NpH AefCTBHM COOTBETCTBYIOLIErO (haKTo-
pa, BHU3 — YMEHBIIEHUIO.

Tabauya 1
Ha3sanue ky & X k., m o
daktopa [[Td] - S rad) Tu | [TOD]f Tu i Knace
Takcon, _
JIOLETAKCEN B T ! - -3 T = E
Tau, MAP2, RSy
MAP4 — | T - | Tt | —] E
KonxuumH,
BUHONACTUH o ! T - — — l - w
Opl8/cTarmun — e 1 L ! iy it ‘oY W
MuTtoxoHa
pHanbHbIC T — | — l AE T i il g
¢akTops!
dakropbt
[TO-I' 1D- 1 ] ot il u s 1 . L S
obmeHa (GEFs)
Mansie
['Tdaswbl (tho, 1 e ek 1 oy ! . 1 N
ran, rac)
AKTHBHDYIO-
e ['Tdasp ! — | = & e 1 e 1 N
6enku (GAPs)

U3 1abs1. 1 BUAHO, YTO PACCMOTPEHHbIE HAMU (HaKTOPBI MOTYT OBITh pas-
6uThl Ha aBe rpynmbl. OJHH OKa3hIBAKT BiaMsiHMe Ha mapametp Tu’, a apy-
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riue — Ha y. Kaxpas u3 rpyni, B CBOK o4epefib, pa3duBacTCs Ha JiBa Kiacca
B 3aBUCHMOCTH OT TOTO, K YBEJMUEHHIO UM YMEHBIUIEHHUIO COOTBETCTBYIOLIETO
napaMeTpa NpUBOAMT EHCTBHE BXOJAIMX B JAaHHBIA Kilacc areHros. B pam-
Kax MOJeIM JeHCTBME areHTOB CBOJMTCS K CMEILEHUIO M300paxarolled TOUKH
Ha JuarpaMMe COCTOSHHMII B HaNpaBJ€HMH, MApaJIENIbHOM OCSM, MOITOMY
yn0GHO COOTHECTH 00O3HAYEHMA YKa3aHHbIX YETBIPEX KIIACCOB C Harpaslie-
HUAMU, [PUHATHIMH 175l YKa3aHus CTOpOH cBeTa (cM. puc. 6). K nepsomy
knaccy, o6o3HauaeMomy OykBoiif E, OTHOCATCS BEIIECTBA (TAKCOJI, I0LETaK e,
cM. Tabn. 1), BbI3bIBAIOLINE CMELIEHHE M300paXkarolleid TOYKM Ha BOCTOK.
AHalOTMYHBLIM 00pa3oM KOJXMUMH M BUHOTACTMH MOTYT ObITh OTHECEHBI K
knaccy W, a MutoxoHapuasibHele daktopsl ¥ paktopsl [TO-I'/[O-00mena —
K KJaccy S u Tak jasee.

M3BeCTHO, YTO BELIECTBA, OKAa3bIBAIOLIME LMUTOCTATHYECKOE HEHCTBHUE
(UMTOCTATUKH), HAPYIIAOT HOPMAIbHOE MPOXOXKIAEHUE KIETKOH murosa [32,
66]. DTH areHThl MOJAABJAIOT BBICOKYIO THHAMHYECKYIO JAOUIBHOCTH MUKPO-
TpyboU€eK, HEOOXOAUMYIO s IPOCTPAHCTBEHHOrO Pa3/EICHUA XPOMOCOM.
Takum 06pa3oM, HUTOCTATHKH OJIIOKUPYIOT Ty (asy MHUTO3a, B KOTOPOH KieTKa
Haxojuaack Obl B O0JIACTH MApaMeTpOB, OTBEYAIOLIEH HECTAMOHAPHBIM pe-
SKUMaM, T. €. obmacTu «1I».

B pamkax TpeUioKeHHOro moaxoja 30Ha «Il» COOTHOCHTCS C COCTOs-
HUSIMH, B KOTOPBIX TyOYJIMHOBBIN LUTOCKENET AEMOHCTPUPYET MAKPOCKOIYe-
ckue TpaHchopMalyy. Bllle 0TMEYanoch, 4TO KIETKa Ha OMpPEeJE/ICHHBIX CTa-
OMAX MUTO3a AO/DKHA MPOXOAWTH Yepe3 00JacTh HECTALMOHAPHOrO MoBeje-
nus. BenencTBre 3TOro NOHATHO, 4To Oosiee 3 deKkTUBHBIMHU CHELYET CUUTATD
Te LUTOCTATHYECKHE Npenaparsl (b0 MX COYeTaHHMs), KOTOpbIE MPH MPOYMX
PABHBIX YCJIOBUSX BbI3BIBAIOT GOJiblIEe CMEUIEHNE M300paKatoen TOYKH Ha
JMarpaMMe COCTOSIHUS U3 00NacTel HeCTAMOHAPHOTO MOBEACHHA MUKPOTpY-
Gouek. KpaTuaiiium myTeM sBIsSETCS CMEIIEHHE BONb HOPMaH K ocu obJac-
™ «II» (eM. puc. 6). Hanpumep, 3a C4ET OTHOBPEMEHHOIO CMELIEHHA BBEPX U
BJIEBO (4TO XapaKTepHO JUIs COBMECTHOTO JEHCTBUS BELIECTB M3 KiaccoB W 1
N), Wiy ke BHU3 U BOpaso (IIPU COYETAHHM BEWECTB S- M E-kiaccos). 310
03HAYaeT, 4To NP UCHOJIb30BAHNUM YKa3aHHBIX BEUIECTB B [IPUBEICHHBIX cOYe-
TaHUAX TpebyeMblil LuTOCTaTUIeCKHit b deKT OyneT NOCTUraTbes MpH MeHb-
mux go3uposBkax. OTKyIa HENOCPEACTBEHHO CIENyeT, YTO COIMyTCTBYIOLIAs
TOKCHYHOCTh NPOTHUBOOIYXOJEBbIX LUTOCTATHYECKHUX MPENapaToB MpH OJHO-
BPEMEHHOM HMX MPUMEHEHHH Takke OyneT cHwkeHa. B Tabim. 2 mpeacTaBieHbl
JaHHBIE O COBMECTHOM JEHWCTBMH BELUECTB (COUETAEMOCTD), MPUHALIEKAIIMX
pa3IMYHbIM M3 MEPEYMCIICHHBIX KIacCOB (3HAKOM + O0O3Ha4YeHbl COYETAHMUS,
IIPU KOTOPHIX UMEET MeCTO 3(deKT B3aMMHOr0 YCUIICHH BO3ACHCTBUA Npera-
paros. [Ipouepk 0G03Ha4aeT OTCYTCTBHE dPheKTa).

B3anMHoe ycuieHue (CHHEPTU3M) AeHCTBUsS pasiMYHBIX LUTOCTaTHYe-
CKUX areHTOB JOCTUraeTcs JIMlIb B TeX CIY4asX, KOrJa UMEET MECTO BIIMAHUE
OZHOTO areHTa Ha «TYOYJHHOBYO» COCTABIIIOLIYIO (T. €. Ha M3MEHEHHE CKO-

327




poCTU peakuuil NoJMMepU3aLHu/ IEN0NMMEPU3aALMH), @ IPYTroro — Ha «IHEp-
FETHYECKYIO», T. €. Ha 0allaHC MEXKIy KOHUeHTpauusMu Monekysn ['T® u [T.

Tabauya 2
N S E w
N + 3 2 +
S L + & i
E - + + -
W + - — +

7. Juckyccus

B cBA3KM ¢ 0MOJOrMYECKUMH U MEIHLIHCKUMHU TIPUIIOKEHUAMH [pobIieMa
perynsuuy IMHaMHUYECKUX TpaHchopMaluil MUKPOTYOYIHHOBOTO LIMTOCKEJIE-
Ta MpeACTaBIsgeT O0NbLIOA HAyUHbIH W npakTHiecKuil uuTepec [33, 41]. K Ha-
CTOSILIEMY BPEMEHM HCCIENOBAH WIHMPOKUH Kiacc OMOXMMHYECKWX BELIECTB,
0611a1xa}0umx LUTOCTAaTHYECKUM PETyJATOPHBIM neiicTeuem [32, 34]. Pa3su-
TbIi HAMH MOJXO/ MO3BOJMII pacKiacCUDHUIUPOBATE PETyNATOPHbBIE BO3AEHCT-
BHsl HA YETHIPE OCHOBHBLIX THma. IIpy 3TOM OTKphLIACh BOIMOXHOCTB, ONMUpa-
SChb Ha JUarpaMMy COCTOSHUS MUKPOTYOYJIMHOBOTIO LUTOCKENETa, CyauTh 00
3(}HEKTUBHOCTH COBMECTHOTO ACHCTBHS PAa3HBIX PEryIATOPOB (CM. Taldu. 2).

MukpoTyOyIMHOBBI LIUTOCKENET KNETKH BbICOKOUYBCTBHUTENEH K YCJIO-
BUSM MpOBeJieHUs 3kcnepuMenTta. Hanbonpne sxkcnepuMeHTasnbHble 3aTpy/a-
HEHUsI BO3HUKAIOT MPM OTBICKAHUU YCJIOBHH, IPH KOTOPBIX MPOSBASETCS K-
HaMHYeCKas HeCTaOMIBHOCTL MUKPOTPYOOUek [42, 49]. B cBeTe mpoBeieHHOTO
aHaNM3a 5TU HaOIOJEHUs CTAHOBSTCS MOHATHBIMH. JIesio B TOM, 4TO obnacTty,
OTBEYAIOIIME HECTALIMOHAPHBIM PEXHUMaM Ha MOCTPOEHHOI HamMu Juarpamme
COSTOHHI/IS[, NPEACTABNAIOT cO00H y3kue mosockl (cM. puc. 6). [Toatomy ciy-
yaiiHOe [I0MaAaHue napaMeTpoB B 3TH 00Jaatollne Manoil miomanso obac-
TH MaJIOBEPOSTHO.

HamHoro npouie HanpapiaeHHas MOCTAHOBKA OIBITOB [0 PErHCTPALIMU He-
cTabuIBbHOCTEH B ANMHAMEKE MUKPOTPYOOYEK B cUCTeMaX in vitro. JlocTaTouHO
3a[aTh BLICOKYIO Ha4allbHYIO KOHLEHTpauuro TyOynmuHa u ['T® u noxkparbes
BO30yXIeHUA KoneOaHMil B XO#e eCTECTBEHHOrO IOHIKeHHs ypoBHs [ TO
[44]. OtmetuM, yTO cHibKeHHe ypoBHA ['TO co BpeMeHeM Ha quarpamme co-
CTOSHMA (CM. pUC. 6) COOTBETCTBYET ABIKCHUIO M300paXkaroueil TOUKY CHU3Y
BBepX. ITpu 3TOM, KaK HECJI0KHO BUAETD, CUCTEMa MUKPOTPYGOUEK Ha rpaHuIe
mexy 30Hamu «I1» u «II» JomKHa npeTepneBarh Mepexo U3 CTalHOHAPHOIO
COCTOSIHUA B HeCTaLMOHapHOoe. Takum 00pa3oMm, sICHO, YTO B CUCTEMAX in Vitro
OSIBJIEHUE HECTAOUNBLHOCTEN B AMHAMUKE MHKPOTPYOOUEK OGYCIIOBIEHO POXK-
J€HHEM MpelesbHOTO uMKaa (cM. puc. 8). B TepMuHax Teopuu kartactpod, npu
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nepexojie CHCTeMbl yepe3 rpanuiy obnacteii «IIb» u «II» umeeT MeCTO 3aKpu-
Tryeckas 6udypkanus Axaponosa — Xonda [21].

[Ipupoaa HeCTaUMOHAPHBIX MyJbcaluii MUKPOTPYOOUEK, MpH KOTOPBIX
CTaANM MOJNMMEPU3AIMOHHOIO POCTA BHE3ANHO CMEHSAFOTCS CTaAMAMHM ACTIO-
JMMEpPU3aLMM, UHTEHCHBHO o6cysxmaeTcs Oonee 25 JeT [42, 46]. Haubornee
LIMPOKO JeGaTUpYyeTCs TMoTe3a O CYyLIECTBOBAHMM B OKDECTHOCTH TUTHOC-
KOHLIA MUKPOTPYOOYKH TaK HasbiBaeMol [ TD-KphILKK (GTP-cap). Cornacuo
JAHHOW TUMOTE3e, TMAPOJIN3 MPUCOSIMHEHHOH K TyOynuHy Monekynsl ['Td
NPOUCXOAUT He cpasy Iocjie MPUCOeAMHEHHs O0YepENHOro AnuMepa K MHUKpO-
Tpy6ouKe, a CIycTst HeKoTopoe Bpems [46]. OOpa3yIoIuiics CJI0# MOJEeKyJ
Ty6ymuHa-I' T® B OKPECTHOCTH IUIIOC-KOHLA MPeAoTBpallaeT ACTOoIuMEpH3a-
LU0 U CTAGMIM3MPYET BCKO MUKPOTPYOOouKy [46]. [lepexon oT pocTa MUKpO-
Tpy6OUKH K €€ IeMONUMEPU3ALIMH CBA3AH C MCHE3HOBCHUEM I'TO-KpbILIKH.

HeJb3s UCKJIIOUUT, YTO B ONMPEACIEHHBIX IKCIIEPUMEHTANBHBIX yCIOBUAX
3agepikka ruaponuza ['TD, B mpuHLUIE, CIOCOOHA BHI3BATH HecTabUIbHOCTb B
JMHAMHKE MUKpoTpy6ouek [42, 46]. OnHaKo NPOBEACHHBIH BhILUE aHANU3 110~
Kasa, 4To, H He mpuberas K 3TOM runorese (OMMpasch TOJNBKO Ha pEaKIHOHHO-
audy3uoHHbIe NPECTABNEHUs B paMKax MOJENH (9—(13)), ynaercs nony-
YUThH pEeLICHHUS], COOTBETCTBYIOMINE MHAMUHYECKUM HecTaOMILHOCTSAM TyOynu-
HOBBIX MHUKpOTpyOouek. [TomyTHO 3aMeTuM, 4TO B paMKaX HallIero noaxolia
caM coBoli CHUMAeTcs aKTHBHO 00CY:KOAeMbIi B albTEPHATHUBHBLIX MOAXOAAX
BOIPOC O BHJE HACTOTHOTO CIEKTPA CIy4aiHbIX COOBITHH «TEPEKIOHEHHUS
MHUKpOTpYGOUEK ¢ pOCTa Ha AeMOoIMMEepH3alio 1 oGpaTHO [56].

B pamkax pa3BUTOrO HaMH MOAXOJA AMHAMMKA TUTHOC-KOHLA MUKPOTpPYOOU-
KM OmpeleseTcs MCKIIOYUTENLHO pPeaKUUAMU copOuuW/ aecopOLn  MOJICKYJI
TyGynuua. [Ipu 3TOM CKOPOCTb PeaKiyu COpOLMH 3aBUCHT OT JIOKJIBHO! KOH-
LEHTPALUH MOJieKyl TyOy/iuHa, cBa3anHpix ¢ ['TO. B 3ToM CMBIC/IE H3MCHEHHE
pazmMepa MHKPOTPYOOUKH pEryJIHpyeTcs peakMOHHO-AU(QY3UOHHBIMU  TPO-
neccaMy B OKpyxaromieil cucteme. [IpopeneHHblil aHaIn3 mokasal, HTO pocT
MHKPOTPYOOUKH CBS3aH C PACHpOCTPaHCHMEM KOHLCHTPALMOHHBIX aBTOBOJIH
MoJieKys TyOysinHa B pacTBope. beryiuas ciepa Hanpaso aBTOBOJIHA I'T® BbI3BI-
BaeT POCT MUKPOTpYDOOUEK, a PACIpOCTPpaHAIoLIascs Crpasa HalleBO BOJIHA o
COMpOBOXAeT Aernonumepusaumio. [1o aHanoruu ¢ yMOMHHABLIMMHACA paHEe
1 y3HOHHO-TUMUTHPOBaHHBIME Tpouieccamu (DLA [51]) MOXKHO CKa3aTh,
YTO KPUTHYECKHE ABJEHNs B IMHAMUKE MUKPOTPYOOUEK OTHOCATCS K JHEPreTH-
YECKH JIMMUTHPOBAHHBIM MPOIECCaM arperauuu-aucarperanum (ELAD).

Bompoc o0 poJiv KOHLUEHTPALMOHHBIX aBTOBOJIH B AMHAMUKE MUKpOTPYOO-
yeK, HACKOILKO HaM M3BECTHO, HE pacCMaTpHBAsICA PaHEe TEOPETUHECKN. On-
HAKO B TMOJb3Y BIMSAHMS KOHUEHTPALUMOHHBIX [PAIMEHTOB HA IHHAMUKY MMK-
pOTpYBOUEK in Vivo CBHAETENBCTBYIOT HENABHO ony0MKOBaHHbIE JKCIEPH-
MeHTabHBle JaHHele [35, 57]. DT0 Mo3BOJAET HAAEATHCS, HTO [OJTYIECHHBIC
HAMH TEOPETHHECKHME Pe3yJIbTaThl MOTYT OKA3aThCsl HEOE3BIHTEPECHBIMH CIie-
[IMANTHCTaM B 00NaCTH KJIETOUHO OHOIOTHH.
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CTout 3aMeTUTh, YTO B MPEANPHHATON B JaHHON paboTe MOTMBITKE OMKCa-
HUSL KPUTHYECKHX sIBJIEHUH B JMHAMUKE MUKPOTPYOOYEK pa3sBMBAIOTCA OOLIUE
(pU3MKO-XUMHYECKHE TIONOKEHHUSA TEOPHH IUCCHIATHBHBIX CTPYKTYp [52].
Pacripesienenne peareHToB B pacTope, B KOTOPOM (OPMHUPYIOTCA MHUKPOTPY-
0O0YKH, ONMHCBHIBAETCA B PaMKaX PEaKLUOHHO-AHGDY3UOHHOTO MPUOTHKEHHS.
A caMu MUKpOTYOYJHHOBBIE HUTH TPAKTYIOTCS KaK «IPELMITUTATY U3 KHAKOI
¢a3pl, T. €. Kak BBIMABIICE B OCAJOK BELIECTBO. B paMkax Takoro noaxona
npobriemMa pocTa MUKPOTPYOOUeK Mo cBoeil (BPU3NKO-XMMHYECKOH CYTH Mpe-
CTaeT Kak podiieMa KOHIEHCAUUH MOJIeKyT TyOyanHa U3 oaHoi ¢assl B apy-
ryto. HecMOTps Ha TO 4TO MOCTPOEHHAas HAMH KHHETHYECKas PEaKLUOHHO-
g ysnonHo-nperunutanuonnas (PAI1) Moxens, BHe BCAKOTO COMHEHHS,
ABJIACTCA CHJIBHO YNIPOIIEHHOMN M yXBATBIBACT JIMIIb YaCTh U3 HAMOOJEE Xapak-
TEPHBIX 9ePT PEalbHOM CHCTEMbI, Ha €€ OCHOBE YHaJOCh MOCTPOUTH AUArpaM-
MY COCTOSHUSI PaCCMaTPUBAEMOI CHCTEMBI,

B ¢usuke nepexon Beuiectsa U3 0HON HOPMBI IPOCTPAHCTBEHHOTO YIIO-
pANOYEHHUS B IPYTYIO IIPUHATO pacCMaTpUBaTh B pamkax Teopuu $a3oBbix Ie-
PEeXoloB € TePMOJMHAMHUYECKUX MO3MLIUN [69]. TpaavUUOHHBIA B3MIAKL Ha
ABJICHUS] CMEHBI arperaTHOrO COCTOSHMUA CBA3AH C BLIACHEHHEM yCio6ull mep-
modunamuyeckou yemouuugocmu ¢az [73]. Cocymecrsosanue aAByX $ha3 Bo3-
MOXKHO JIMIIb B ClIyYae, €CIM Ha IpaHuLe pazaena ¢as XuMHYECKHE TT0TeHL1a-
bl paBHbl. O CIEKTPe arperaTHpIX COCTOSHMI CHCTEMBI M BO3MOMKHBIX MEpe-
XOJax MeXIy HUMHU [IPH M3MEHEHUU TEPMOJAMHAMHYECKHX MapaMeTpoB MpH-
HATO CYAHUTH 10 BUAY «IMarpaMmmbl coCTOAHMA» [73]. [loatomy mocTpoeHue
TAKUX AMArpaMM SBJISETCS OJHON M3 KIIIOYEBBIX 3aJay B (PU3MKE KOHIEHCHPO-
BaHHOTO cocTosiHust. Hano cka3aTk, YTO AMArpaMMbl COCTOSHHUS IIMPOKO HC-
MOJIb3YKOTCS M B YU3MUECKON XUMMH, HAIPUMEp, IPH M3YYEHHH TePMOJMHA-
MUYECKHUX YCJIOBUIL BRINIAZECHKS B 0CAI0K PACTBOPEHHbIX B XKUAKOH (paze coneit
[74]. llpumMeHnTENLHO K paccMOTpeHHOH Hamu ELAD-cucTeMe YMECTHO roBO-
PHTB O HEPABHOBECHBIX IIEPEXOIax, MOCKOIbKY B X0xe (HOPMUPOBAHMS M POCTa
MHKPOTPYOOYEK UMEET MECTO SHEProMOTPEOICHHE — PACXOAYIOTCA MONEKY-
Jil ['TO.

BBuzy TOro 4T0 TyOYNMMHOBbIE MUKPOTPYOOUKH CIIOCOGHBI POPMUPOBATE-
Cs M B PCKOHCTPYMPOBAHHBIX OMOXMMMYECKHX CHCTEMAX, HaM NIPEACTaBIsIOCH
CCTECTBEHHBIM PacCMaTpUBaTh MX C MO3MUMH COBPEMEHHON HEpPaBHOBECHOI
¢dusnueckoit xumuu [72]. C 3Tl TOUKH 3peHMs PEKOHCTPYMPOBAHHAS CHCTEMA
MOJXKET PacCMaTpUBATLCA KaK COCTOAMIAA MX ABYX B3aHMOJEHCTBYIOMINX MEX-
ny coboit moacuctem (puc. 10). B «<KOHLEHTPALIMOHHON» TTOICHCTEME MOJIEKY-
bl TyOysuHa, accouuupoBannele ¢ I'TO win [JIP, ciocobHBl MHANBULYANb-
HO MepeMelarscs B NpoCTpaHcTBe. HanpoTus, B «peUUNUTALMOHHOM» MO-
CHCTEME OT/ENbHbIE MOJIEKYJIbl TYOYIHHA MIOTHO YHNAaKOBaHbl B MIMHAPUYE-
CKyt0 13-3aX0[HYIO CIUPANLHYIO CTPYKTYPY (CM. puc. 2). B aToM cMbicie Ty-
Oy/IMHOBast MUKPOTPYOOUKa NMpecTaBnseT co0O0M 31EMEHT KOHAEHCHPOBAHHOI
¢aspl. Ilpu oToM ycioBHas «rpaHuua pasgena (as» npeiacTaBaseT co6oii
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KOJIBLIO C BHEUIHMM pa3MepoM 24 HM U BHYTpeHHMM 13 HM, jexaiiee B Tople-
BOM CEYEHHMU MUKPOTPYOOUKH, B 30HE MECTOMOJIOKEHUS ee IUIroc-KoHa. [lo-
HATHO, YTO yKa3aHHas «rpaHHLa paznena ¢az» NOKHA ObITh B PaBHOBECHOM
CUTyallUM HEMOJABMKHOH (MUCHBITBIBATH TOJBKO (UIyKTYALMOHHOE IPOXKaHUE),
TaK KaKk MpH ITOM CKOPOCTH MNPsAMBIX K 00paTHBIX mnpoueccoB (copb-
LH/ AecopOLMM) TOJKHBI ObITH PABHBL.

Moacucrema 2

Moacuctema 1

S,

Cop6uus

npeLLVH'IVITaLlVIOHHaﬂ
nogcucrema

KoHueHTpaymoHHas
nogcucrema

TATAN

Puc. 10. [IpunnunuansHas cxemMa pacCMOTPEHHOH peakLHOHHO-
1 hy3MOHHO-NPELUITUTALIMOHHOH CHCTEMBL

Hecopbums

OpHako B3aMMHOE AEHCTBUE YKa3aHHBIX BBILIE MOJCHUCTEM B HEPABHOBEC-
HBIX YCJIOBHSIX MOXKET ObITh, BOOOIIE rOBOpPs, ¥ HECKOMIIEHCHPOBaHHBIM. Ha-
NpHMeEp, B YCJIOBHAX, KOTAa JOMHUHUPYIOT MPOLIECCHI COPOLIMU MOJEKYN TyOy-
NuHa, Oy#eT UMeTh MECTO pOCT MHKpoTpybouku. Kak cnencteue, 6yner cme-
waThes rpaHuua paszgena ¢as. [Ipy JOMHHMPOBAHHH MPOLECCOB IECOPOLIUH,
TpyOoukH OyayT yKOpauMBaThCA, a KOHLEHTpaLHOHHAsA ¢a3a HachlIaThCs MO-
nexynamu TyOynmuHa-I' 1d. [lelicTBHe MOACUCTEM APYT HA OpYyra, Kak BBICHH-
JIOCh, HEe Bcerja ObIBaeT KOMIIEHCATOPHO COaJlaHCHPOBAHHBIM B KaX bl MO-
MeHT BpeMeHH. Hapsiny ¢ pexumMaMu, KOTOPBIM OTBEUAIOT CTallMOHApPHBIE pac-
npeAeneHuss MUKpOTpyOoUeK 1Mo AMMHaM, HMEIOIMMH MeCTO B 30HaX «0», «I»
u «III» (cM. puc. 6), BO3MOXKHBI U HECTALIMOHAPHBIE PEXHUMbI, KOTOPLIM OTBE-
yaroT obnactaM «II» u «IV» Ha mapameTpuueckod nUarpaMme COCTOAHHsSA (CM.
puc. 6). Kak Mbl BUIENH, B OCIEIHEM Cllydae MOBEJEHNUE CUCTEMBI ONpeesis-
eTcs HaJMYMeM B ()a3oBOM MpOCTpaHCTBe mpeneibHoro uukiaa A. [TyaHkape.
[IpencTaBnsfeTcs BaKHbIM MOAYEPKHYTh, YTO MPU 3TOM MacIUTabOHble MEpUO-
JMYECKHE U3MEHEHUs JUIMHBI MHKPOTPYOOUEK OKa3bIBAIOTCS COMPSKEHHBIMHU C
KOHLEHTpaIMOHHBIMK aBTOBOJIHAMHM B pacTBope. B ¢u3nke mupoxo n3BecTHo,
4TO MPU NPUOMKEHUH K KPUTHYECKUM COCTOSIHHSM MMEET MECTO HapacTaHue
KpynHOoMacwITaOHbIX (UIyKTyauuit U yBeiaHueHHEe paiguyca KOppemsuuu (BTo-
pOro KOppensiqMOHHOro MOMeEHTa) [75, 76]. B paccMOTpeHHO! HaMM HEpaBHO-
BECHOW cHCTEME YBEJIMYEHME MPOCTPAHCTBEHHO-BPEMEHHOM KOppENALUH B
KPUTHYECKUX YCIOBUSAX 00ECNEeYMBAETCS 33 CYET ABTOBOJHOBBIX MPOLIECCOB H
COTNPSDKEHHBIX ¢ HUMU POLECCOB TOJIMMEPU3ALMHU-IENOIUMEPU3aALIUN.

B onpenenenHoit o6nactu napametpoB (cM. «II», «IV», puc. 6) umeer me-
CTO cBO€OOpa3Has B3aWMHAas CHHXPOHM3ALMSA B MOBENEHUH MOJCUCTEM, KOTO-
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pasd [NposBIAETCA B BUAE  B3aUMOOOYCJIOBJICHHOW MPOCTPAaHCTBEHHO-
BPEMEHHOH PUTMUKU. PoxxzeHue npeaenbHOrO UMKIA M CBA3AHHBIX C HUM
NPOCTPAHCTBCHHO-BPEMEHHBIX (HOPM TpaHcHOPMALUMU 3TEMEHTOB TYOYJIHHO-
BOrO  LMTOCKeJeTa HMIET B  MOJHOM  COOTBETCTBUM C  OTKPBITHIM
A. A. AHIpOHOBBIM MexaHU3MOM (cM. puc. 9, a).

Bripaxaem 6narogapHocts npodeccopy H. A. BopoObeBy 3a LieHHbIE CO-
BETBI M 3aMEYaHUs.
Pabora BrinonHeHa npu nogaepxke POOU, rpant Ne 04-04-49423a.

JInreparypa

. Helmholtz H. Ueber die Fortpflanzungsgeschwindigkeit der Nervenreizung // Annalen
der Physik und Chemie. 1850. V. 79. P. 329—330.

2. Hertz H. Allgemeine Theorie der Elektricitat und des Magnetismus // Die Fortschritte
der Physik. 1880. V. 36. P. 765—767.

3. Konmocopos A. H., IMemposcruii H. I, INuckynos H. C. Wccnenobanue ypasHemus
anpdysun, coeMHEHHO ¢ BO3pacTaHHEM KOJIMHECTBA BELLECTBA, M €ro MPUMEHEHUE K OJHOI
Ouonoruueckoii npodneme // Bron, MIY. Cep. A. 1937. Boin. 6. C. 1—16.

4. Bemvoosuu A. b., Ppank-Kameneykuii J]. A. Teopust TeNIoBoro pacnpocTpaHeHUs Mia-
menn // WypH. dusuueckoii xumuu. 1938. T. 12, Bein. 1. C. 100—105.

5. Wiener N., Rosenblueth A. The Mathematical Formulation of the Problem of Conduction
of Impulses in a Network of Connected Excitable Elements, Specifically in Cardiac Muscle
/1 Arch. Inst. Cardlol Mex. 1946. V. 16. P. 205—265 [Pycckuii nepeo: Bunep H., Posenémom A.
[TpoBenenne umnynpcor B cepieuHoli Mpliuie: Matemaruueckas GOpMyIHpoBKa MpoGemMbl Mpo-
BEJICHUS UMITYJIHCOB B CETH CBA3AHHBIX BO30YIMMBIX 3IEMEHTOB, B YACTHOCTH B CEPAEUHOIN Mblli-
ue // Knbepuernueckuit cbopuuk. 1961. Bem. 3. C. 7—386].

6. Hodgkin A. L., Huxley A. F. A quantitative description of membrane current and its ap-
plication to conduction and excitation in nerve // J. Physiology. 1952. V. 117. P. 500—544.

1. Scott A. Active and Nonlinear Wave Propagation in Electronics. N. Y.: Wiley, 1970
[Pycckuit nepeson: Ckomm 3. Bontbl B aKTHBHBIX M1 HEJIMHEHHBIX CPEJaX B NPHUAOKEHUN K eK-
Tpouuke. M.: Cosetckoe paano, 1977. 368 c.].

8. IKadomunckuii A. M. Konuentpauuonusie konedaunus. M.: Hayka, 1974.

9. Konebanns n Geryuine Bonubl B xumuuecknx cuctemax / Ilon pen. P. duna, M. Byprep.
M.: Mup, 1988. 720 c.

10. llpueoscun M. Bpewms, ctpyktypsl u Quykryaunpn / YOH. 1980. T. 131, Boin. 2.
C. 185—207.

11. AsroonHosbie npouecchl B cuctemax ¢ auddysneii / [oa pea. M. T. ['pexosoii. [opb-
kuii: UT1d AH CCCP, 1981.

12. Bacunves B. A., Pomanosckuii FO. M., fxno B. I'. ABTOBONHOBBIE MpoLiecch. M.:
Hayka, 1987. 240 c.

13. Wolpert L. Principles of development. Oxford: University Press, 1998.

14. Koch A. J., Meinhardt H. Biological pattern formation — from basic mechanisms to
complex structures // Rev. Modern Physics. 1994. V. 66. P. 1481—1507.

15. Turing A. M. The chemical basis of morphogenesis // Phil. Trans. R. Soc. London. 1952.
V.237.P.37—72.

16. Thom R. Mathematical models of morphogenesis. N. Y.: Halsted Press, 1982 [Pycckuii
nepesox: Tom P. Matematnueckue mozenn Mopdorenesa. M.: PX]I, 2006. 136 c.].

17. Heanuyxuii I'. P., Kpuncxuii b. H., Cenvkog E. E. Matematuueckas Guodusika KieTky.
M.: Hayka, 1978. 308 c.

18. Leichleiter J., Girard S., Peralta E., Clapham D. Spiral calcium wave propagation and
annihilation in Xenopus laevis oocytes // Science. 1991. V. 252. P. 123—126.

532

19. Gorbunova Y. V., Spitzer N. C. Dynamic interactions of cyclic AMP transients and spon-
taneous Ca2+ spikes // Nature. 2002. V. 418. P. 93—96.

20. Haken H. Synergetics, an introduction. Nonequilibrium Phase-Transitions and Self-
Organization in Physics, Chemistry and Biology. Springer, 1977 [Pycckuii nepeson: Xaxew I
Cunepreruka. M.: Mup, 1980.].

21. Anoponos A. A., Bumm A. A., Xaiikun C. D. Teopust xonebanuii. 2-¢ uzn. M.: dusmar-
rus, 1959. 926 c.

22. lopenux I'. C. Konebanus u Bojnubl. M.: ®usmarrus, 1959.

23. Bocomobdos H. H., Mumpononvckuii FO. A. ACUMNTOTHYECKHE METO/bI B TEOPUM HENH-
HeliHbIX konebanuii. M.: Hayka, 1974.

24. Baiinbepe M. M., Tpenoeun B. A. Teopus BETBJICHHUS peleHHi] HENMMHEIHBIX ypaBHEHUIT.
M.: Hayka, 1969. 529 c.

25. Sattinger D. H. Topics in stability and bifurcation theory. Lecture notes in Mathematics,
N309. N. Y.: Springer-Verlag, 1973.

26. Jlanunos FO. A. Jlekun no HeNMHEHHON AMHAMUKE. DieMeHTapHoe BBeaeHue. M.: [lo-
crmapkeT. 2001. 184 c.

27. Mandelbrot B. B. The fractal geometry of nature. San Francisco: Freeman, 1982.

28. Jle HKewn I1. Unen «ckeitnunray» B Gusnke noniumepos. M.: Mup, 1987. 368 c.

29. Wang N., Naruse K.,  Stamenovic D.,  Fredberg J. J.,, Mijailovich S. M.,  Tolic-
Norrelykke M., Polte T., Mannix R., Ingber D. E. Mechanical behavior in living cells consistent
with the tensegrity model // PNAS. 2001. V. 98. P. 7765—7770.

30. Xanmow I1. Teopus mepsl. M.: ®aktopuan. 2003. 256 c.

31. Alberts B., Johnson A., Lewis J., Raff M., Roberts K., Walter P. Molecular Biology of
Cell. N. Y.: Garland Science, 2002.

32. Wilson L., Panda D., Jordan M. Modulation of microtubule dynamics by drugs: a para-
digm for the actions of cellular regulators // Cell structure and function. 1999. V. 24. P. 328—335.

33. Potapova T. A., Daum J. R., Pittman B. D., Hudson J. R., Jones T. N., Sati-
nover D. L., Stukenberg P. T., Gorbsky G.J. The reversibility of mitotic exit in vertebrate cells
// Nature. 2006. V. 440. P. 954—958.

34. Niethammer P., Bastiaens P., Karsenti E. Stathmin-tubulin interaction gradients in mo-
tile and mitotic cells // Science. 2004. V. 303. P. 1862—1866.

35. Caudron M., Bunt G., Bastiaens P., Karsenti E. Spatial coordination of spindle assembly
by chromosome-mediated signaling gradients // Science. 2005. V. 309. P. 1373—1376.

36. Li H., DeRosier D. J., Nicholson W. V., Nogales E., Downing K. H. Microtubule struc-
ture at 8 A resolution // Structure. 2002. V. 10. P. 1317—1328.

37. Janson M. E., Dogterom M. A bending mode analysis for growng MT // Biophys. J.
2004. V. 87. P. 2723—2736.

38. Bopoobwes M. A., Ipucopves H. C., Bopucu I'. I Jlunamnka MUKpOTpYGOUEK B KYJIbTH-
BUpYeMbIX KineTkax // Ourorenes. 2000. T. 31, Ne 6. C. 420—428.

39. Holy T. E., Leibler S. Dynamic instability of microtubules as an efficient way to search
in space // PNAS. 1994. V. 91. P. 5682—5685.

40. Grigoriev I, Borisy G., Vorobjev I. Regulation of microtubule dynamics in 3T3 fibro-
blasts by Rho family GTPases // Cell Motility and the Cytoskeleton. 2006. V. 63. P. 29—40.

41. Karsenti E., Vernos I. The mitotic spindle: a self-made machine // Science. 2001.
V.294. P. 543—547.

42. Mitchison T. J., Kirschner M. W. Dynamic instability of microtubule growth // Nature.
1984. V. 312. P. 237—242.

43. Carlier M. F., Melki R., Pantaloni D., Hill T. L., Chen Y. Synchronous oscillations in
microtubule polymerization // PNAS. 1987. V. 84. P. 5257—5261.

44. Melki R., Carlier M. F., Pantaloni D. Oscillations in microtubule polymerization: the
rate of GTP regeneration on tubulin controls the period // EMBO J. 1988. V. 7. P. 2653—2659.

45. Fygenson D. K., Braun E., Libchaber 4. Phase diagram of microtubules / Phys. Rev. E.
1994. V. 50. P. 1579—1588.

533




46. Desai A., Mitchison T. J. Microtubule polymerization dynamics / Annu. Rev. Cell Dev.
Biol. 1997. V. 13. P. 83—117.

47. Janosi I. M., Chretien D., Flyvbjerg H. Structural microtubule cap: stability, catastrophe,
rescue, and third state //Biophys J. 2002. V. 83. P. 1317—1330.

48. Dogterom M., Leibler S. Physical aspects of the growth and regulation of microtubule
structures // Phys. Rev. Lett. 1993. V. 70. P. 1347—1350.

49. Caudron N., Valiron O., Usson Y., Valiron P., Job D. A reassessment of the factors af-
fecting microtubule assembly and disassembly in vitro // J. Mol. Biol. 2000. V. 297. P. 211—220.

50. Boaskenwmetin M. B. Buopusuka. M.: Hayka, 1988. 592 c.

51. Vicsek T. Fractal Growth Phenomena. World Scientific, 1992. 400 p.

52. Huxomuc I, Ipuzoxcun 4. CamoopraHu3aryis B HepaBHOBECHBIX cuctemax. M.: Mup, 1979.

53. Déenune B. O6pazoBanue CTPYKTyp MpH HEOOPATUMBIX Npoleccax. BeeneHHe B TEOpHIO
JMCCUNATHUBHBIX CTPYKTYp. M.: PX]I, 2004. 256 c.

54. Koch A. J., Meinhardt H. Biological pattern formation — from basic mechanisms to
complex structures // Rev. Modern Phys. 1994. V. 66. P. 1481—1507.

55. Guria G. T., Livshits M. A. Nonequilibrium spatio-temporal selforganization due to de-
layed negative feedback // Z. Phys. B. Condensed Matter. 1982. V. 47. P. 71—77.

56. Houchmandzadeh B., Vallade M. Collective oscillations in microtubule growth // Phys.
Rev. E. 1996. V. 53. P. 6320—6324.

57. Pearson C. G., Gardner M. K., Paliulis L. V., Salmon E. D., Odde D. J., Bloom K.
Measuring nanometer scale gradients in spindle microtubule dynamics using model convolution
microscopy // Mol. Biol. Cell. 2006. V. 17. P. 4069—4079.

58. Ross J., Muller S., Vidal C. Chemical waves // Science. 1988. V. 240. P. 460—465.

59. bypasyee B. H. Ilepuoanueckuii dhasossiii nepexon B pactsope ammuaxa / XKypu. du-
3uueckoit xumuu. 1983. T. 57. C. 1822—1824.

60. Sammak P. J., Borisy G. G. Direct observation of microtubule dynamics in living cells
// Nature. 1988. V. 332. P. 724—726.

61. Grill S. W., Gonczy P., Stelzer E. H., Hyman A. 4. Polarity controls forces governing
asymmetric spindle positioning in the C. elegans embryo // Nature. 2001. V. 490. P. 630—633.

62. Ienvghano U. M. Jlexunu no nuneiinoit anrebpe. M.: Hayka, 1970. 273 c.

63. Feigenbaum M. J. Quantitative universality for a class of nonlinear transformations // J.
Stat. Phys. 1978. V. 19, Ne 1. P. 25—52.

64. Andersen S. S. L. Spindle assembly and the art of regulating microtubule dynamics by
MAPs and Stathmin/Op18 // Trends Cell Biol. 2000. V. 10. P. 261—267.

65. Rubin C. I, Atweh G. F. The role of stathmin in the regulation of the cell cycle // J. Cell
Biochem. 2004. V. 93. P. 242—250.

66. Honore S., Pasquier E., Braguer D. Understanding microtubule dynamics for improved
cancer therapy // Cell Mol. Life Sci. 2005. V. 62. P. 3039—3056.

67. Nucleation theory and applications / Ed. by Schmelzer J.W.P., Ropke G., Priezz-
hev V.R. Dubna: JINR, 1999.

68. Kampyxa E. A., I'ypus I'. T. JluHamudeckue HECTaOMIBHOCTH TyOYJIMHOBOIO LIMTOCKE-
neta. Jluarpamma coctostus // buodusuka. 2006. T. 51, Bein. 5. C. 885—3893.

69. Jlanoay JI. JI., Jluswuy E. M. Ctatuctuueckas gpusuka. M.: Hayka, 1964. 568 c.

70. [exxens 3. Kpacota dopm B npupoge. CII6, 1907.

71. Beins I. Cummetpust. M.: Hayka, 1968. 192 c.

72. Hpuzosxcun H., Kondenyou JI. CospemerHast tepmomHamuka. OT TEMJIOBBIX JABUraTe-
Nl JI0 AMCCHMAaTUBHBIX CTPYKTYP. M.: Mup, 2002. 464 c.

73. Gibbs J. W. The Collected Works. Thermodynamics. N. Y.: Longmans, Green and Co.,
1928. V. 1.

74. Mensun-Xoto3 3.-A. Dusuueckast Xumus: B 2 1. M.: M31-B0 HHOCTpaHHOH nuTepatypsl. 1962,

75. Ma IlI. CoBpemenHas Teopus KpUTHYECKHX sBieHuil. M.: Mup, 1980. 299 c.

76. banrecky P. PaHOBECHas M HEPABHOBECHAs CTATMCTHYECKas MexaHuka: B 2 T. M.. Mup,
1978.

534

ADPOHMOHBI YNXKEBCKOI'O
" ABJEHHME CBEYEHHWSA BJIAYKHOI'O BO3YXA

B. JI. Boeiixog, C. @. Yanxun, P. P. Acghapamos

1. Beenenue

Anexcanap Jleonnnosuy UmxeBcKuil cOOOIIUI O PO OTPUIATENLHO 3a-
PSDKEHHBIX MOHOB BO3/yXa B NOJUIEPKaHUU XKU3HEHHO BAXHBIX GYHKIHI Op-
ranuzma Oonee 80 ner Tomy Hasan [1]. IlpemntoxeHHAs MM HCKYCCTBEHHas
2a9POMOHM3ALIMA BO3/lyXa YCIIEMIHO MPUMEHASTCS KaK B MPOMBIIUIEHHOCTH, TaK
u B ObITY [2, 3]. HapexxHo noatepxaeHs! nmoaydernsie A. JI. UmKkeBCKUM CBU-
HETENLCTBA 6JarOTBOPHOTO AEHCTBUA OTPULIATENBHBIX A9POUOHOB Ha 30POBbE
4eJloBeKa, JKUBOTHBIX U pacTeHuit [4—7]. OnHako, HecMOTpsl Ha GecCHopHbIE
JIOKa3aTeIbCTBA TOrO, YTO NPHCYTCTBYIOLINE B MPUPOJHOM BO3JYXE a3POUOHBI
abCOJTIOTHO HEOOXOJUMBL JUTsi HOPMAIBHOM >KM3HENEATENbHOCTH, YTO HMX Je-
(GUUMT BO BIBIXAEMOM HEJIOBEKOM BO3MyXe CIY>KUT OJHON U3 CYILECTBEHHBIX
NPUYKH BO3ZHUKHOBEHHUS M Pa3BUTUS XPOHHYECKHX U WH(OEKIIMOHHBIX 3ab0Je-
BaHMH, MacITabbl UCIOJIL30BAHNSA a3POHOHOTEpANUN B MEAULMHE JAJIEKO He
COOTBETCTBYIOT €€ 3(pPeKTHBHOCTH.

YTo %€ clepKHUBaeT MPUMEHEHUE adPOMOHOB JUIS MPOPUIAKTUKY U Jieve-
Hus 3a0oJieBaHuil? Hepenko npeacTaBUTeN N akageMHIeckoil GHOJOruM U Me-
JULMHBI, KOTOPbIE CAMHU a3POMOHM3ALUN HE MCIIONB3YIOT, OTHOCATCSA K yTBEp-
KIEHUAM O BaXHOM OMOJOrMUecKod (yHKLUM OTPULIATENLHO 3apSDKEHHBIX
MOHOB BO3JyXa CKeNTHYecKH. Bo-mepBbIX, HCXOns U3 OOBIYHBIX MpejcTaBlie-
HUT OMOXUMHMH W PU3UONOTHH, U3-32 HUYTOXKHOCTH COINEPIKAHHUS OTPHIATENb-
HO 33psKEHHBIX HOHOB B «CBEXEM) BO3/yXe (COTHM — THICSYM YACTHL HOHOB
B 1 cM’, TOrza KaK comepkaHue KHMCJIOpO/Ia B TOM K€ 00beMe BO3ayXa MopsiiKa
10"® monexymn) paccMmaTpuBaTh HUX B KadecTBe JeiicTBylouiero ¢akropa He
NPEACTABIAETCA BOSMOKHBIM. A C TOUKU 3peHHs (QU3UKH, BPEMsI XKH3HU yac-
THII, TOJYYEHHBIX NPU MOHM3ALMU MOJIEKYN ra3oB, CTOIb MAaNo, YTO TPYIAHO
cebe MpeaCTaBHUTb, Kak HOHbBI, TCHEPUPYEMblE HOHU3ATOPAMM, HAXOAAMMUCS
Ha PacCTOAHMH METPOB OT OOBEKTA BO3AEHCTBHUS, MOTYT OKa3biBaTh HA HErO
XOTh KaKOe-TO JeHCTBHE.

Co BceMHU 3THMHM BO3pakeHMAMH BcTpetuincs eute A. JI. Ynkesckuii. Ec-
TECTBEHHO, OH 3aXyMBIBAJICA M O MEXaHW3ME JEHCTBUS a3pPOMOHOB, T€HEpH-
PYEMBIX €ro «3eKTPo3ddIOBUATBLHBIMU JIIOCTPAMU», U O TOM, MOYEMY OHM
JOCTHUIalOT CBOMX MHUILeHeH. YMKeBCKMI MPUIIEN K MBICIH, YTO OTPULIATENb-
HO 3apsOKEHHBIN KUCI0pos (IeHCTBYOLIEe HaYaio HOHU3UPOBAHHOTO BO3/1yXa)
o0nagaeT BLICOKOH OMOIOrMYECcKOil aKTUBHOCTBIO HE 32 CYET JJICKTPUUECKOrO
3apsAza, a MOCKOJIbKY MNpEACTaBNseT co00il HEKYI0 aKTHBMPOBAHHYIO (Hopmy
KUCJIOpO/Ia, KOTOpas 3allyCKaeT HEeKHE JIaBUHOOOpAa3Hble MpPOLECCHl, peasu-
syromuecs B ¢pusnonornyeckne 3¢dexrrl. IIpennonoxenue, uro Guonoruye-
CKO€ JIefiCTBHE MOHM3MPOBAHHOTO BO3JYyXa KaK-TO CBS33aHO CO CBOOOIHBIMU
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