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ABTOp 6y)1eT NMPU3HATEJICH 32 KPUTUYECCKHUE 3aMEeYaHUusl

CornacHo mpeyaraeMoi runoTe3e, HaTUBHAs arperamus — 3To o0paTumast
BBICOKOCTICITU(UYHAS arperanus OeIKOB, HaXOASIIAsICS 0]l TEHETHYECKHM KOHTPOJIEM
(3anporpaMMHpOBaHHas arperaius), B pe3yJabTaTe KOTOPOi (POPMHUPYIOTCS BPEMEHHBIC CTPYKTYPBI.
[Ipennonaraercs, uTo forMa AH(PUHCEHA MOKET OBITh PaclpoOCTpaHeHa Ha MEKOEIKOBbIE
B3aUMOJICHCTBHS: COCTaB M1 aMUHOKHCIIOTHAsSI [TOCIIEI0BATENbHOCTD ONPEACIISAIOT HE TOIBKO
BTOPUYHYIO CTPYKTYPY U JApYyTue CTPYKTYpHBIE YPOBHU O€JIKa, HO U XapaKTep €ro B3auMOIEHCTBU
¢ Ipyrumu Oenkamu (arperauuu, accouranuu). OyHKIIMOHUPOBaHHUE KIETKU (WM OTAEIbHON
CTPYKTYpPBhI) paCCMAaTPUBAECTCS KaK MOBTOPSIOLIASICS CEpUs IEPEXOI0B MEKTY JBYMsSI COCTOSTHUSIMH,
COCTOSIHUEM ITOKOSI U aKTUBHOCTH (MOJIEIb IBYX COCTOSHUI). B cocTOsIHUM MOKOS KiTtoueBble OENKH
KJIETKU (WJIM OTJIENbHOM CTPYKTYpPBhI) IPEACTABIECHbI HEAKTUBHBIMU (POpMaMU: HaTUBHO-
pa3BepHYTHIMU U I100YIsipHbIMU Oenkamu. [Ipu akTHBanuu, B HATUBHO-PA3BEPHYTHIX OJIKax
(BKJIIOYAst pa3BEpHYTHIE YUACTKH O€IKOB) HAUMHAIOT (POPMUPOBATHCS BPEMEHHbIE BTOPUYHbIE
CTPYKTYpHI (B pe3ysibTaTe CBOPAYMBAHUS MMOIHUIICTITHIHOM 1IETTH), a B IIOOYSPHBIX OelTkax
BTOPUYHBIE CTPYKTYPhl CTAHOBSITCS TOCTYITHBIMHU ISl B3AUMOJIEHCTBUS B PE3YJIbTATE MJIABICHUS
rno0yin. UHaynupoBaHHbIe BTOPUYHBIE CTPYKTYPBI 00€CIIEUNBAIOT BBICOKO CHeU(pUYHBIE BHYTPU-
1 MeXO0eIKoBbIE B3aUMOJIecTBUS. B pe3ynbrare Takoro B3auMo1eiCTBUS MOSIBIISIFOTCSI BPEMEHHBIE
CTPYKTYPBI, BBINOJIHAOLIME QYHKIIMH, HEOOX0AUMBIE JIIs oOecrieueHus! PyHKIMOHAIBHOM
aKTUBHOCTH.
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"One of the principal objects of theoretical research in any department of knowledge is to find
the point of view from which the subject appears in its greatest simplicity."
Josiah Willard Gibbs (1839-1903)

BBeneHue

K HacrosiieMy BpeMeHU B KJIETKE Hai/IeHO MHOXECTBO B3aMMOJICHCTBHM, CUTHAJIbHBIX MyTel U
(bakTopoB pa3zHOro poja. EcTecTBEHHO *ellaHue UccleaoBaTeei HalTH 00IIe 3aKOHOMEPHOCTH B
MeXaHU3MaxX KJIETOYHOU perynauuu. S xoren Obl MPEAOKUTh CyOCTaHIIMOHATBHBINA MOIXO K
npobiaemMaM (HU3NOIOTUH KIIETKH, @ UMEHHO Ty CTPYKTYPHYIO OCHOBY, KOTOpas IIOPOXKIAeT
CUTHAJIBI U CIIY’)KUT OCHOBOM (DYHKIIMOHUPOBAHUS Pa3HOOOPA3HBIX KIIETOUHBIX MEXaHHU3MOB.

MeTrononornyeckoi OCHOBOM IpeUIaraéMoi TMIIOTE3bl ABJISIOTCA PE3YNbTaThl UCCIEA0BAHUN
nayunbix ko J.H. Haconosa (Haconos, 1962) u I'. JIunra (Ling, 1962, 1984, 1992, 2001, 2006;
Jlunr, 2008), nmoay4uBIIre HOBOE 3By4aHue 3a nocienuue 20-30 siet 6naronaps ycrnexam GU3UKH
oenka (@unkenpinteid u [Ttuieit, 2005) B M3y4eHUH CBOWCTB IIIOOYIIPHBIX OCIIKOB, UX
pa3BEpTHIBAHUS M CBEPTHIBAHMS, @ TAK)KE OTKPBITHIO HOBBIX COCTOSIHHI OEITKOBON MOJIEKYIIBI:
HATUBHO-Pa3BEPHYTOr0 U paciliaBIeHHON T1100yIbl. KiroueBbIM 715 JIOTUKH 3TOM CTaThU SBISETCS
MIOJIOKEHHUE O TOM, YTO CHEIM(PUIHOCTH B3aMMOACHCTBHII MOJMIENTUAHBIX IETIeH APYT C APYroM
(Ha BHYTpHU- ¥ MEKMOJIEKYJISIPHOM YPOBHSIX) CLIOCOOHBI 00eCcTeYnBaTh TOJIbKO BTOPUUHBIE
CTPYKTYPBI, K KOTOPBIM B IEPBYIO OYEPEAb OTHOCITCS O-CIIUPATH U B-JTHCTHI.

Tpynamu mixonsl HacoHOBa ObLI0 OTKPBITO U UCCIIEN0BAHO (YHIaAMEHTAIBHOE SIBJICHUE —
Hecrnienrduyeckas peakius KJISTKH Ha BHelHUe Bo3aeicTBus (Haconos, 1962), a Tpyas! Jlunra u
ero nocienoBaresei (JIuur, 2008) Mo3BOJISIFOT MOHITH MEXAHU3MBI 3TOTO SIBJICHHS.

YromsiHyTast peakiys KJISTKH Ha3BaHa Hecnenuuueckoi moTomMy, 4To pa3HOOOpa3HbIe
¢bu3znueckre U XuMU4eckre (PaKkToOpbl BHI3BIBAIOT B KJIETKE OJIMH M TOT K€ KOMIUIEKC CTPYKTYPHBIX
M3MEHEHHI: yBEITMUEHHE MyTHOCTH 1 MAaKPOCKOTIMYECKON BA3KOCTH LUTOILIA3MBbI, YBEIIMYCHUE
azicopounu ruapoGoOHBIX BEIIECTB [IUTOIIA3MAaTHUECKUMH OenkaMu. [IpHHIMITHAIBHO BaXKHBIM
SBIISIETCS TO OOCTOSTENLCTBO, YTO TAKWE K€ M3MEHEHUS IIPOUCXOST B KJIETKE U TOT/Ia, KOT/Ia OHA
NEePEXOAUT B aKTUBHOE COCTOSTHHE: ITPU MBILIEYHOM COKpAallleHUH, OTEHIHaNe AeHCTBUS, IPH
YCHUJICHUH CEKPETOPHON aKTHBHOCTH. TO €CTh, C TOUKU 3PEHHUS CTPYKTYPHBIX H3MEHEHUH, HET
NPUHIUIHAIBLHON pa3HULBI MEXKAY Pe3yJIbTaTOM JIEHCTBHS Ha KJIETKY THIPOCTAaTUYECKOTO
TaBIICHUSI U, HATIPIMEP, MBIIIEYHBIM COKpalieHneM. B 00oux ciydasx OenKu arperupyror.

[TpuunHo¥ 3THX M3MeHeHnit HacoHOB Ha3Basl HauaJIbHBIE CTA UK JE€HATYPAIMH KIETOYHBIX
OEJIKOB IMOTOMY, YTO U3MEHEHHSI CBOMCTB N30JIMPOBAHHBIX OCITKOB MPH JIEHATYpPAIHA OY€Hb
MOXO0’KH Ha U3MEHEHHUs B IMTOIJIa3Me MpH Hecnennpuyeckoit peakiuu. B utore, 6pu1a cozana
JICHATypaIlMOHHAs TeopHs BO30Y K IeHHs U noBpexeHus kietok (Haconos, 1962). Tlon
JieHaTypanueit 0ObIYHO MOHUMAIOT Pa3BepThIBAHUE INIOOYISPHBIX OETIKOB U pa3pylIeHHUE
BTOPUYHBIX CTPYKTYp. Huke s1 1aM cBOe orpeniesnieHne HadalabHBIX CTaJNi JeHATYPAaMOHHBIX
M3MEHEHMH IS TII00YISpPHBIX U HATUBHO-Pa3BEPHYTHIX OEIIKOB.

OHUM W3 KITFOUYEBBIX MMOHIATHN (QU3UOJIOTHH SBISIETCSI COCMOsAHUe NOKOs KIETKU. B ckprITOM
BHUJIE OHO MPUCYTCTBYET B MIPEICTABICHUM O IOPOTOBOM XapaKTepe ACUCTBUS pa3pakureneit Ha
KIIETKY, CBHITPABIIUM HCTOPUIECKYIO POJIb B Pa3BUTHHU (PH3HOIOTHYECKON HayKu. IMEHHO TTopor
JeWCTBUS SIBJISETCS TPAHULICH MEXy ABYMSI COCTOSIHUSIMH — MOKOS M aKTUBHOCTU. Ho Tak
CITyYHIJIOCH, YTO BCE HAIIIM 3HAHHSI O KJIETKE — JTO 3HAHUS 00 aKTUBHOU KJIETKE, a HE O KJIETKE B
COCTOSIHUH TOKOsI. IMEHHO B aKTUBHOM KJIETKE MMPOUCXOJAT pa3HOOOpa3Hble H3MEHEHUS,
MOJITAFOIIMECS PETUCTPAIMA. B MOKOsIIIeicst KIIETKe HUYeTo He TIPOUCXOUT, M PETUCTPUPOBATH B
Heil Hedyero. TeM He MeHee, OUEBUIHO, YTO COCTOSTHHE MTOKOS — MCXOJHOE COCTOSTHUE KIIETKH,
KOTOpas SIBJISIETCS TOUKOM OTCUETa JJIsl BCEX U3MEHEHUH, TPOUCXOIAIINX B HEH.

Yro npencTapiseT co00il KieTKa B CTPYKTYPHOM OTHOIIEHUU B COCTOSIHUM MOKOsA? SICHBIN
OTBET Ha ATOT BOMPOC s Hamies ToJbKo y JInnra (JIunr, 2008). CMbIci 3TOro oTBeTa MOYXKHO
BBIPa3UTh TaK: €CJIM BCE OCJIKH KJIETKH B COCTOSIHUU TIOKOS YJIOKUTh B OJIHY JIMHHUIO, TO OKAXXETCs,



4TO OOJIBIIAS YaCTh NENTHIHBIX CBSA3CH ATOTO CYNEpPIOIUIIENTHAA JOCTYITHA PaCTBOPUTEIO (Boje),
Y JIMIIb HE3HAUYMUTEIIbHAS YaCTh BKIIOYCHA BO BTOPUYHBIE CTPYKTYpHL. IIpy akTMBaIuy KJIETKH 3TO
COOTHOILIEHHE MEX]Ty Pa3BEPHYTHIMH U CBEPHYTHIMU YYaCTKaMHU PE3KO MEHsETCs Ha 0OpaTHoe:
JIOJISl IENTHIHBIX CBS3E€H, JOCTYIIHBIX PACTBOPUTEIIO PE3KO CHMYKAETCS, @ YUCIIO IENTHIHBIX
CBA3EH, BKIIFOUEHHBIX BO BTOPUYHBIE CTPYKTYpPBbI, 3HAYUTENBHO Bo3pacTaer. [Ipemioxkennbie
JluHrom aBa KpailHUX cOCTOSIHUS O€JIKOB KJIETKH JAr0T MOBOA Ul JAJbHEUIINX PacCyKICHUH.

Ecnu o0bequanTs moaxon JIunra ¢ reopueit Haconosa, TO Mbl OIY4UM psiJi HHTEPECHBIX
cieactBuil. [Ipexe Becero, sicHO, 4TO O€JIKHM ¢ MAaKCUMaIbHO Pa3BEPHYTOH CTPYKTYpOH OTOMY
COCTABJISIIOT CTPYKTYPHYIO OCHOBY ITOKOSIIIENCS KJIIETKH, YTO OHU HEAKTUBHBI, T.€. HE
B3aUMOJICHCTBYIOT C APYTrUMH OelKaMU U MakpoMmouieKysiamMu. CUTyanus MeHsIeTcs Ipu
HAaJIIOPOrOBOM BO3JCHCTBUU Ha KIIETKY. B €€ KJIFOUYEBBIX IIOJIHOCTBIO WJIM YACTUYHO Pa3BEPHYTHIX
OenKax HauMHAETCs IMPOLIECC CBOPAYMBAHUS, IIPU KOTOPOM 00Pa3yIOTCsl HOBbIE M HOBbIE BTOPUYHBIE
CTPYKTYphI. braronapst 5TUM HOBBIM BTOPUYHBIM CTPYKTypam OCJIKH CTAHOBSITCS
PEaKIIMOHHOCIIOCOOHBIMH, 3 UMEHHO, HAUMHAETCS BHYTPUMOJIEKYJIIpHAsl arperanus (CBOpauuBaHue
OTJIEJIbHBIX MOJIUIIENITUAOB B IJI00YIIBI) U MEXKMOJIEKYJISIpHAs arperanus (B3auMoAecTBHE OAHUX
0enKoB ¢ ApyruMu). OTIMYUTETHHON YePTOM ITUX arperallMOHHbIX IPOLIECCOB SABISETCA UX CYry0o
cienn(pUIecKuid XapakTep, KOTOPBIH 00ecIeYnBaeTCs] aMUHOKHCIOTHBIM COCTaBOM, (popMoii u
pa3sMepoM BTOPUYHBIX CTPYKTYp. Bo3HMKaromue cTpyKTypbl UMEIOT (PU3HOJIOTHYECKUN CMBICH, U
IIOATOMY TaKasl arperanus sBJsAETCs HATUBHOMW, a BBI3BABIINME €€ BTOPUYHBIE CTPYKTYPHI SBISIOTCS
LIEHTpaMM HATUBHOH arperanuu. /[pyruM HCTOUHMKOM BTOPUYHBIX CTPYKTYP, HEOOXOAMMBIX IS
HAaTUBHOM arperamui, sBistoTCs pacilaBJIeHHbIE TTI00YJIbI.

CriocoOHOCTB KJIETKHM BEPHYTCS B UCXOJIHOE COCTOSIHUE, COCTOSIHME IIOKOS, 03HAYaeT, YTO
HaTUBHAs arperanus MoJHOCTbIO 00paTuMa, a CTPYKTYpbl, BOSHUKIIINE B X0JI€ HATUBHOMN
arperanyy, — BpEMEHHbIE, U pa30HparoTCs, KaK TOJbKO B HUX UCYE3aeT HEOOXOJUMOCTb.
HaruBHas arperamus MOKeT OXBaTbIBaTh KAK BCIO KJIETKY, TaK U OTAEJIbHBIE OPraHEeslIbI,
KOMIIAPTMEHTBI, CTPYKTYPBbI, & aKTUBALUs OEJIKOB UMEET OPOrOBbIi, a HE CIIOHTAHHBIN XapakTep.

CwmbIcn mpeiaraeMoi runoTe3bl HATUBHOM arperalyy COCTOUT B TOM, UTO MEPBONPUYUHOMN
TM00BIX (PYHKIIMOHAJIBHBIX U3MEHEHHUH B KJIETKE ABJISIETCS MOSABICHHUE B PE3yJibTaTe HATUBHOMN
arperanyuy 8pemMeHHbiX CTPYKTYp, HENIPEPBIBHO BO3HUKAOIIMX U paclaJarolIuXxcs B IpoLecce ee
KU3HENEATENbHOCTH. [IocKONbKY HaTUBHAs arperays HHULIMAPYETCS. BHELTHUM HITH
PEryJIsATOPHBIM BO3JIEUCTBUEM, a4 BO3HUKIINE B PE3YJIbTATE 3TOIO CTPYKTYPHI HOCSIT BPEMEHHBIN
XapakTep, UX MOYKHO Ha3BaTh CUTHAJIBHBIMH.

CurHaJibHbIC CTPYKTYPBI MOTYT 00J1a/1aTh pa3HOOOpa3HbIMK CBOMCTBaMU: (1) OHM MOTYT OBITH
[ICHTPaMH CBSI3bIBAHUSI HOHOB, MOJICKYI M O€NKOB; (2) OHU MOTYT 001a1aTh (epMEHTATUBHOI
aKTHBHOCTBIO; (3) OHM MOT'YT 00pa30BBIBATh KaHAIIBI M MEKKIICTOUHbIC KOHTAKTHI; (4) OHU MOTYT
CIIYKUTb MaTpHULEHN, OpraHU3YIOLIEN B3aUMOJICHCTBUE MOJIEKYJI B CHHTETHYECKUX U TPAHCIIOPTHBIX
nporieccax; (5) OHM MOTYT CIIY)KUTh PEIENTOPAMU CUTHATIBHBIX MOJICKYIT; (6) OHM MOTYT CITYy)KHTh
OCHOBOMH JUJIs TOCTPOEHUS elle 0osiee CI0KHBIX HaAMOJIEKYIISIPHBIX CTPYKTYpP. DTH CTPYKTYPbI
«BCTIBIXMBAIOT» B IPOCTPAHCTBE KJIETKU MMOJO0OHO CUTHAJIBHBIM OTHSIM, BBIMOJHSIOT CBOIO POJIb U
MCYE3aI0T, YTOOBI TIOSIBUTCS] BHOBB B IPYTOM MECTE U B Apyroe BpeMs. CMBICI CyIIECTBOBAHUS
CTPYKTYPHBIX «BCIIBIIIEK» B TOM, YTO IIPH MEPEXO/I€ B AKTUBHOE COCTOSIHUE KIJIETKE HEOOXOMMBI
HOBBIE peCYpChl, (PYHKIIMH, MEXaHU3MBI, PETYJIATOPHI U cUrHaJbl. Kak TOJIBKO KiIeTKa MepexouT B
COCTOSIHME TTOKOS, HEOOXOIUMOCTh B 3THUX CTPYKTYpax Mcue3aeT U OoHM pazouparorcs. KpaitHumu
[IpUMEepaMu HaTUBHOM arperanuy MOTYT CIIY’KUTb MBIIIEYHOE COKPALLEHUE, KOHICHC AL
XPOMOCOM, BO3HUKHOBEHHE BEPETECHA JIEJICHUS, B3aUMOJICUCTBHUE JINTAH/A C PELEITOPOM.

Taxum o6pa3oM, B cTaThe OyJeT pacCMOTPEH CMBICI U 3HAUEHUE HaTUBHOM arperainuu Kak
YHUBEPCAIBHON CTPYKTYPHON OCHOBBI aKTUBHOM KJIETKH. B OCHOBE MaTOJIOTMYECKUX COCTOSTHUM
JISKUT HECTIOCOOHOCTH KJIETKU BEPHYTHCS B COCTOSIHUE MOKOSI M OLIHMOKK TIPU (POPMHUPOBAHUHU
CUTHaJIbHBIX CTPYKTYp. [IpeacraBineHne o HaTUBHOM arperanny OCHOBBIBaeTCs Ha Tpex cTojimnax: 1)
aKTUBHOCTH (BO30YKJICHHE) KJIETKH COIPOBOXKIAAETCS 00paTUMOii arperarnueii 0enkoB (IIKoa
Haconoga); 2) GpyHKIIMOHHPOBaHKE KICTKH WIIH OTJCIBHBIX €€ CTPYKTYP MOKET pacCMaTpHBaThCS
KaK HEeNpPEpbIBHBIN Mepexo]l MeXAY JABYMS COCTOSHUAMM (aKTUBHOCTH U TIOKOS), KIIIOYEBYIO POJIb B



KOTOPOM UTI'PalOT HaTHBHO-Pa3BepHYThIe Oenku (Teopus Jlunra); 3) cnenupuaHoCcTh
B3aUMOJICHCTBUI YaCTEH OJTHOM MOJHUIICTITUIHOMN SN APYT C APYTOoM (CBEPTHIBAHUE) UITH
B3aUMOJICHCTBHE MOJIMIICTITHIHBIX IeTIeil MeX Ty co0oii (camocOopKa, arperaiusi) CriocoOHbI
00ecneunTh TOIBKO BTOPHYHBIE CTPYKTYPHI OeKa.

Llenbro HACTOSIIEH CTAThH SABISETCS U3JIOKEHHUE PUHIIUIIOB, a HE 0030p (aKToB,
COOTBETCTBYIOIIMX 3THM IPUHIIUTIAM.

HaTuBHasa arperanua B peTpoCli€eKTUBE

Bo3MmoykHO, Hanbosee n3yuyeHHBIM HeCIEIM(PUUECKUM OTBETOM KIIETKH Ha BHEIIIHEE
BO3/ICHCTBUE SBIISAETCS OTBET KJIETKH Ha JielicTBUE (UKCUPYIOIUX pacTBOpPOB. Jlonroe Bpems B
MCTOPUHU HAYKH, KJIIETKU OBUTH JIJIs1 UCCIIEI0BATENCH ONTHYECKH IyCTHIMH 00pa30BaHUSIMHU.
[TosiBneHre MeToA0B (PUKCALMM U OKPAILMBAHUS IPOU3BEIIO PEBOJIIOLUIO B IIUTOJIOTUH, TaK KaK 3TH
MIPUEMBI OTKPBIIN B30PY UCCIIEIOBATEICH MHOXKECTBO KIETOUHBIX CTPYKTYP, O CYIIECTBOBAHUHT
KOTOPBIX OHU U He nojo3peBanu. [locne neproza 3 opun BOZHUKIN COMHEHUS, a SIBIIAIOTCSA JIU
3TH CTPYKTYPHI OAJIMHHBIMH WIH OHU — PE3yNbTaT (GUKCAUH, OeHamypayuy HaTABHOTO
BEIIECTBA KJIETKU?

OnacHOCTb cepbe3HbIX OMIMOO0K, KOrJa apTeakThl PUKCALUU MOIJIM PacCCMaTPUBATHCS KaK
pealibHbIC CTPYKTYPHI, CTaja IPeIMeTOM BceoOiero BHuManus ¢ 1899 r. (moapoOGHOCTH 31eCh:
Wilson, 1928, Ch.1), koria ObLUTO MMOKa3aHO, YTO KOATYJISAIMS TOMOT€HHBIX PACTBOPOB OCIIKOB
IPUBOAUT K BOSHUKHOBEHHIO CTPYKTYP, BECbMa CXOJHBIX CO CTPYKTYPaMH, HaOJII0JaeMbIMH Ha
(UKCHPOBaHHBIX MpemnapaTax Kietok (cMm. Porter, 1984, Fig. 24). [Ipuuem dpopma Takux
HCKYCCTBEHHBIX CTPYKTYp 3aBHCEIa OT XMMUYECKOH NPUPOIbl (hrKcaTopa, ero KOHUEHTPalUu, OT
KOHIICHTpaluu Oelka B pacTBOPE, OT TEMIIEPATYPhI U APYTUX yCIoBuil. B ncciemoBanmsx
MOP(OJIOTHH KIIETKH HACTYIWII SIBHBIA KPHU3HC.

OpnHako OBLIO OYEBUIHO U APYyroe. B onTHuecky mycToi YacTu KIETKH MOTJIM BO3HUKATh
BUJMMBIE CTPYKTYpPBI HE TOJIBKO MPH (PUKCAIIUK, HO U TPU MEepexXo/ie KIETKU B aKTUBHOE COCTOSTHHE.
CpaBHHTENbHBIE HAOTIOACHUS HAl PUKCHPOBAHHBIMU TIpENapaTaMy 1 )KUBOH KIIETKOW MOKa3bIBAIIH,
4TO TaM, TJie CTPYKTypa MOSBISIIACH N VIVO, OHa HaOIro1anach U Ha (PUKCHPOBAHHOM Mperapare.
SIBHOE MO100ME MEXy HATUBHBIMU CTPYKTYPaMH M CTPYKTYPaMH, TIOJTy9€HHBIMHU B pE3yIbTaTe
¢bukcauy, 1aBajav OCHOBaHUE CUUTATh, UTO Psi/i KJIETOUHBIX CTPYKTYp (GOPMHUPYIOTCS HE TOJIBKO
npu (GUKCAIMH, HO ¥ TIPH aKTUBAIIUH TOW WJIM MHOM KJIETOYHON (PYHKIIMHU, KOT/Ia IPOUCXOIUT
caMocOOpKa HOBBIX CTPYKTYp, KOTOPBIX HE OBLIO B MOKOsIIEHCs KieTKe (MOAPOOHOCTH 3/1€Ch:
Wilson, 1928, Ch.1). Takum 00pa3om, JUCKycCHs IPUBEJa K BECbMa BAXKHOMY BBIBOJIY O TOM, YTO
IIPU BCEil OMaCHOCTHU MOTy4eHUs apTe(aKkTOB, HECOMHEHHBIM OCTaeTCs M Ipyroe: B mpolecce
arperamyy ACHaTypUPYIOIINX KIETOYHBIX OEIKOB OHM B3aUMOJICHCTBYIOT JPYT C IPYTOM HE
Xa0THYHO, a [0 ONpeETICHHOMY IIJIaHy, 3aKOHOMEPHO (3TO 51 M Ha3bIBal0 HATUBHOMW arperaruei).
3aKOHBI ATOTO B3aUMOJICHCTBHUS TIPUBOIAT K (POPMHUPOBAHUIO BPEMEHHBIX CTPYKTYP, HEOOXOIUMBIX
KJIeTKe JUId ()yHKIIMOHUPOBAHUS B HOBBIX YCIIOBHX. [Ipu Gukcanuu u aeruaparanuy 3ToT Iporecc
UJIET BHAYAJIE «KaK Imoyiaraercsd (MMeeT MECTO caMOCOOpKa pealTbHBIX KIIETOYHBIX CTPYKTYD), HO
3aXOJUT CIMIIKOM JAJIeKO IO 3aBEepIEHUH Mpoliecca MPUTOTOBICHUS IpenapaTa, Korja arperamus
CTaHOBHTCS HEOOPATHMOH, a BO3HHKINAS B PE3yJIbTATE arperaliy CTPYKTypa CTAHOBUTCS
«tpynomy. Eciiu Obl B3auMoieficTBre OETIKOB B X0/I€ arperaiuy OblIo ObI XaOTUYHBIM, MBI JIO CHX
MOp MaJIO YTO 3HAJHM O CTPOSHHUH KIICTKH.

X0/ HATUBHOM arperanuu onpeaensercs, No-BUANMOMY, TEM 00CTOSTEIbCTBOM, YTO
COZEP)KMMOE KIIETKH B COCTOSTHIH TIOKOSI HE SIBIISIETCS TOMOT€HHBIM, a 00J1a/1aeT CTPYKTYPO,
CKPBITOM OT HAOIIOICHHSI 10T CBETOBBIM MHUKPOCKOIIOM, HO OOHApYKHUBAeT ce0sl ¢ HauaioM
HATHBHOMH arperanuu. Poib CTpyKTYpbI, HaNpaBJIsIOIIEeH HATUBHYIO arperaiuio MOXKeT UTpaTh,
HarpuMep, «MHKpoTpadekymsipHas» cucrema [loprepa (Porter and Tucker, 1981), koTopyto MoxHO
onpenenuTh «as that which is in the background of all the visible membranous organelles and all
the visible elements of the cytoskeleton; e.g., that which has been invisible up until now and which



we wish to “see” microscopically» (Heuser, 2002). Takas ceTka MorJia Obl BRICTYIIaTh B Ka4eCTBE
[CHTPA «KPUCTAIUTU3AI[MI» WIH IIEHTPOM «IIPUTSHKSHUSD» arperupyromux 6eaxos. Ho 3To Tosbko
pUMep, KOTOPBIH s IPUBOXKY VIS SICHOCTH. [[eHTpaMK KPUCTAIUTU3AIIMH MOTYT CIIYXKUTh U
HanboJIee YyBCTBUTENbHBIC OCIIKH, KOTOPBIC IEPBBIMHU PEarkpyrOT KOHPOPMAITHOHHBIMH
MU3MCHEHUSIMU Ha U3MCHEHHS B CPEJIC U CTAHOBSTCS arperarocrnocoOHbiMu. Tak wim uHaue, B
pe3yJibTaTe HATUBHOM arperaiuu CKpPbIThIC CTPYKTYPBI CTAHOBATCS BUAUMBIMH B MHKPOCKOTI.

®ynron (Fulton, 1982), yoexxaennas nocienosarenbuuiia [loprepa, moiia emie gajbiie |
BbICKa3aJia TOUKY 3pEHHs, COrJIaCHO KOoTopoii, “the cytoplasm is so compact that it is only a few
times more open than a crystal”. Bugumo, B tuTeparype HaKOMMIOCh TOCTATOYHO JaHHBIX JUISI
TOT0, YTOOBI OBITH BIIOJIHE YBEPEHHBIM, YTO COACPIKUMOE KJICTKH CIICIYET pacCMaTpUBaTh Kak
CTPYKTYPHUPOBAHHYIO CUCTEMY, KOTOPasi HAIIPaBJIsIeT HATUBHYIO arperaiuio B Hy>)kHoe pyciio. B
Ka4eCTBE OJJHOTO U3 MPUMEPOB MOXKHO yKa3aTh Ha jaHHbie bano-bauru u np. (Balo-Banga et al.,
1980b): nBoiiHOE JTyUepeIOMIICHHE SAep TUM(OIUTOB YCHIUBAIOCH MOCIIE (PUKCAIIMUA STAHOJIOM.
To ecTb KOppekTHas hUKcAIUs MPUBOAUT K BOSHUKHOBEHHIO HOBBIX 0OJIee YIIOPSI0UEHHBIX
cTpykTyp. OTHAKO 0COOCHHO MHTEPECHBIMH SIBJISIFOTCS CIy4au, KOTJa HATUBHAsI arperanus, Kak s
€€ Ha3bIBaK0, MMEET MECTO B MPOIIECCE HOPMATBHOTO (HYHKITHOHMPOBAHUS KJIETKU. Tak, B TOU ke
pabote (Balo-Banga et al., 1980b) nokasano, 4to akTuBaIus JAMGOIUTOB CHEHHPHUSCKUME
AHTUTEHAMH WJIM TallTeHAMH IPUBOIUT K 3HAYUTEIILHOMY YCHUIICHHIO BOMHOTO JTyYEIPETOMIICHHUS
sapa. ITO ke SBICHUE MMEJIO MECTO U B CIy4ac aKTUBAIMHU aJIepreHaMu JIUMQOIUTOB
nepudepruuecKoil KpOBH MAIMEHTOB, CTPAIAIONINX JIeKapCcTBeHHOH aueprucii (Balo-Banga et al.,
1980a).

Eciu HHTEHCHBHOCTD IEHCTBYIOIIETO HA KIETKY (hakTopa OymeT HapacTaTh, TO €ro
aKTUBUPYIOLLEE JEHCTBUE CMEHUTCS NOBpexaaromuM. Tak, nccnenoBanus MHHepc u benner
(Inners and Bendet, 1969) tepmuueckoii nenatyparuu JJHK 6akrepuodara T2 u ciepMaTo30110B
(Bearden and Bendet, 1972) nokasasu, 4To NPy HEOOPATUMOH JICHATYPALIUU CTPYKTYP, HX
CIMIOCOOHOCTH K TBOMHOMY JTy4eTPEIOMIICHHIO yTpaurBaeTcs. JJaHHbIe TAKOTro poja
CBHJICTEJIbCTBYIOT O TOM, YTO TP OIPE/ICICHHBIX YCIOBHUAX BO3JICHCTBUE HA KIIETKY HATPEBOM,
OpraHUYeCKUMH PACTBOPHUTEISIMU M T.II. BBI3bIBAIOT HE HATHBHYIO arperaiuio, a pa3pyleHue,
JIe30praHU3alMI0 BHYTPUKIETOYHBIX CTPYKTYP; UHAYE TOBOPSI, pa3pyIICHHE CTPYKTYPhI MOXKET
HACTYMAaTh BCJIE] 32 HATUBHOM arperaiueil. K coxaseHuro, B IUTepaType sIBHO MPOCIICKUBACTCS
yBJICYEHHE TPYOBIMH U3MEHCHUSIMU B CTPYKTYPE IUTOILIA3MbI M OPTAHEIUT TOTOMY, YTO MX JIeTUe
HCCIIEI0BATh.

Takum 06pa3om, HCTOPHUS BOTIPOCA TIOKA3BIBACT, UTO MPH MPHMEHEHHHU aJIeKBATHBIX METOIOB
UCCIIeI0OBaHMsI, HATHBHAS (IPOrpaMMHUpyeMasi) arperarus OelKoB, IPUBOIAIIAS K caMOCOOpKe
Pa3IMYHBIX KJIETOYHBIX CTPYKTYP, SBJISETCS OOBIYHBIM SIBJICHHEM B )KU3HU KJIETKH. [I[prMepom
TOMY SIBIISIETCS YHHBEpCallbHasi peakuus xuBoi kinetku (Matveev, 2005).

YHuBepca/ibHasA peaKnus »KUBOM KJIeTKH U HATUBHAs arperamnus

[Touemy HaTHBHAs arperanus OCITKOB HE UJIET B KJIIETKAX, HAXOISAIIUXCS B COCTOSTHUU TIOKOS 1
HAYMHAETCS TOJIBKO MPH €€ aKTUBALUU (HarpuMep, MBIIIEYHOE COKpAIlEHHE, TOTEHIINAI JICHCTBHU)
U TIpH TOBpexieHuu? [Jis oTBeTa Ha 3TOT BOIPOC 00paTUMCS K IEHATYPAIMOHHOW TEOPHH
HaconoBa (Haconos, 1962). CoriacHo 3Toii TeopuH, BO30yX/IeHHE KIETKH UMEET MECTO TOJILKO
TOT/a, KOTa e OeJKH NCTIBITHIBAIOT HaYalIbHBIC CTAIMH JCHATYPAIIMOHHBIX N3MEHEHHH.

IlepBbIM, BEpOSTHO, Ha CXO/ICTBO U3MEHEHHI B aKTUBHOH IIUTOIIa3MeE C JIeHaTyparuen
M30JIMPOBaHHBIX OeNkoB oOpatwi BHUMaHue Mupckuii (Mirsky and Pauling, 1936). On npwumen k
BBIBOJIY, UTO JICHAaTypallOHHbIE H3MEHEHHsI OEIKOB BOSHUKAIOT MIPU OIIOAOTBOPEHUH AHIEKIETKU
(Mirsky, 1936a) u mpu dortopeneniuu (Mirsky, 1936b). Bot kak oH 00 TOM TOBOPHT B MOCIICTHEN
u3 yka3aHHbIX padort: "...There is evidence indicating that light denatures a conjugated protein,
visual purple, and that denaturation reverses in the dark.” OnmHako ero uccienoBaHus B 3TOM
HaNpaBJICHUU HE HOCWJIM CUCTEMaTHYECKOr0 XapaKkTepa.



HacoHoB u ero mocnenoBaTeay U3y JeHCTBUE CaMBbIX pa3HOOOPa3HBIX (PaKTOPOB
(xXuMugeckue coequHeHus, PH, ruapocraTnyeckoe AaBiIeHNe, MEXaHHIEeCKHe BO3/ICHCTBHUS) Ha
KJICTKH pa3IMYHbIX THUIOB. B pe3ynprare Obu1a BRIABICHA 3aKOHOMEPHOCTD: HE3aBUCHUMO OT
XapakTepa BO3JCHCTBYS U THUIA KJIETKU, €€ OTBETHAs PEaKLUs MPECTABIIsIa COO0I OHOTUITHBIN
(HecnennpUUECKHiT) KOMIUIEKC CUHXPOHHbIX N3MEHEHNH. DTH U3MEHEHUSI HOCHIIN ABYX(pa3HbII
XapakTep: MaKpPOCKOIMYECKas BI3KOCTh IUTOIUIA3Mbl CHAaYala CHUKAJIaCh, 3aTEM BO3pacTaa;
CBSI3bIBAHME BUTAJIBHBIX KPacUTENEH KIETOUHBIMU CTPYKTYypaMH (B yCIOBHAX 1U(D(HY3HOHHOTO
paBHOBECHS) CHaYajIa CHIKAJIOCh, 3aTEM BO3PACTalo; B EPBYIO (a3y peakluy HUTOIIa3Ma
IIPOCBETIISIIACH, BO BTOPYIO — MYyTHeNa. bbuin u3ydensl u apyrue nokasatenu. [lepsas daza
yKa3aHHOW PeakIy He UMEET OTHOILICHHUS K MPEeIMETy HacTOSALIEeH CTaThbyd MOTOMY, YTO OHA
ABIISICTCS BapHallueil coCTOsIHUS MoKos. J{7isl Hac mpecTaBiseT HHTEepec BTopas (pasa, CTpyKTYpHOI
OCHOBOI1 KOTOpOI1 siBiIsIeTCs arperanus 0eikoB (puc. 1). Dta dasa u ecth (haza akTHBAILMU
kietouHbix ¢pynkuuii (Haconos, 1962).
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Puc. 1. Xapakrep nHecnienuduyeckoro orsera kietku (Haconos, 1962) B 3aBUCUMOCTH OT CHJIBI
BHEIITHETo Bo3jelcTBus (cxema). [Ipu gocTimkeHnn mopora, HaunHaeTcs nepBas $aza KIETOYHOTO
OTBETA, BO BpEMsI KOTOPOM €€ MPO3payHOCTh BO3PACTAET, a TUIPOPOOHOCTh U MAKPOCKOMTUYECKAS
BS3KOCTh CHIIKAIOTCS. 3aTEM HauMHAETCs BTOpast pa3a KJIETOYHOT'O OTBETA, B TeUEHHUE KOTOPOU BCe
MPEACTABICHHBIC MTOKA3ATEHN 3HAYUTEIHHO MPEBBIIIAIOT KOHTPOJIBHBIN YPOBEHB (KOHTPOIBHBII
YPOBEHB B IAHHOM CITy4ae 03HA4aeT COCTOSIHHE MOKOS KIETKH).

MO3KHO NPEUIOKUTH CIEAYIONNE CTAANN pa3BUTHS BTOpoit da3pl: NA — cTaaus HaTUBHOU
arperainuu, Korja akTUBUPYIOTCS pa3inuHble KieTouHble pyHkunu; DA — cTanus nmoBpexaaromen
arperaruu, Korjaa GopMUPYIOTCS] CUTHAJIBI K allONTO3y, PAaKOBOM TpaHC(HOPMAIIMH U K IPYTUM
MATOJIOTUYECKUM COCTOSIHUSIM; |A — cTamus HeoOpaTUMOU arperaiuu, MpUBOAsINIas K THOETH
KJIETKH.

Orta BTOpas ¢asza, Ha s3bIKe MKOIBl HacoHOBa, Ha3bIBanachk Ga3oil BO3OYKIEHUS U
MMOBPECIKACHUA. CY6CTaHHI/IOHaJ'IBHBIe HU3MCHCHUA B KJICTKC B OTY (1)33}1 MOpasuTCIbHO HAITOMHUHAIOT
JICHATYPALIUIO U30JUPOBAHHBIX OENKOB, M MOATOMY HacoHOB Ha3Basl CBOIO TEOPUIO, OOBSICHSIOIIYIO
OTBETHYIO PEAKITMIO KJIETKH Ha BHEUTHUE BO3/ICHCTBUSI, ICHATYPAIIMOHHONW TEOpUEH BO30YKICHUS U
noBpexaeHus. CoriacHO 3TO TeopuH, HaualbHbIE CTaIUU ACHATYPAIIMOHHBIX U3MEHEHHH, KOT/1a
OHM eI11le 00paTHUMBI, JISKAT B OCHOBE BO30YK/ICHUS KJICTKH (aKTUBAIMS CEKPETOPHOHN (YHKIIUH,



MBIIIEYHOTO COKPALICHUS, MOTEHIIMAA JieiicTBU etC.). Bonee rirybokue n3MeHeHus: OENKOB
IPUBOAAT K HAPYLIECHUSM HOPMAJIbHOTO ()yHKIIMOHUPOBAHUE KJIETKHU, HO €IIe MOTYT ObITh
o0paTUMBIMH. 3aTeM, IPH JAJIbHEHIIIEM pa3BUTHH MTOBPEXKICHUS, TeHATYPAI[HOHHBIC H3MEHEHUS
CTAHOBSITCSA HEOOPAaTUMBIMH, KJIETKa TOTUOAET.

OcCo0eHHOCTHIO KJIIETOYHOM peaKkIliy, OTKPHITON U HCCIeI0BaHHOM Kool HacoHoBa, ObLI ee
Hecneyuguueckuil XxapakTep: 4eM Obl Mbl HU 1€HCTBOBAJIM Ha KJIETKY, €€ OEJIKU arperupoBaiu (Kak
npu GuKcarym); Tr00as KIeTOYHAs aKTUBHOCTh TAK)KE COMPOBOXKIANIACH arperamnuei 0enkoB (3To
0COOEHHO XOPOILO BUJHO B CIIyyae MBIILIEYHOrO COKpalleHus). TOUHO Tak ke Beau cedst U
M30JIMPOBAHHBIE OCJIKM MPH JCHATYpaluu: 0001 AeHaTypHpYyOMuil (pakTop BBI3BIBAT UX
arperarmio.

B sTOoM yHHMBEpcann3Me KJIETOYHOrO OTBETA Taujach 3arajka, Ho B BEK yBJICUCHUs
crenn(puIecKUMU B3auMOJCHCTBUAMU HecTleU(pUUECKUE SBJICHHS HE MOIJIM IPUBJI€Yb BHUMAHUS.
Tem He MeHee, OUEBUAHO, YTO OTKPHITas K001 HacoHOB Hecniennpuyeckas peakuus KIeTKH —
3TO (PyHAAMEHTAIbHOE IIPUPOAHOE ABJICHHUE, TAKOE K€, KaK KJIIETOYHOE JIeJIEHUE UM PaKOBOE
nepepoxeHre. BHumManue Kk HeMy OonpaBJaHo MIOTOMY, YTO SIBICHHSI IPUPOIBI, B OTINYHE OT
TEOpUH, HE MOTYT ObITh OIIMOOYHBIMH.

Hecnennguyecknii xapakrep paccMaTpuBaeMON KIETOYHOW PEAKIIMU — 3TO MMOBEPXHOCTHOE
BIieyatiieHue. CMepTh TOXKe sIBJIEHUE Hecneln(UIecKkoe, HO MPOLECChl, KOTOPbIE K HEW MPUBOJSAT,
OTJIIMYAIOTCS Pa3HOOOpa3reM U MOTYT OBITh B BBICIICH CTENeHH crieriuduueckuMu. TOYHO Takke u
B OCHOBE arperaiuu OelKoB MOTYT JieXaTh crennpuieckue B3aumoseiicteus. Eciu Mbl Oynem
OTPHIIATh HAJMYUE CTICHHU(PHUUECKUX MEXaHU3MOB B arperaiiy 0eKoB KIETKH, MBIl HE CMOXKEM
MOHATH, 1I04E€MY KJIETOUHBINH CTPECC HHULMUPYET TaKHe MPOLECChl, Kak mposndepanus,
muddepenimanys, crapeHue, arnonro3, HeKpo3, Mmurotudeckast cmeptb (Proskuryakov et al., 2003).
C npyroii CTOpOHBI, 0YEBUHO, YTO IIPU BCEH cenM(PUUHOCTH B3aUMOICHCTBUMA, MPUBOJIAIINX K
arperaiuy OEJIKOB, PEaKIHs KJIETKH BBITIISIUT HECIEM(PUIHO TOTOMY, UTO JIF00ast arperamus,
cnenupuyeckas WiIn HeT, 3aKaHYUBaeTCsl 00pa3oBaHueM OeJIKOBBIX KOMILIEKCOB. [loaTomy
IIpaBWJIbHEE TOBOPUTDH HE O HECHIELU(PUUHOCTH, a 00 YHUBEPCATbHOCMU KOMIUIEKCA CTPYKTYPHBIX U
(GYHKIMOHATIBHBIX U3MEHEHUH B KJIETKaX, M3yuyeHHbIX Kool Haconosa. [ToaToMy 5 M peiioxui
HAa3bIBATh 3TOT TUIIMYHBIA OTBET YHUBEPCATLHOU peaKyuel HCUBoU KiemKy NI MPOTOPEAKIIHEM,
MIOTOMY YTO €CTh OCHOBaHHsI CYMTATh €€ CaMbIM JIDEBHUM THIIOM pearupoBaHMs KJIETOK Ha
BHerHue Bo3aeiicteus (Matveev, 2005).

Wtax, UIMEHHO JeHaTypalus OEJIKOB JeNIaeT 3TH MOJUMephl aKTUBHBIMU. VX aKTHBHOCTb
MIPOSIBIIIETCS B TOM, UTO TOJIBKO JIEHATYpUpPOBaHHBIE OEIKY HAYMHAIOT B3aUMO/IEHCTBOBATH APYT C
ApyroM. OTO B3aUMOJICHCTBHE PECTABISETCA MHE CIIEIIM(PUUECKUM U 3aKOHOMEPHBIM, a
pe3yIbTaTOM HATHBHOM arperanuu siBISIOTCS HOBBIE CTPYKTYPBI, OTCYTCTBOBABIIINE B COCTOSTHUH
MOKOS M UMEIoIIHEe (PU3NOJIOTHUECKUI CMBICT /ISl aKTUBHOT'O cOCTOsIHUA. M Haue roBops,
JIeHaTypalOHHbIE U3MEHEHUS JAENal0T ONKU peakyuonHocnocobnvimu. J1o Tex nop, moka sTu
U3MEHEHMs 00paTUMBI, KJIeTKa CIIOCOOHa pa3o0paTh 00pa30BaBIINECS BpEMEHHbBIE CTPYKTYPBI U
BEPHYTHCS B UCXOJHOE COCTOSTHUE — COCTOsIHUE NoKos. [Ipy moBpexaeHnu, Koraa arperamus
0€JIKOB CTAHOBUTCS CIMILIKOM MPOJODKUTEIHON MIIM HEOOpAaTHUMOH, B KJIETKE BO3ZHUKAIOT
MaTOJIOTUYECKHE U3MEHEHHUSI, KOTOPbIe MOTYT PUBECTH ee K rudenu. [loporossiit xapakrep
PEaKIMU KJIETKH 03HAYAET, YTO COCTOSIHUE MOKOSI M aKTUBHOE COCTOSIHUE SIBJISIOTCS PA3HBIMU
TEPMOJUHAMUYECKHUMH COCTOSIHUSMU CUCTEMBI, pa3/IeJICHHBIMU SHEPT€TUYECKUM 0aphepoM; 3TO
OTHOCHTCS HE TOJILKO K KJIETKE B LIEJIOM, HO K OTJCIbHBIM ee KomroHeHTaM (JIunr, 2008).

Tenepr npuiio Bpemst 3a1aThbCsl BOIPOCOM O TOM, UTO JI€TaeT arperamnuio 0eaKoB
cieun(puyHoi? OTBET Ha 3TOT BONPOC JaeT HaM (hu3uka Oenka. Y CTaHOBJICHO, YTO MPABUIIBHOE
CBEPThIBAHUE MOJIUNENTH/A B II100YIy, KaK U YHUKaJIbHasl CTPYKTYpa caMoi IriI00yJIbl,
obecrieynBaeTcs creu(puIecKuM B3auMOJICHCTBUEM MEXIY 8MOPUYHbIMU cmpyKmypamu Oenka
(Punkenpmteitd u [ItunpH, 2005). PaccMoTpuM Takyro CTpyKTYpy Kak o-criupaiib. C qpyruMu
BTOPUYHBIMU CTPYKTYPaMH OHa B3aUMOJEHUCTBYET CBOEH MOBEPXHOCTHIO. [I0BEpXHOCTH O-CiMpaiu
«UHKPYCTHPOBaHa» MOJISPHBIMU (TUAPOGUIBHBIMU) U HENOJISPHBIMU (TUAPOPOOHBIMH) TPYTIIIAMH.
B3steie camu 1o cebe Takue TpyMIbl CIIOCOOHBI TOIBKO K HECTIEU(HUUECKUM B3aUMOICHCTBUSM,



HO BTOPUYHBIEC CTPYKTYPBI CIIOCOOHBI MPHIATh TUM B3aUMOJICHCTBHIM CHelM(PUUIECKHiA XapaKTep.
B sTOM ux Omonorudeckuii cMbIC. JIeHCTBUTEIIBFHO, B 3aBUCHMOCTH OT aMHHOKHCIIOTHOTO COCTaBa,
tonorpadust ruipooOHBIX TPYII HA TIOBEPXHOCTH O-CIIMPAJIA MOXKET CHIIBHO BapbUpoBaTh. Eciu
JIBE O-CIIUPATId UMEIOT KOMNIeMeHmapHyo TOnorpaguio rTuapo(oOHbIX aMUHOKUCIOTHBIX
OCTaTKOB, TO TaKHE BTOPUYHBIE CTPYKTYPbI OyIyT «OIMO3HABATHY APYT APYyra U aCCOLMHPOBATHCS C
oOpazoBanreM ruipoGoOHOTO sapa (MPUHIIUAIT COOTBETCTBUS «KJIIOUYaA» «3aMKY» padOTaeT U 3/1€Ch).
bnaronaps Tomy xke monozpaguueckomy HakTopy, HOJISPHBIE TPYIIIBI MOTYT 00Opa30BBIBATH Ha
MOBEPXHOCTU BTOPUYHBIX CTPYKTYP «IAHAMIA(T, KOMILUIEMEHTAPHbIN MOBEPXHOCTH HYKJICHHOBBIX
kucioT. Obecneyenne crenupuIHOCTH B3aUMOICHCTBUS IIyTEM YHUKAJIBHOTO paclpeieieHus
(YHKIIMOHATIBHBIX TPYII O€JKa MO MOBEPXHOCTH SBJISIETCS OCHOBHBIM Ha3HAYEHUEM BCEX
BTOPUYHBIX CTPYKTYp Oenka. [IpuHIMI CTPYKTYpHON KOMITJIEMEHTAPHOCTH UMEET YHHBEPCAIBbHYIO
(bU3MYECKYIO0 OCHOBY U PEaU3yeTCsl HE TOJBKO BO BHYTPUOEIKOBBIX B3aUMOICUCTBUSAX (B
c(hOpMHUPOBABIINXCS TIO0YISPHBIX OEIKaX U B MPOIECCE UX CBOPAYMBAHMS), HO U B CITyJae
MeXKOETKOBBIX B3aUMOACHCTBHI (HAaTUBHAS arperamus), BKIYasi B3aUMOJICHCTBUS OeNOK-
HYKJICMHOBAs! KUCIIOTA.

Korma Bo3neiicTBHE Ha KICTKY WIH KJIETOYHYIO CTPYKTYPY CTAHOBUTCS HAAMOpPorobim, B (1)
HAaTHBHO-PA3BEPHYTHIX OeNkax (WM B pa3BEpHYTHIX YUacTKaxX OCIKOB) HAUMHAIOT (POPMHUPOBATHCS
BTOPHYHBIE CTPYKTYPBHI, a B (2) pacijIaBIeHHBIX INT00YIax STH CTPYKTYPhl CTAHOBATCS JOCTYITHBIMHU
IUTs1 B3aUMOJICHCTBUS C BTOPUYHBIMH CTPYKTYPAaMU JAPYTHX OCIKOB U C HYKJIEHHOBBIMH KHCJIOTAMH.
Taxue BTOpUYHBIE CTPYKTYPHI, HHAYIIUPOBAaHHBIC BHEIITHIUM BO3/ICHCTBUEM, SIBISIOTCS YeHmpamu
HamueHou azpecayuu. Takum 00pa3om, epBoe, YTO NPOUCXOJUT B AKTUBUPOBAHHOH KIIETKE — 3TO
MOSIBJICHHE HOBBIX BTOPHUYHBIX CTPYKTYp, CIIOCOOHBIX N30MpaTeIbHO B3aMMOJICHCTBOBATH APYT C
IPYroM ¢ 00pa30BaHUEM TPETHUHBIX CTPYKTYp, YETBEPTHUHBIX H T.JI. bElKH, B KOTOPHIX
BTOPUYHBIE CTPYKTYPHI MOSBISIOTCS IPU TAKUX OOCTOSATENHCTBAX, YTPAUYUBAIOT CBOIO OBLITYIO
WHEPTHOCTh U CTAHOBSITCS PEAKIIMOHHOCTIOCOOHBIMH.

[IpennaraemMslii MoAXoa K MOHUMAHUIO MEXaHU3MOB KJIETOYHBIX PEaKIUil TO-HOBOMY CTaBUT
BOIIPOC O HATHBHOM H JICHATYPUPOBAHHOM COCTOSTHHH Oelika. B HATHBHOM COCTOSIHUHM KITFOUEBBIC
O€JIKU KJIETKH MHEPTHBI, HEPEAKLIMOHHOCTIOCOOHBI, OHU HE B3aUMOJAEHUCTBYIOT APYT C APYTOM U C
IPYTUMH OHOTIOTUMEpaMH. Y TpaTa COCTOSIHUSI MHEPTHOCTH U €CTh JAeHaTypanus. [1pu
JIeHaTypaluy pa3BepHYTHIX MOJUNENTUIHBIX LENel Ha HUX MOSIBIISIOTCS BTOPHUUHBIE CTPYKTYPHI, a
IIpU JIeHaTypaluuHu (IUIaBJI€HUN ) TI00YISPHBIX O€IKOB UX BTOPUUYHBIE CTPYKTYpPBI
MOJUGUIHMPYIOTCS U «BCIUIBIBAIOT» HAa IOBEPXHOCTh U3 THAPOPOOHOTO s1/ipa (CTaHOBSTCSA
JOCTYITHBIMU TSl BHEIITHUX B3aMMOCHUCTBHI). 11 B TOM, ¥ B JpyroM cirydae BTOPHYHBIE CTPYKTYPHI
TOTOBBI K B3aUMOAEHUCTBUIO. J[pyrumMu cioBaMu, MOKHO BBLAETHUTD J[Ba MPEJIEIbHBIX COCTOSHUS
OeJKa: MOJIHOCTBIO CBEPHYTOE (TI00YISpHBIN O€JI0K) U MOJHOCTBIO pa3BepHyTOE. MeXay ATUMU
HEaKTHUBHBIMH (HATUBHBIMU) COCTOSIHUSIMH MOJKET CYILIECTBOBATh MHOXKECTBO MTPOMEKYTOUHBIX,
aKTUBHBIX, ()OPM, KOTOpBIE U 00ECTIEUNBAIOT HATUBHYIO arperanuio. TakuM obpazom, y Oenka
TOJIBKO JIBa COCTOSIHHSI HEAKTUBHBI (3TO U €CTh HATHBHBIE COCTOSIHU). BO BCEX OCTaNbHBIX CITydast
OH aKTHBEH, YTO MPOSIBIISETCS B €T0 CITOCOOHOCTH K HATUBHOM arperarum.

[IpenioskeHHBI MEXaHU3M HATUBHOM arperaluu oObACHSAET yBelIndeHne oobeMa ruipopoOoHoi
dassl kieTku npu nporopeaknuu (Matveev, 2005) u cTpyKTypHBbIC H3MEHEHHS B HEW TIPU
YHUBEpCaJbHOI peakuun xuBoi kiuetku (Haconos, 1962). I1pu ¢opmupoBaHiH BTOPUIHBIX
CTPYKTYP TOJISIPHBIC TPYIITHI MENTHIHBIX CBA3EH YXOAT OT KOHTAKTa C BOJIOW U 00pa3yroT
BOJIOPOJIHBIE CBSI3U MEXAY CO00i. YKe TOIBKO MO3TOMY rHApo()OOHOCTh MOIHUIIETITHIA C
BTOPUYHBIMU CTPYKTYPaMH BBIIIE, YEM y Pa3BEpHYTOTO MOJUNENTHAA-TIpeAmecTBeHHnKa. O0BeM
rusipodoOHOM (a3l Bo3pacTaer eie Ooblie, KOrjja BTOPUYHbIE CTPYKTYPBI CIIMBAIOTCS €
oOpazoBanueM ruipoGoOHBIX TOMEHOB (siep). Bropast mpuunHa, mo kotopoit ruapododHas daza
KJIETKH YBEJTMYMBAETCS B 00BEME, — 3TO MOSIBICHUE paCIlJIaBIEHHBIX 1100y, Y HATUBHBIX
JIOOYISPHBIX 0€TKOB THAPOGOOHOE SAIPO MPEACTABISIET COOO0M TBEPIOE TEJIO CO CPABHUTEIBHO
HEeOOJIBIION MMOBEPXHOCTHIO, C1a00 B3aUMOICHCTBYIOIIMM C THAPO(GOOHBIMU BeliecTBaMH (MMEHHO
MOATOMY KJIETKA B COCTOSTHUU TTOKOs THApoduiIbHa). [Ipu nmnaBnenuu, ruapodoOHOE Sapo
nepecTaet ObITh TBepAbIM TesioM (Dunkenbinteitn u [TtuieiH, 2005, nekuus 17), cocTaBistoniue



€ro 3JIEMEHTHI CTAaHOBSTCS TOpa3zio 0ojee NOABMKHBIMA OTHOCUTENIBHO JIPYT ApPYTa, SApo
pasphIXJIETCA U CTAHOBUTCS TOCTYIHBIM BOJI€ M PACTBOPEHHBIM B HEW BellleCcTBaM (ILI0IIAb
ruipoOoOHBIX KOHTAKTOB yBeIHuuBaercs). Eciu B pactBope ecth ruipooOHbIE COETUHEHNUS, TO
OHU TOJIY4ar0T BO3MOXKHOCTb IIPOHUKATh B PO pacIlIaBI€HHOM I100YJbl U KOHIIEHTPUPOBATHCS B
sToii ruapodoOHOH dase.

benku B BO30YX/1€HHOM COCTOSIHUU CITIOCOOHBI HE TOJIBKO K HOBBIM BHYTPUMOJIEKYJISIPHBIM
B3aMMOJICHCTBHSM, HO M K B3aUMOJACHUCTBUIO ¢ Apyrumu Oenkamu. dusnka Oenka He JaeT HUKAKUX
3amnperoB Ha 3ToT cueT. HaruBHas arperanus (oOpazoBaHue crieU(pHISCKUX arperaTtoB) 00bICHSIET
YBEJIMUEHUE MYTHOCTH KJIETKA U MAaKPOCKOIIMYECKON BSI3KOCTH LIUTOIUIA3MBI U sizipa. Takum
o0pa3oM, HabJIr0JaeMble H3MEHEHMsI ITPU IPOTOPEAKLIUN HAXOIAT IPOCTOE OObSICHEHHE,
OCHOBaHHOE Ha JaHHBIX (pusuku Oenka (Punkenpiirerin u [Iturpia, 2005).

B sTOM paznene BakHOE MECTO ObLIO Y/IEIEHO KIETKE B COCTOSIHMM IOKos. PaccMoTpuMm ero
noapoOHee.

YTo npeacraBjadeT C000H KJIeTKa B COCTOSIHUM NMOKO0A?

Jlis u3ydeHus 1r000ro mnpouecca BaXXHO UMETh TOUKY oTcuera. Hanpumep, 06110 Obl
HEBO3MOXKHO TOHATh MEXaHU3M MBIIIEYHOTO COKpAIEHHsI 03 TPEJICTABICHUS O COCTOSIHUH TTOKOS
COKpaTHUTENbHOTO anmnapata. Vicxosas u3 onbITa KJacCu4eckoi pu3noiaoruu, Heo0XouMo
NPU3HATh, YTO MPEICTABICHUE O COCTOSHUE MOKOsI KIETKH (KaK U OTACIBHBIX €€ YacTeil) HMeeT
BaXHOE 3HAYCHME JJIsl IOHUMAHUsI MEXaHU3MOB €€ aKTHBallH. 3/1€Ch Mbl BHOBb BO3BpPALIAEMCs K
BOIIPOCY O CTPYKTYpE KJIETKU B TOKOE. TOT (haKT, UTO MOKOSIIANCS KIETKA, B OTIUYHE OT
aKTUBUPOBAHHOM, OYTH MOJHOCTHIO MPO3PAayHa, CBUJETEILCTBYET O HE3HAYUTEIBHOM KOJIMYECTBE
0enKoBBIX accoruaroB. Kpome Toro, KieTka B HOKoe ruipo(uiIbHa, TaK KaK B YCIOBHSIX
i Hy3MOHHOTO PaBHOBECHSI OHA HE CBSI3bIBACT BUTATIBbHBIX Kpacuteneit (Haconos, 1962),
SBISTFOIIMXCSl THapooOHbIMU BetecTBamu (Matveev, 2005). Dtu cyiiecTBeHHbIE 0COOCHHOCTH
MOKOSAIIEeHCs KIETKU JOKHA OOBACHUTD €€ CTPYKTypa.

[1epBBIM MPEINIOIOKEHHUE O TOM, YTO CTPYKTYpPa MOKOSIIECHCS KIETKH OTPEEINISIeTCS] HATUBHO-
pa3BepHyTbIMH Oenkamu, Bbickazan B 1952 rony Jlunr (Ling, 1952). D10 npencraBienue
OKOHUaTenbHO odopmuiiocs Kk 1965 roay (Ling, 1965), a utoru pasBUTHs 3TOrO HAIPABICHHSI
nonsezaensl B 2006 rony (Ling, 2006). BaxxHelmM CBUAETENECTBOM B MOJIb3Y TAKOTO B3IJIIA
SIBIISIETCS OJTMHAKOBBIN XapaKTep pa6HO8EeCHO20 PACTIPENICIICHUS BEIIECTB MEXKY KIETKOW U CPEeIoi
C OJIHOI CTOPOHBI, U MEX1y MOJIETbHBIMHU CUCTEMaMH U CPeJIoH, ¢ Ipyroil. B kauecTBe MoaenbHOM
CHCTEMBI UCCIIEIOBAHbI, HAIIPUMEP, AHATH3HBIE MEIIKH U3 1eUT0(anHa, 3aTI0THEHHBIC
KOHIIEHTPUPOBAHHBIMU PACTBOPAMHU TUAPOPUIBHBIX U JIEKTPUUECKH HEHTPAIbHBIX JIUHEHbIX
MOJTMMEPOB, BCE 3BEHBSI IIEMTN KOTOPBIX JIOCTYITHBI BOJIC. 3aKOH pacIpeieieHus], TO €CTh
3aBHCUMOCTh PaBHOBECHOTO PACIIPEEIICHHS BEIIECTB OT UX KOHIIEHTPALUHU B CpeJie OMHAKOB IS
MO/ICIIEHBIX CHCTEM M IS )KUBOM KIIeTKH. [I0CKONBbKY pacipeenieHie BenecTB U3yJalu B
ycaoBUAX U (GY3HOHHOTO paBHOBECHUS, 3TOT PE3YJIbTAT 03HAYAET, YTO KIHOUEBOI (PU3HKO-
XUMAYECKHH (HaKTOp, ONpEACTISIONINN XapaKTep paclpeieeHus, B MOICISIX U B KIIETKE 0OUHAKOG
u obecrieunBaeTcsi pa3BepHyThIMHU Ouononumepamu. [IpencraBnsercs OUeBUIHBIM, YTO U3 BCEX
MOJTMMEPOB KIJIETKH Ha 3Ty POJIb CIIOCOOHBI MMPETEHA0BATh TOJIHEKO OEKH — CaMble MAaCCOBBIC
nosumeps kiaetku (Ling, 1965).

Uro xe 370 3a paktop? U KiIeTKH, ¥ MO UMEIOT OOIIYIO NIl HUX OCOOCHHOCTh: €CIIH
UCClIelyeMblil KOMIIOHEHT pacTBOpa He afcopOUpyeTcss Ha MOJTUMepPEe BHYTPHU CUCTEMBI, TO €T0
paBHOBECHAst KOHIICHTPAIIHS BO BHYTPEHHEH Cpe/ie BCET/la HIKE, YeM B OMBIBAIOIIIEM PacTBOPE.
MogenbHbIe CUCTEMBI, B CUITY CBOEH MPOCTOTHI, MO3BOJISAIOT MOHATH TO SIBIEHUE, OHO 00YCIIOBJIEHO
TEM, YTO BEIIECTBA XYyXKE PACTBOPSIOTCS B BOJE CUCTEMBI, YeM B BOJIE OMBIBAOIIIETO PACTBOPA.
®dusnka JaeT eAMHCTBEHHO BO3MOXKHOE 00BSCHEHHE 3TOMY Pa3IMUHUIO: BOJIA B KIIETKE U B
MOJIENIEHBIX CHCTEMax OoJiee yrmopsiioueHa, 4eM 00beMHasi, TOATOMY BCTPAauBaHHE MOJICKYJIBI
PacTBOPEHHOI'0 BEILIECTBA B PACTBOPUTEIH C 00JIee KECTKUMHU CBS3IMHU SHEPreTHUECKH HEBBITOJTHO,



Y OHH BBITECHSIFOTCSI U3 cucTeMbl. HO ueM 00BsICHUTH, YTO BOJA B MPUCYTCTBUU JIMHEHHBIX
MOJIMMEPOB yropsiiourBaeTcsa? MoaenbHble CUCTEMBI, B KOTOPBIX HET HUYET0, KpOME MOJIUMEpa,
BOJIbI ¥ PACTBOPEHHOTO BEIIECTBA, TAIOT OYEBHIHOE OOBSICHEHHUE. €CIIH BO/IA a/1COPONpYeTCs
3aKOHOMEPHO MOBTOPSIIOIIUMHUCS 3BEHBbSIMH MOJIUMEPA, TO U caMa OHA YIOPSA0YMBACTCS B
npoctpaHcTBe (MMeeT MeCTO MHOTOCIIOMHas afcopoius). Kpome Toro, y aacopOMpoBaHHBIX
MOJIEKYJ BOJIbl U3MEHSIOTCS 3JICKTPHUUECKHUE CBOICTBA.

Hecmotps Ha Bce pazHooOpa3ue OenKoB, BCE OHU HMEIOT a0COTIOTHO OMHAKOBBIN
MOJIMTIENTUAHBIN 0CMog, pa3nuuus MexX 1y OelKaMu 00yCIOBIICHBI JTUIIb OOKOBBIMU LEMSMHU.
[TonumenTUAHBIN OCTOB BCeX OEIKOB MPEICTaBIsIeT CO00H MpaBUILHOE YepEIOBaHUE
nonoxuteabHbiX (NH) u orpunarensubix (CO) 3apsgoB MENTUHAHBIX CBSI3CH, IPUYEM PACCTOSHUE
MEXTy 3TUMHU TPYIIIAMHA OKa3bIBAETCS COM3MEPUMBIM C Pa3MEPOM MOJIEKYJT BOJBI U ITUHOM
BOJIOPOJHBIX CBsI3el Mexay HUMH. VlHadue roBopsi, pacroioKeHUe YKa3aHHBIX JAUIONEH BJIOJb
MOJIUTIENITUTHOTO OCTOBA OKA3BIBACTCS B CTPYKTYPHOM OTHOIIICHHU KOMIUIEMEHTAPHBIM CTPYKTYpE
BOJbI. J[pyras 0cOO€HHOCTH IPYII MENTUIHONW CBSA3U COCTOUT B TOM, YTO OHU 00pazyroT
BOJIOPOJHBIE CBSA3H JIMOO APYT C IpyroM (BO BTOPUUHBIX CTPYKTYpax), 1100 ¢ BOJOMH (pa3BEpHYyTHIE
y4acTky nonunentuaHoi nenu) (Ounkenpurreiin u [ltumbin, 2005, nexims 4). OnHaKO BO3HUKAET
BOIIPOC, MMOYEMY B3aUMOJCHCTBHE BOJBI C (YHKIIMOHATHHBIMU TPYIIIIAMHA TTETITHAHBIX CBSI3€H TaK
CHJIBHO MEHSIET ee cBoicTBa? J[j1s1 oTBeTa Ha 3TOT BOMPOC 0OpaTUMCS K CBOMCTBAM JEKTPHUUECKHUX
JTUTIOJIEH.

BaxHoe cBONCTBO TUMOIBHBIX MOJIEKYII COCTOUT B TOM, UTO UX JUIOJIbHBI MOMEHT HE
SIBJISIETCS] BETMYMHOM MMOCTOSIHHOM, @ 3aBUCUT OT X B3aUMOJICHCTBHI C IPYTUMU JTUIOJIbHBIMHU
mostekynamu (Spackman at al., 2007). TIpumep: B ra3oBoii (haze TUMONBHBIA MOMEHT MOJICKYIIbI
BoabI paBeH 1.85 D, a B xxunkoit — 2.9 D. To ecTh B3auMoaelicTBAE MOJIEKYII BOJBI APYT C IPYTOM
MPUBOJUT MX K B3aUMHOM MOJSPU3AIMH — YBEIHUYEHHIO0 COOCTBEHHOTO IUIMOJILHOIO MOMEHTA Ha
60% (Kemp, Gordon, 2008). A eciui MoJieKyJia BOJIbI OyI€T B3aUMO/ICHCTBOBATH C JAUIOJIEM OoJiee
CHJIbHBIM, YeM OHa cama? JIMMmoIbHbBIH MOMEHT HenTHIHOM rpymisl oienuBaetcs B 3.5 D (Collins
and Leadbeater, 2007). Eciiu Boja OyaeT B3auMOICHCTBOBATh C STUMH, 00JIee CHIIbHBIMH,
JTUTIONSIMU, TO €€ MOJIEKYJIbI OYIyT MOJISIPU30BAThCs B €1lle OONbIIei CTeTeHH, U UX BOJOPOIHbIE
CBSI3U C IPYTUMH MOJIEKYJIaMU OYIyT CTAHOBHUTHCS 00JIee MPOYHBIMH. Y CHIICHHE BOJIOPOTHBIX
CBSI3€H JIeNaeT mepBhIil aICOPOIMOHHBIN CIIOM BOJBI CTAOUIBHBIM U CIOCOOHBIM MPUTSATHBATH K
ceOe 1 CBSI3BIBATh BCE HOBBIC M HOBBIE CBOOOHBIC MOJIEKYJIBI BOJBI C 00pa30BaHUEM BCE HOBBIX
a7IcOpOIIMOHHBIX cl0eB. TakuM o0pa3om, OoJiee CUIIbHBIE TUIIONU Ha aJcopOoupyromen
MOBEPXHOCTH SIBJISIIOTCS KIIIOUEBOM MPEANOCHIIKOM JIJIs1 MHOTOCIOWHOM aIcOpOLMH MOJIIPHBIX
MOJIEKYIL.

N3-3a ycunieHust BOJIOPOIHBIX CBsI3€H B MHOTOTaKHOM aICOPOITMOHHOM CJIO€ BOJIBI,
MIPOHUKHOBEHHUE B HETO JIPYTMX MOJIEKYI (BKIIIOUasi caMy BOJAY) CTAHOBUTCS DHEPTeTUUECKU
HEBBITOJIHBIM MIOTOMY, UTO 3TO MOTpeOyeT pa3pbiBa O0JIee MPOYHBIX BOJIOPOAHBIX CBSI3EH MEXKIY €€
MOJIEKYJIaMH B CJI0€, YeM B 00beMHOI (aze. ITo 00BSACHSET, MOUeMY CBSI3aHHAs BO/IA SBISETCS
MIJIOXUM PACTBOPHUTEIIEM T10 CpaBHEHUIO ¢ (pa30il, rIe MOJIEKYIIbI BOJbI B3aUMOJICHCTBYIOT TOJIBKO
apyr ¢ apyrom. I1o 3Toit TepMoIrHAMUYECKO TPUUMHE KOHIICHTPAIIHS 1700b1X BELIECTB B (a3e
a7IcOpOMPOBAHHON BOJIbI OY/IET BCET/Ia MEHBIIIE, YEM B KHIKOM (asze.

OpaHako Bce HAUMHAET MEHSTHCS, €CITU Pa3BEPHYTHINA MOTUTIENTHI, aICOPOUPOBABIINI BONY,
HaYyMHAET CBOPAYMBATHCS C 00pa30BaHUEM BTOPUYHBIX CTPYKTYp. B 3TOM mporiecce menTuaHbie
TPYMIBI OTKA3bIBAIOTCS OT BOJOPOAHBIX CBsI3€H C BOJOM U 00pa3yroT X Mexay coboi. [Ipexmae
CBsI3aHHAs BOJIa IecOpOMpyeTCs U mpuodpeTaeT cBoiicTBa o0beMHoro pacreoputens (Ling, 1965,
2006, 2007). O60CHOBaHHOCTH TAKOT'O B3IJIsIa HA B3aMMOCHCTBUE MOJIUIICTITUIOB U IPYTUX
TUAPOGUIBEHBIX MOJTUMEPOB C BOJIOH MOTYUUIIO YOSAUTEIHHOE SKCIIEPUMEHTAIBHO TTOATBEPKICHNE
(Zheng and Pollack, 2003; Zheng et al., 2006).

A KakoBa poJib TJIOOYSpHBIX 0eMK0B? IMEHHO OHM SIBJISIFOTCSI BTOPBIM BaXKHBIM OCJTKOBBIM
KOMITOHEHTOM KJIETKH B COCTOSIHUU MOKOsI. DTO HanOoJiee N3yUYEeHHBIH TUTT OETTKOB, BBITTOTHSIIONTIX
CTPYKTypHBIC U (hepMeHTAaTHBHBIC PyHKIMHA. VX TBepaOe SAPO HEOCTYITHO BOJIC, & YIACTKH



MOJIMMENTUAHON LETH, HE COJIepKallle BTOPUYHBIX CTPYKTYP, HEAOCTATOUHO MPOTSHKEHHBIE,
YTOOBI CYIIECTBEHHO BIUATH HAa COCTOSHUE BHYTpHUKIeTouHOM Bo bl (JInnuT, 2008).

Wtak, B COCTOSTHUY MOKOSI, PU3NIECKUE CBOKWCTBA OSIIKOBOTO MAaTPUKCA KIIETKU OMPEACIISIOTCS
YACTHYHO WJIH MOJTHOCTBIO Pa3BEPHYTHIMH OelIKaMK U OeJIKaMu MO0y ISpHBIME (K MTOCTISTHIM
OTHOCSITCSI, Pa3yMEETCsI, U CIOKHBIC OCIIKH ¢ HECKOJIbKUMH INIOOYISIPHBIMU JOMeHaMu). B
KOHTEKCTE 3TOH CTaTbd UMEHHO TaKue OETKU UMEET CMBICI Ha3bIBaTh HATUBHBIMU. CTPYKTYpHbBIE U
(YHKITMOHATTLHBIE OCOOCHHOCTHU COCTOSIHHSI IIOKOSI KJIETKH ONPEIEISIFOTCS pa3BePHYTHIMU OeTTKaMu
(JTumr, 2008).

OcTaetcs BOPOC O TOM, ITOYEMY COCTOSIHHE TTOKOSI KIIETKH OTHOCUTEIHHO CTAOUITBHO U MOKET
CYLIECTBOBATh HEOMpeesieHHO 1oiro? JIMHT mojaraet, 4To 3T0 0OBIACHAETCS CTAOUIN3UPYIOLTUM
JICHCTBUEM Ha Pa3BEPHYTHIC OCIIKH PA3IUYHBIX JTUTAHIIOB, CBSI3aHHBIX B COCTOSTHUU TTOKOSI KJIIETKH C
HATUBHO-Pa3BEPHYTHIMU O€IKaMU: HOHOB, HU3KOMOJIEKYJIIPHBIX OPIraHUYECKUX COSAMHEHUI,
TOPMOHOB U T.J. BayKHEHIIIMM JIMTaHIOM MTOKOst OenKoB siByisiercs, o Jluury, ATP (Ling, 1977).
Ecnu HekoTopoe Bo3aeicTBIE TPUBOIUT K paciieruieHnio AT® uiny K AUCCOMAlUU APYTHX
JIUTaH/OB IMOKOS, TO 3TO MPUBOJIUT K CBEPTHIBAHUIO HATUBHO-pa3BepHyTOro Oenka. B Hem
MOSIBJISIFOTCS] BTOPUYHBIE CTPYKTYPBI, KOTOPBIE AETAI0T HOTUNEHTH T PEAKIIHOHHOCTIOCOOHBIM.
Haumnaercs HaTUBHAS arperaius, B X01¢ KOTOPOi (GOPMHUPYIOTCSI CHTHAIBHBIE CTPYKTYPHI.
HaTtuBHo-pa3BepHyThIe O€NKU SBISIOTCS, MO-BUAUMOMY, CAMBIMU YyBCTBUTEIbHBIMH JIEMEHTAMU
MOKOSIIEHCS KIIETKH, ITOCKOJIBKY UX CBEPTHIBAHHE SIBJISIETCS TEPMOJMHAMHUYECKH BBITOAHBIM, TaK
KaK Mpu AecOpOILUU BOJIbI SHTPOIUS CUCTEMBI BO3pAcTaeT (BOJa SIBJISIETCA CAMbIM MacCOBBIM
KOMITOHEHTOM KJIeTKH ). KpoMe Toro, Turanjisl MoKosi HEIPOYHO CBA3aHbI C HATUBHO-
pa3BepHYTHIMH O€JKaMH, TaK KakK 3Ta CBsI3b HeKoBasieHTHas, a AT® MoxkeT pacuiersaTbes
dbepMeHTaTUBHO. B BTOoTe, OT/ICIbHBIE KOMITOHEHTHI KJIETKH WIIA BCS KIIETKA B T[EJIOM
MIPEJICTABIISETCS CUCTEMOM, CTPYKTYPHBIM COAEPKAHUEM JKHU3HEIEATEIbHOCTH KOTOPOU SBISIETCS
0o0paTUMBIH TIEpEX0]] U3 COCTOSIHHSI IIOKOSI B aKTUBUPOBAHHOE (BO30YKICHHOE) COCTOSIHHE,
00yCIIOBJIIEHHOE 0OPAaTUMBIM [IEPEX0A0M OETKOB U3 COCTOSTHUS MOKOs (HATUBHOT'O COCTOSTHUS) B
aKTUBHUPOBAHHOE (HEHAaTUBHOE) COCTOSTHUE.

HpI/IH].ll/ll'lbl HATHUBHOM arperamnum

C ToukH 3peHus MpeIaraeMoro MoaXo0/1a, Peakiiy KJIeTKU Ha BHEIIHUE BO3EHCTBHS,
pasznuyHbie POPMBI KJIETOUHON aKTUBHOCTU (METAa00JIN3M, JIeJICHUE, MBIIIEYHOE COKpaIleHHUE,
CEeKpelysl, BHYTPUKIIETOUHAs CUTHATIN3aIUs U poUee), a TAKXKe MaTOJIOTMYECKUe COCTOSHUS
paccMaTpUBAIOTCSl HA OCHOBE CIIEIYIONINX YTBEPKICHUN U IPHHIIATIOB.

HatuBHas arperanust — 3To crienupuuecKoe B3auMoIeiCTBIE OETIKOB JIPYT C IPYIroMm,
OCYIIECTBIISIEMOE TIOCPEICTBOM B3aUMOJICHCTBHUSI MEXKAY BTOPHYHBIMU CTPYKTYpaMH
arperupyoomux 0eiakoB. Eciu peakiinoOHHOCTIOCOOHBIX BTOPUYHBIX CTPYKTYP HET HIIK OHU
HE/IOCTYITHBI [T B3aUMO/ICHCTBYSI, HATHBHAS arperamnus HEBO3MOXKHA.

Krnetka paccMarpuBaeTcsi B KaueCTBE CUCTEMBI, Y KOTOPO MOXKET OBITh TOJIBKO /1B OCHOBHBIX
COCTOSIHUSI: COCTOSIHHE ITOKOSI U aKTUBHOE (BO30YK/IEHHOE) COCTOSTHUE. DTOT K€ MPUHIIUI
pacrpocTpaHsieTcs Ha JI00YI0 KJIETOUHYIO OpraHesuly, CTPYKTYpY, OCJIKOBYIO MosieKyiy. Jlis
SICHOCTH, MO’KHO TTPOBECTH TapajuieNb. BO30yaruMas MeMOpaHa B COCTOSIHUM TTOKOSI U
BO30YXKJICHUS.

OyHKITMOHAIBHO 3HAYMMBIE OCIIKH KIIETKH B COCTOSTHUU TIOKOST HAXOJSTCS B OJTHOM U3 JIBYX
COCTOSIHUI: TNOO pa3BEepHYTHI (ITOJTHOCTHIO MIIM YACTUYHO — HATUBHO-Pa3BEpHYTHIE OEIIKN), 1100
CBEPHYTHI JI0 COCTOSTHUS OCITKOBOH TII00YIIBI M HHOW CTPYKTYPBI, KOTJIa BTOPUYHBIE CTPYKTYPHI
HEJOCTYIHBI 1711 B3aUMOICUCTBUS C APYTUMU OETTKaMU. DTU COCTOSTHUS pacCMaTPUBAIOTCS KaK
COCTOSTHUSI TIOKOST O€JTKOBOM MOJIEKYJIBI MJTH KaK X HaTHBHBIE COCTOSTHUS. Belku B HATUBHOM
COCTOSTHUM CTa0MJIM3UPYIOTCS JINTAHAaMHU TTOKOSI U/UITM XUMHUYECKUMU MOIU(PUKALIUSIMHU, HATIPUMEP
dbochopunuposanuem/nepochopunupoannem. Cormacuo Jlury (Ling, 1977), cocrosiHre moKos
Pa3BepHYTOro GesKa MOANepKUBAETCS CBA3aHHbIMU ¢ HUM AT®, nonamu (Na*, K*, Ca2+),



MOJICKYJIaMH CBSI3aHHOM BOJIbI, TOPMOHAMU (HaIlpUMep, HHCYJIMHOM) U JIIOOBIMHU IPYTUMHU
3HAYMMBIMH B3auMozelcTBuAMHU. HanprmMep, aHann3 aMMHOKHCIOTHBIX ITOCIIE0BATEIbHOCTEH
YYaCTKOB, OKPY’KAIOIIMX U3BECTHBIE LEHTPHI (HOCHOPUIMPOBAHNS TIOKA3ATIH UX BBIPAKCHHYIO
CKJIOHHOCTh K (JOPMHUPOBAaHHIO HATHBHO-pa3BepHyTOM KoHpopmanuu (lakoucheva et al., 2004).
Paspymienue cBs3u ¢ nurannom (Hanpumep, pacuieruienne AT®) npuBoauT K akTUBauy Oeka,
ero mepexo/y U3 COCTOSHUS ITOKOSI B AKTUBHOE COCTOSIHUE; K ATOMY XK€ PE3YJIbTaTy MPUBEACT
cHkeHue ypoBHs AT® B kieTke HUKe Kputuueckoro ypoBHs. IIpencrasinenus JIunra o
CIIOCOOHOCTH HEOOJBIINX MOJIEKYJ CIICIM(UIHO CBA3BIBATHCS C HATUBHO-PA3BEPHYTHIMU OEIKaMuU
HAXOJUT TOATBEPXKICHHE, HAanpuMep, B pabore Myxomnazaxas u ap. (Mukhopadhyay et al., 2007).

[Tpu akTHBAIMK KJIETKH BHEITHUMHU BO3JICHCTBUSIMHU, BHYTPUKIECTOUYHBIMH (DaKTOPAMHU U
CHTHAJIAMH Pa3InYHOM TPUPOIbI (BKIIFOYAS XUMHYCCKYIO MOIU(PHUKALINIO) B HEW TIOSBIISICTCS HOBas
(bpakius 6eTKOB — aKTUBUPOBAHHBIX OCJIKOB ¢ BHOBb 00pa30BaHHBIMU BTOPUYHBIMHU CTPYKTYPaMH,
KOTOPBIX HE OBLIO B COCTOSTHHH TIOKOSI (pUC. 2). DTH HOBBIE CTPYKTYPHI TOSBISIOTCS MIPU
CBOpa4YMBaHUH HATUBHO-PA3BEPHYTHIX OCIKOB U MPH IUIABJICHUN OENKOBBIX ITI00YI. DTH
CTPYKTYPHI IIPEJICTABISIOT COOOH 0-CIIUPANH, 3-IHUCTHI, IPYTHUE Pa3HOBUIHOCTH BTOPHYHBIX
CTPYKTYp. BTOpHYHBIE CTPYKTYpBI aKTHBUPOBAHHBIX OEIKOB — 3TO HOBBIC «BAJICHTHOCTH,
HEO0XOAMMBIE JIJIs1 HOBBIX B3aUMOJICHCTBUI, BHYTPUMOJIEKYJISIPHBIX (CBOpPAYMBAHUE) U
MEKMOJICKYJISIPHBIX (HAaTUBHAA arperanus). B ciaydae 60oipmmx OelKoB, BTOPHYHBIE CTPYKTYPHI
MOTYT (POPMHPOBATH TUAPOPOOHBIE 0OJIACTH HA MMOBEPXHOCTH OEIIKa, KOTOPBIE CIICIU(PUIHO
B3aUMOJICHCTBYIOT C TAKUMH XK€ (KOMIUIEMEHTapHBIMH) 00pa30BaHUSIMU Ha TIOBEPXHOCTH JIPYTHX
0eNKOoB.

Puc. 2. ]IBa OCHOBHBIX COCTOSTHUSI KJIIETKH. A — KJIETKA B COCTOSIHUH TTOKOS, OTITHYECKU
npo3payHa. B — akTHBHpOBaHHAs KJIETKa; B [IUTOIJIa3Me U KJIETOUHBIX OpraHesuiax MosBIsIOTCS
[ICHTPbI HATUBHOM arperaiyu (YepHbIe KPYKKH) — PEaKIIMOHHOCIIOCOOHBIC BTOPUIHBIC CTPYKTYPHI
aKTUBUPOBAHHBIX OEJIKOB, OJ1aroapst KOTOPHIM HAYMHAETCS] HATUBHAS arperanus 0eIKoB KIETKH.

HaruBHo-pa3BepHyThIe O€TKM MOXXHO Ha3BaTh BO30yaIuMbIMU Oenkamu. [lepexos ux B
BO30YXJIEHHOE COCTOSTHHE JJaeT TOJIUOK HATUBHOW arperaryi.

Ecnu npu pa3zBepThiBaHUU TTI00YIIBI (MU TI00YASPHOTO JOMEHA) pacIulaBIEeHHOM II100YIbI He
o0pasyercs, a 6eJIOK KOOIIEpaTUBHO MPHOOPETaeT NOTHOPA3BEPHYTYIO KOH(POPMAIIHIO, TO 3TO
03HAYaeT ero MHAKTUBAIIHUIO, IOCKOJIbKY 0€3 BTOPUYHBIX CTPYKTYp OEJIOK K arperaiy HeClocoOeH.
PacnnaBienHas rio0yna HHAKTUBUPYETCS IBYMS MYTSAMU: IIEPEX0I0M 00paTHO B XOPOIIO
CBEPHYTYIO KOH(pOPMAIHIO (KOT/1a BTOPUYHBIC CTPYKTYPbI CKPBITHI OT B3aUMOICHCTBHS) HITH



pa3BepTHIBAHNEM PACILIABICHHON TTI00YIIBI 10 COCTOSHHS ITOJTHOPAa3BEPHYTOM KOH(pOopMaIuy,
JIMILEHHOH KJIIOUEBBIX JUIsl HATUBHOM arperaliuy BTOPUYHBIX CTPYKTYD.

BropuuHbie CTPYKTYpHI B aKTUBUPOBAHHBIX O€JIKaX UTPAIOT POJIb IIEHTPOB HATUBHOM
arperaiiii. IMeHHO 3TH CTPYKTYpbl 00€eclIeuuBaoT crenuduyeckoe B3auMoieicTBue
aKTUBUPOBAHHBIX OEJIKOB JPYT C JPYroM (HaTUBHAs arperamus) ¢ 00pa3oBaHUEM HOBBIX CTPYKTYP,
UMEIOIIUX CUTHAIbHOE U (YHKLIMOHAJIbHOE 3HAUCHHE JUI aKTUBHOM KieTku. HatuBHas arperauus
JIETePMUHUPOBAHA TEMH YK€ CHIIAMHU M B3aMMOACHCTBUAMHM, YTO U XOPOILIO N3Y4EHHOE
CBOpauMBaHKE PA3BEPHYTOrO MOJUIENTUAA B I1100Yy. JloJKHO coOm0aaThes IpaBuilo: ecTh
BTOPUYHBIE CTPYKTYPBI, CHOCOOHBIE K CIeNU(PUIECKUM B3aUMOJICHCTBUSAM, — €CTh HATUBHAS
arperanusi, HeT TaKuX CTPYKTYp WJIM OHU HEIOCTYIHbI — HET HaTUBHOM arperamuu.

Ecnu npu Bo3neiicTBUM Ha OETIOK B HEM YBEJIIMYMBAETCS KOJMYECTBO aMHHOKUCIOTHBIX
OCTaTKOB, BKJIFOYEHHBIX BO BTOPUUYHBIE CTPYKTYpPBL, 3TO 03HAYAET, YTO OEJIOK aKTUBHUPOBaH, a
CUTHAJIbHBIN MYTh, B pa00TE KOTOPOTO OH MPUHUMAET y4acTHe — OTKpPHIT. Eciin 6enok
pa3BOpaunBaCTCA U /1011 AaMUHOKHCIIOTHBIX OCTaTKOB BO BTOPUYHBIX CTPYKTYpPax CHUKAETCS, TO
TaKOM OCIIOK MEePEeXOIUT B HEAKTHBHOE COCTOSTHHE, PEIAKCUPYET, a CUTHAIBHBINA MyTh (ITyTH) B
KOTOPOM OH Y4acTByeT, Oiokupyercs. I[Ipu nepexone 6e1KoB, yuacTBOBAaBLUIMX B HATUBHON
arperamuy, B HATUBHOE COCTOSIHUE, HATUBHBIE arperarhl pa3pymaroTcsi, OTIEIbHbBIE CTPYKTYPhI U
KJIETKA B LIEJIOM NIEPEXOAT B COCTOSIHUE TIOKOSI.

BpemeHHbIe CTPYKTYpBI, BOZHUKAIOIINE B PE3yJIbTaTe HATHBHOMN arperannu, BHITOIHSIOT
pasznooOpaszubie GyHKIUH. OHU MOTYT OBITH IEHTPaMU crerupuIeckon aacopOuuu (CBI3bIBAaHUS)
Pa3IMYHBIX HOHOB M MOJICKYJI, BKIIFOYasi CHTHAJIbHBIE (DAaKTOPBI U OEJIKU, TO €CTh BBIOJIHSATH
¢bynkuuu pernentopoB. OHU MOTYT 001a1aTh (pepMEHTATUBHON aKTUBHOCTBIO, KOTOpast
HE00X0AMMa TSI BBITIOTHEHUS TOM MM WHOW (DYHKIIMU M CIY)KUTh IIEHTPaMu (OPMHUPOBAHUS €I1Ie
OoJiee CIOKHBIX HAaJMOJIEKYJIPHBIX 00pa30oBaHU.

TonbpKO BTOPUYHBIE CTPYKTYPHI OEITKOB CIIOCOOHBI 00ECTIEYHUTh CIIENN(UIHOCTD
(u30upaTenbHOCTD, CEIEKTUBHOCTD) B3aUMOJICHCTBUS OJTHUX OEJIKOB C APYTrMMHU, KaK OHU
o0ecreynBaT Ce(PpUIHOCTh B3aNMOACHCTBHUI, HEOOXOAUMBIX JIJIs IPABHJILHOTO CBOPAUYNBAHUS
MOJIUIENITHAHOM LIenH B r7100yiy (CBOpayMBaHKUE MOJIMUIENITHIA B HATUBHYIO I100YITy MOXKHO
paccMmarpuBaTh Kak BHyTPUMOJICKYJISIPHYIO HATHBHYIO arperanuio). Kaxaas BropudHas CTpyKTypa
UMeeT YHUKAJIbHYIO TONOJIOTHIO MOJISPHBIX U THAPO(OOHBIX TP HAa CBOEH OBEPXHOCTH.
BropudHbie CTPYKTYpBI 00pa3yroT CTaOMIIbHBIE KOMIUIEKCHI JIPYT C IPYTOM WJIH C y4acTKaMu
HYKJIEMHOBBIX KHCIIOT TOJIBKO B TOM CJIydae, €CJIM UX MOBEPXHOCTU KOMIUIEMEHTAPHBI APYT APYTY
KaK KJII0Y KOMIIJIEMEHTAPEH 3aMKY.

HatuBHas arperaiust 1eTepMHUHUPOBaHA T€HETUYECKH B TOU JKe Mepe, YTO U CTPYKTypa Oenka
MIOTOMY, YTO €€ ONPEIEISIIOT T€ ke (PaKTOpbl, KOTOPbIE ONPEEINISAIOT BCE YPOBHU OpraHU3alNH
OTIeNbHON OEIKOBOM MOJIEKYJIbI, HAaUWHAs ¢ IEPBUYHOM MOCIIeA0BaTeIbHOCTH. BTropuuHbie
CTPYKTYpbl aKTUBUPOBAaHHBIX (BO30YKIEHHBIX) O€JIKOB OyIyT B3aUMOJIEHCTBOBATH C APYTUMU
BO30YKJICHHBIMH O€JIKaMU HE XaOTHUECKH, & B COOTBETCTBUU C T€HETHUYECKON IporpaMmMoii. B
pe3ybTaTe HATUBHOW arperaii BO3HUKHYT T€ CTPYKTYPbI, U COOTBETCTBYIONINE (DYHKITUH,
KOTOpBbIE HEOOXOMMBI KJIETKE 3/1€Ch M cefuac: MOTeHIHal JecTBUS, KaHaIbl Ha TOBEPXHOCTH
KJIIETKH, B IIUTOIUIA3Me | SIPE, IINTOCKENET, ABIKEHHE YYaCTKOB IIUTOILIa3MBbI, JIeJICHHIE KIETKH,
arnonTo3. OmuOKN B HATUBHOM arperanuu, MOsSBISIONUECS TPH 3aTSHYBIIEMCS COCTOSIHUN
BO30YKIIEHHsI KIIETKH (HalpuMep, TIPU XPOHMUECKUX BOCIIAJICHUSX ) U TIPU TIOBPEXKICHUH TIPHUBOIST
K Pa3JInYHBIM (popMaM KJIETOYHOU MaTOJIOTUH: KOH()OPMAIIMOHHBIM 00JIe3HSM, HEKPO3Y, pAKOBOMY
MIEPEPOKICHHUIO.

Bcé, uem oTnuyaeTcst BO30yx/I€HHAas! KJIETKA OT KJIETKU B COCTOSTHUM MOKOS, SIBJISIETCS MPSIMBIM
WA KOCBEHHBIM PE3y/IbTaTOM HATHBHOM arperanuu OeJKoB.



HaTuBHas arperanus B A€l CTBUU

[TockonbKy MpakTUYECKHU JTI000€ N3MEHEHHUE B KJIIETKE MOKHO paccMaTpUBaTh Kak pe3yJabTaT
HATHBHOM arperanuu, orpaHudych JUIIb OTJACIbHBIMU puMepamu. Llenb 3Toro pasaena nokasars,
Kak paboTaloT MPUHIIUIIBEI HATUBHOM arperanuy Npu aHajln3e KOHKPETHBIX SIBICHUH.

Hauny ¢ HaTUBHO-pa3BEpHYTHIX OEIKOB, (PU3NYECKON OCHOBBI COCTOSTHUS 1MOKOsI. COTaacHo
Hankepy u ap. (Dunker et al., 2001), mepBbie faHHBIE O HATHBHO-PA3BEPHYTHIX y4acTKax B OelKax
nosiBIIKCH B 1978 roay, To ecth yepe3 26 neT nocie toro, kak Jiunar (Ling, 1952) Beickazan
MpeoyiokeHne 00 ux CylecTBOBaHUU. J[0 OTKPBITUSI HATUBHO-Pa3BEPHYTHIX OCIKOB
TOCIIOJICTBOBAJIO MPEJICTaBIEHUE, YTO BCE pa3sHOOOpa3ne (yHKIMN KIETKH 00YCIOBICHO TOIBKO
OelKkaMu ¢ TpexXMepHOH (ro0yIapHOi) cTpyKTypoi. HaTuBHO-pa3BepHyThIE OCIKH B 3TH
NPEJCTAaBICHUS HE YKIIaIbIBAJIKICh, U ObLIO HEMOHSATHO, BHIIOJIHSIOT JIM OHU BOOOIIE KaKue-TH00
¢bynkun. [To3nuee BeIACHUIOCH, UTO O0siee 35-51% GenkoB HyKapuoT UMEIOT pa3BEpPHYTHIE
YUYacCTKH JUTHHHEEe 50 aMUHOKUCIOTHBIX MOCJIEI0BATEIBHOCTEH, UTO 3aMETHO OOJIbIIIE, YeM Y
npokapuoT (Dunker et al., 2000, 2002).

Korpma crano sicHO, 4TO HATUBHO-Pa3BEpHYTHIE OCIIKM UTPAIOT KaKyI0-TO BaKHYIO poiib, JlaHkep
u ap. (Dunker et al., 2001) npeI0KUIM PACIIMPUTH [IPEACTABICHHE O TUIIAX OEIKOB,
(YHKIIMOHHUPYIOIIUX B KJIETKE: K OITKaM C TPEXMEPHOH CTPYKTYPO OHH JOOABUIIH
pacIuiaBIeHHYIO II00yy U OSJIKHU ¢ pa3BepHyTol KoH(popmanueit. YBepckuii (Uversky, 2002)
CUMTAET, YTO 3TOT CIIMCOK HYXHO JOMOJHUTh YETBEPTOM OTHOCUTEIBHO YCTOMYMBOM
KoH(popmanuen 6enka — mpeapaciiaBIeHHON TTI00yI0H, KOTOPYIO MOXKHO OBLITO ObI Ha3BaTh
KHIAIIEH T7100YyII0i TOTOMY, YTO B KOOpAMHATAX PEAKIUU Pa3BEPTHIBAHUS OHA CTOUT ITOCIIE
TII00YINBI ¥ PaCIUIaBIIEHHOM II00YIBI M TTepe/1 MOJIHOCTHIO pa3BepHyTON KoH(popManuei. Jloruka
ATHX TPEATIOKEHUN COCTOUT B TOM, YTO BCE YETHIPE COCTOSIHUS OEIIKA SIBIISTFOTCS
TEPMOJUHAMHYECKH YCTOWYMBBIMU, XOTS U B Pa3HOH CTETEHHU.

ITo meicn [laHkepa u Ap., B KIETKE MOCTOSHHO MPOUCXOIST NEPEX0Abl MEXKTY Pa3HBIMU
(ha30BBIMH COCTOSIHUAMHU Oelika. DTO IeUCTBUTENIBHO TaK, HO TAKOE YTBEPXKIACHHE TpeOyeT
CYIIECTBEHHOTO YTOYHEHHS. BCIOMHUM, YTO IIepBbIe TPEACTABICHHUS O PACIUIABICHHOM II100YyIie 1
pa3BepHyTO# KOH(pOpMAaIMK OeKa ObLTH MMOJYYEHBI IIPH UCCICIOBAHNH AeHATYpaIuy Oenka in
VItro u 3aTeM HX MMepeHecH Ha KIEeTKy. Terneps Mbl 3HaeM, 4TO TUIABICHUE TJI00YIIbI — 3TO
(ha30BbIil Iepexo, MOTUNHSIONINIICS 3aKOHY «BCE WM HUYEr0» U UMEIOIUI TIOpoT, HalpuMep,
temneparypublii (PunkenpmTeis u [Ituiei, 2005). DT0 03HAYAET, YTO HECKOIBKO OJHHAKOBBIX
OEKOBBIX MOJIEKYJI, HAXOSAIIUXCS B OJJUHAKOBBIX YCIOBUSIX OYAYT HAXOAUTHCS B OJHOM U TOM K€
¢azoBoM cocTossHUU: 100 3TO OyneT raolyina, 1Mo pacruiaBieHHas rio0ysa, 1100 pa3BepHyTas
koH(popmanusa. HempepbIBHOTO 1 aCHHXPOHHOTO Mepexo/1a OeKOB BHYTPH TaKOH MOMYISALUN U3
0JTHOTO (ha30BOT'O COCTOSIHUS B JIPYTO€ MPOUCXOANUTH HE MOXKeT. Ho MoJeKyITel TOTO e Oenka,
HaXOJSIIMECS B IPYTOM MUKPOOKPYKEHHH, MOTYT HAXOAUTHCA B JPYroM (a30BOM COCTOSIHUU, HO
TOKE OJIMHAKOBOM JIJIsl BceX OEJIKOB JaHHOW MmomyJsiiuu. B utore Mbl nosy4aem, 4To JaHHbII
OeNoK JeWCTBUTEIHHO MOKET HAXOJAUTHCS B TAHHOU KIIETKE B pa3Hbix (Pa30BBIX COCTOSHUAX, HO
TOJILKO €CJIH €TI0 MOJIEKYJIBI HAXOSATCS B PA3HbIX YACTSIX KIETKH C Pa3HBIMU yCIOBUSIMHU
MUKPOOKPY>KEHHUS.

Heo6xoanmo caenath u apyroe yrodnenne. CorsiacHO THITOTe3€ HAaTHBHOM arperaim, UMeeTcst
TOJIBKO JIBa 0A30BBIX COCTOSIHUA Oelika, KOTOPhIE UMEIOT MECTO B KIIETKE B COCTOSIHHH TTOKOSI:
rio0yna (crofa MOKHO OTHECTHU Take OeIKH, COCTOSAIIUE U3 ABYX U 0oJiee rIo0yIspHbIX TOMEHOB)
Y HATHUBHO-pa3BepHyTOe cocTosiHue. OcTaabHble IEPEXOIHBIE COCTOSHUS MOSIBISIFOTCS B KJIIETKE Ha
BpeMs. OHM BO3HUKAIOT MPH TOCTHYKEHUH ITOPOTa, KOT1a KaKOH-1100 (hakTop cpebl HAYMHAST
OKa3bIBaTh Ha OEIIOK yMEpPEHHO JeHaTypHpyroliee aeiicteue. Toraa rio0yaspHbIi 60K MIaBUTCS,
a 3aTeM pa3BOpaYMBACTCs (€CITH CHIIa BO3ICHCTBHS MPOJIOKAET PACTH), 8 HATUBHO-Pa3BEPHYTHIN
0eNoK HauMHAET CBOPAuYMBAThCA. Pasnuyust MeXay JByMsI OCHOBHBIMU COCTOSTHUSIMU
CYIIIECTBEHHBIC: TII00YIIsSIpHAst KOHGOPMAITUS CTAOMIM3UPYETCs THAPODHOOHBIMH
B3aMMOJICHCTBUSAMU, a HATUBHO-pa3BepHyTass — AT® u apyrumu nurangamu. Kak Toiapko ycrnoBus
Cpeabl MPUXOAAT B HOPMY, BO30YKIICHHBIE OSIIKH PEAKCUPYIOT U CHCTEMa BO3BPAIIAETCS B CBOE
OCHOBHOE COCTOSTHHE — COCTOSIHUE TTOKOSL.



[TockonbKy B pe3ysibTaTe HATUBHOM arperaliiy BO3HUKAIOT CUTHAIBHBIE U PETYISATOPHBIE
CTPYKTYPBbI, OUEBUIHO, YTO C IBOJIOLMOHHBIM YCI0)KHEHUEM OMOJIOrMYECKON OpraHu3aluu
TpeOyIOTCsl BCE HOBBIC I HOBBIE MEXaHHM3MBI PETyJIALUN aKTUBHOM KJIeTKU. FIMEHHO 3Ta
NOTPeOHOCTh U PEATU3YETCsl ¢ IOMOIBIO HOBBIX HATUBHO-Pa3BEPHYTHIX OEIIKOB H,
COOTBETCTBEHHO, HOBBIX MEPEXOHBIX KOH(POPMALINH, BOSHUKAIOUINX IPU UX CBEPTHIBAHUH.

B nureparype mupoko o0CyxkaaeTcsi MEXaHU3M B3aUMOJIEHCTBHSI HATUBHO-PA3BEPHYTHIX
0eJIKOB ¢ OeKaMHu-MUIIeHsMH. Yalie Bcero BeIJCIAIOT Y€ThIPE Tara Takoro B3auMoeictaust: (1)
CiIy4aifHOE CTOJIKHOBEHHE HaTMBHO-PA3BEPHYTOTO OeJIKa ¢ MHIIICHbBIO; (2) ciaboe,
Hecrenrduyeckoe B3auMo/IeiiCTBUE HATHBHO-PA3BEPHYTOr0 OeJKa ¢ MUIICHBIO; (3) hopMupoBaHue
y HATUBHO-Pa3BEPHYTOr0 O€JKa BTOPHYHBIX CTPYKTYD; (4) Onaromaps mosBUBIIUMCS] BTOPUYHBIM
CTPYKTypaM 00pa3yeTcsi IPOUHBIA KOMIIEKC HATUBHO-PA3BEPHYTOr0 Oelika ¢ OEJIKOM-MUIICHbBIO
(Eliezer and Palmer, 2007; Wright and Dyson, 2009).

C no3unuii runoTe3sl HATUBHOM arperanuy, 3Ta CXeMa BhIMIAIUT HeyOeIUTEIbHO.
JleHCTBUTENBHO, TPYAHO MPEACTAaBUTh ceOe KaKOH-TM00 MeXaHU3M (HalpuMep, MEXaHU3M
MBIILIEYHOT'O COKPALIEHHS) UIIU TPOLIECC B KUBOM KJIeTKe, padOTaroIINi Ha OCHOBE CIy4yalHbIX
CTOJIKHOBEHM. Bo-1iepBbIX, €ClIM HATUBHO-PAa3BEPHYThIE OEIKU U UX MUIIEHU CTAJIKUBAKOTCS
CITy4aifHO, 3HAYUT, OHU CBOOOTHO TP PYHANPYIOT B IUTOIIIA3ME WM SpPE, TO €CTh MBI HMEEM
7e710 ¢ OpPOYHOBCKUM MEXaHM3MOM peryisitui. Bo-BTOpbIX, eciii nepBblil 3Tan B3auMOACHCTBUS
HAaTHBHO-PA3BEPHYTOT0 OeJKa ¢ MUIIEHBIO MPU3HATh HECIEU(DUISCKIM, TO 3TO 03HAYALT, YTO
KOJINYECTBO B3aHMMOECHUCTBUI, B KOTOpbIe OyAeT BCTynaTh UGG yHIUPYIOMUI HATUBHO-
pa3BEpHYTHIN OENIOK, 3HAYUTEIHHO MPEBBICUT KOJIMUYECTBO B3aUMOCHCTBUI, HEOOXOIMMBIX IS
akTa peryisiuu. [Ipu Takux ycinoBusix, NpaBUIbHBIM PETYISTOPHBIM OTBET BBIMVISIUT CKOpee
CIly4aifHOCTBIO, YeM 3aKOHOMEPHOCTBIO.

C TOYKM 3peHUs] HATUBHOM arperamuu, 3Tu COOBITHS BBITIAAAT HHave. Mimeromuecs
HKCIIEPUMEHTAIbHBIEC JAHHBIE CBUIECTEIBCTBYIOT O TOM, YTO HATUBHO-PAa3BEPHYTHIC OCIKU
OpPraHU30BaHbl B KJIACTEPBl 1 OPUEHTHPOBAHBI B IPOCTPAHCTBE B OCHOBHOM MapalIeIbHO APYT
apyry (JIunr, 2008, ri1. 11), a koHneHTpamnus 6eika B ruromiazme gocturaet 200-400 mr/mi (Ellis,
2001). Takum 00pa3oM, B yCIOBHSAX KPOYAUHTA, KOTIa MPOCTPAHCTBO MKy OCIKOBBIMU
MOJICKYJIaMH HEBEJIMKO M 3aroJiHeHO cBsi3anHoi Bogon (JIuur, 2008, ri. 11), mpeacraButh cebe
1 dy3nto cBOOOIHBIX OEJIKOB BechbMa 3aTpyAHUTENbHO. [10 JIMHry, OenKoBbIi MaTpuKe
MOKOSIIEHCsl KJIETKH HE XaOTHYEH, a CTPYKTYpUpPOBaH. B cBeTe runore3bl HATUBHOM arperamnuu 3To
O3HAYaeT, YTO B IPOCTPAHCTBEHHOM PACHpEeeICHUN KIIFOUEBbIX JIEMEHTOB MaTPUKCa 3aI0KeHa
nporpamma 0eJIoK-0eIKOBBIX B3aUMOJIEHCTBUI (KaK, HATPUMED, B COKPATUTEIHLHOM arnrmapare).
HatuBHo-pa3BepHyThIil Oesok He UG GYyHAUPYET B 0XKUJAHUU CIIy4aifHOTO MO IaHusl B MUIIEHb.
MuieHb OTHOCUTETIHFHO HETIOIBIKHA U HAXOUTCS PSIOM. B COCTOSIHUY TTOKOSI OHU HE
B3aUMOJICHCTBYIOT JIPYT C IPYI'OM, OCKOJIbKY HAaXOASTCS B HEAKTUBHOM (HATUBHOM) COCTOSIHUH,
TO €CTh HE UMEIOT PEAKIIMOHHOCIIOCOOHBIX BTOPHYHBIX CTPYKTYP.

Ecnu BTOpUYHBIE CTPYKTYPBI B HATUBHO-Pa3BEPHYTHIX Oenkax OyayT 00pa3oBbIBATHCS MPU
BCSIKOM CTOJIKHOBEHHH C IPYTUMH O€JIKaMH, TO CaMo TIOSBJICHUE BTOPHUHBIX CTPYKTYP TOKE
CTaHeT COOBITHEM CITyYallHBIM U UX B3aUMOJIEHCTBUE IPYT C APYIOM He OyJeT MO1aBaThCs
HuKakoi joruke. [1o 3Toi npuunHe cioyyaiiHble, Hecrienuuueckre, B3auMOASHCTBHS TOJIKHBI
OBbITh UCKIIIOUYEHBI U3 MeXaHU3Ma (PYHKIIMOHUPOBAHHS HATUBHO-PA3BEPHYTHIX OeNKOB. J{i1st TOro
9TOOBI CITy9aliHbIe B3aUMOJICHCTBHS HE IPUBOIMIIA HATUBHO-PAa3BEPHYTHIC OSITKH B BO3OYKICHHOE
COCTOSIHUE, OHM JIOJKHBI OBITH TOCTATOYHO cTaOMIbHBIMU. COrJIacHO MpeaiaraeMomMy noaxoay,
HAaTHBHO-PA3BEPHYTHIE OCIIKH CTAOMITM3UPYIOTCS pa3IMYHBIMU JIMTAHIAMH, B 3aBUCHMOCTH OT
CBOICTB HATUBHO-pa3BepHYTOro Oelka, ero Jokanusauuu u pynkuu (Ling, 2006).

UeTBepThiii ATA B3aUMOICHCTBHUS C MUIIIEHBIO TAKKe MPOOJIEMAaTHYEH TTOTOMY, YTO
AKMUBUPOBAHHbIN HATUBHO-PA3BEPHYTHINA O€JIOK OyIeT B3aMMOIeHCTBOBATh, C MOEH TOUKH 3pEHUS,
TOJIBKO C AKMUBUPOBAHHBIM OETKOM-MHUIIICHBIO (C €ro aKTUBHBIMH BTOPHYHBIMU CTPYKTYPAMH).
HaruBHble ro0yisipHble OenKu (Miy TII00ysIpHbIE TOMEHBI B OONBIIMX OelTKaX) B HATHBHOM
COCTOSIHUM HE UMEIOT BTOPHYHBIX CTPYKTYP, JOCTYITHBIX JUUIsl BHEITHUX B3aMMOACHCTBHI. DTOMY



NPEISITCTBYET KECTKas CTPYKTypa siapa Takux 0enkoB (Punkenpiureiin u [ItuisiH, 2005, nekuus
13).

WTax, Mbl BUJUIM, YTO TUIOTE3a HATUBHON arperayuy OTIMYaeTcsl OT MPUHATOHN B ITepaType
MOJIEJIN TEM, YTO B HEH HET HUYEro ciiydaifHoro u Hecnenuduueckoro. bonee toro, B Hee
BKJIFOYCHBI 3JIEMEHTBI KOHTPOJISI U YIIPABICHUS: TeHETUYECKUN KOHTPOJIb IEPBUYHOMN
M0CJIeI0BATENbHOCTH (@, CIIe0BATENbHO, M CBOMCTB BTOPUYHBIX CTPYKTYP), JIUTAH/bI, BEICOKO-
cnienr(puIeckre B3auMOJICHCTBUSL BTOPHYHBIX CTPYKTYP APYT € IPYTOM, IPOCTPAHCTBEHHBIN
KOHTPOJIb HaJ] XOJIOM HaTUBHOMH arperanuu.

UYro KacaeTcst MPOCTPAHCTBEHHOTO KOHTPOJIS, TO OH TaKXKe 00eCIeunBaeTCs, MPEexk/ie BCEro,
B3aUMOJICHICTBUEM «OCTATOUYHBIX» BTOPUUHBIX CTPYKTYP COCETHUX HATMBHO-Pa3BEPHYTHIX OEIKOB
(c Toukm 3peHus mpeAaraeMoro noaxo/a). Takoe Mpeanoa0KeH!e BIOJIHE 000CHOBAHO, €CITH
YUY€CTb, YTO IOJIHOE OTCYTCTBUE BTOPUUYHBIX CTPYKTYP BO3MOKHO JIMIIb B CAMBIX KECTKHX
neHaTypupyoonmx yciaoBusax (Punkensirreiid u [tunbin, 2005, nexiust 17). Eciu npuHATh BO
BHUMaHHE CHEeUU(PUIECKYI0 KOMMYTHPYIOLIYIO POJIb «OCTATOUYHBIX» BTOPUYHBIX CTPYKTYp, TO U
MPOCTPAHCTBEHHOE CTPOCHHUE OEIIKOBOTO MAaTPUKCA 8 COCMOSHUU NOKOsL TAKKe OKA3bIBACTCS IO
TEHETUYECKUM KOHTPOJIEM, IOCKOJIbKY CBOMCTBA «OCTATOUHBIX» BTOPHUUHBIX CTPYKTYP
3aKOAMPOBAHBI IEPBHYHON TOCIIEIOBATEIIEHOCTHI0 AaMUHOKHCIIOTHBIX OCTATKOB.

Tenepb paccMOoTpuM MOJIpOOHEE CBOMCTBA pacIljIaBI€HHON II100YIbl. Y IaKOBKa
MIOJIUTICTITH/THOM LIENH B HEBO3MYIIIEHHOM TTI00YJIe HACTOIBKO IJIOTHASL, YTO OOKOBBIE TPYIIITEI
IUIOTHO MPHUJIETAIOT APYT K APYTY U UX BpallleHUe BOKPYT BaJEHTHBIX CBsI3€H (IOBOPOTHAS
M30MEpHU3alHsl) OKa3bIBaCTCsl HEBO3MOXKHBIM. [IpH miiaBiieHun sapa 00beM TIo0ybl
yBenuuuBaeTcs npumepro Ha 50% (Uversky, 2002), nosiBisieTcss CBOOOHBIN 00BEM, a BMECTE €
HUM CTAHOBHTCSI BO3MOXKHOM 1 TIOBOPOTHAsI M30MepH3anus. B pe3ynbrare pa3phIXjIeHus sapa B
HEro HaYMHAIOT IPOHUKATh BOJIAa U T'MJIpo(oOHBIE BEIIECTBA, TAKUE, HAIIpUMEp, KaK KpacuTellb
ANS. Ecii ”HTEHCHBHOCTB JIEHATYpUPYIOHIETo (hakTopa BO3pacTaeT, paciuIaBlIeHHAS TI00yIa
IIpeBpallaeTcs B NpeApaciulaBIeHHYIO 100y, B KOTOPOH KOJIMYECTBO BTOPUUHBIX CTPYKTYP
NPUMEPHO BJIBOC MEHbIIIE, YeM B paciuiaBicHHor (Punkenbireiid u [tunpin, 2005, nexius 18).

VYkazaHHbIE CBOMCTBA pacIjIaBI€eHHOMN II00YIbl (HE TOBOPS YK€ O MPeApacIIaBIeHHON)
TOBOPST O TOM, YTO €€ PO YTPAYUBAET )KECTKOCTh M OOJIbIIIe HATIOMHHAET KUIAKOCTh. Y BEJTHUCHHE
KOH(OPMAaLMOHHOM TeMrepaTypbl HEU30€KHO MPUBOANT K YBETHMUEHHIO MOIBUKHOCTH YacTel
MOJIEKYJIbI, K CHIKEHHIO JIOJIH TTOJIMIETITUAHON [IETH, BKIIIOUYSHHON BO BTOPHYHBIE CTPYKTYPHI.
Moaudukanys BTOPUYHBIX CTPYKTYp HEM30€KHO MPUBOIUT K U3MEHEHHIO UX CHEIU(PUUHOCTH, TaK
KaK M3MEHSATCS UX TOTIOJIOTUYECKHE XapaKTepUCTUKH. IHaue roBops, M3MEHEHHE pa3Mepa
BTOPUYHOM CTPYKTYpbI (HapUMep, IIHHBI 0-CIIMpaii) 03HA4aeT U3MEHEHHE OHOIOrnYeCcKOro
CMBICIIA TIOJHUITENITHIHOTO «ITPe/IOKEHUs». JIOTHKa MPUBEICHHOTO PaCcCyKICHHUS HaXOIUT
HKCHEPUMEHTAIbHOE MOITBEPHKAEHUE B pab0Tax, CBUAECTENbCTBYIOIUX O CTPYKTYPHOM
JTa0MIIBHOCTH si/ipa paciuiaBieHHoi riaooyisl (Lala and Kaul, 1992). Takum o6pa3zom,
pacriiaBiieHHas r71o0yiia MpeBpaliaeTcs: B peakMOHHOCIOCOOHBIH O€I0K, CIOCOOHBIN Y4acTBOBATh
B HATUBHOM arperamuu.

PaccMmoTpuM nanee HEKOTOpbIE AaHHBIE, CBUJIETENBCTBYIOLINE O BOBICYEHHOCTH BTOPHUUHBIX
CTPYKTYp Oeinka B MexaHu3M niepenaun curaanos. Kum u ap. (Kim et al., 2002) uccnenoBanu
JAMHAMHKY IMTOIUIa3MaTHYEeCKUX JOMEHOB pelenTopa xemorakcuca E. coli mpu B3aumoneiicteuu ¢
pETIeTUIEHTOM M aTTPAKTaHTOM. ABTOPBI TIPUIILTH K BEIBOJTY, YTO aTTPAKTAHT CHIDKAET KOJIHYECTBO
BTOPUYHBIX CTPYKTYpP B JIOMEHE, YTO OJIOKHpYET Iepeiauy CUrHaja B LMToIuIa3My. Penenent
OKa3bIBaET MPOTUBOIIOJIOKHOE ACUCTBUE: YBEIMIMBACT KOJMYECTBO BTOPHYHBIX CTPYKTYP B
JIOMEHe, 4TO JeJIaeT BO3MOKHOM CUTHANBHYIO (DYHKIUIO perientopa. B TepMuHax rumoresst
HATHBHOM arperaiyy, pernejuieHT MePeBOANT JOMEH B BO30YKICHHOE COCTOSTHHE, KOTa Y HETO
MOSIBIISIFOTCS «BAJIGHTHOCTHY JUIsl B3aMMOAEHCTBH, HEOOXOAUMBIX JUIS IIepeaudl CUTHala. ABTOPEI
TaKXKe MOJIaraoT, YTO METHIIMPOBAHNE/IEMETHIINPOBAHIE PEIIETITOPOB MTOTOMY CTOJb BaXKHBI IS
UX KJIaCTepHU3alMy U TUCCOIMALNU 00pa30BaBIINXCSI KJIACTEPOB, UTO BHI3bIBAET 3HAUUTEIILHBIC
M3MEHEHHS B KOJIMYECTBE BTOPUYHBIX CTPYKTYP B JOMEHAX.



Yunbsame u ap. (Williams et al., 2004) ormeyarot, 4TO YHOPSIOYEHHOCTD MOJIHUIICIITHAHON ST
TECHO CBs3aHa ¢ GyHKIUAMHU OenkoB. Tak, HampuMep, CBSI3bIBAHUE JIMTAHIOB CO CTPENTABHIUHOM,
nypuH-Hykieosuapochopunaszoii (purine nucleoside phosphorylase), runokcanTuHryaHus-
dbochopubozunrpanchepasoii (hypoxanthine-guanine phosphoribosyltransferase), remorinoontnom u
MHUOTJIOOMHOM IMPUBOAUT K HEKOTOPOMY Pa3yMopsAI0YMBAHUIO0 OEITKOBBIX MOJIEKYJ. ABTOPBI
MIPOBEJI TEPMOJMHAMUYCCKUN aHAJIN3 BIMSHUS Ha PELENTOPhI COOTBETCTBYIOIIMX arOHUCTOB U
AQHTArOHUCTOB M MPHIIUIM K 3aKJIIOUYECHHUIO, YTO MEXaHU3M JICHCTBHS STHX JIMTAHI0B CBSI3aH C
MIPOTHBOIOJIOXKHBIMU 3 (heKTaMu Ha yIOPSA0YCHHOCTh CTPYKTYPhI PEIETITOPOB: 0oJiee IIOTHAS
YIIaKOBKA MOJUMNENTHAHOMN e BHYTPH OeliKa MPUBOAMT K YCUIICHUIO CTETIEHU OJIMTOMEPH3aIUN
pEeLenTOPOB, MEHEE TUIOTHAS YITAKOBKA — CHUXKAET CTENCHb OJIMroMepu3aiuu. HTepecHo, 4To
arOHMCTHI BBI3BIBAIOT MPOTUBOIOJIOKHBIE CTPYKTYPHBIE H3MEHEHUS B PA3HBIX PELENTOPax: arOHUCT
OJTHOT'O PElEeNTOpa yIy4IIaeT YKIAIKY MOJUICIITUIHOMN e, arOHUCT APYroro perenTopa
YXyIIIaeT ee (3T0 CIPaBeIMBO U I aHTArOHUCTOB). PU3NOTOTHUECKUI CMBICIT 3TUX W3MEHCHHI
Oy/IeT MOHSATEH TOJBKO TOT/IA, KOT/Ia CTAHET SICHO, YaCThI0 KAKOTO MEXaHU3Ma 3T U3MEHCHUS
ABIISIETCA. Perientopel — 3TO emie oJiHa CUCTeMa, /ISl KOTOPOM CYIIECTBOBAaHHE ABYX COCTOSIHUNA —
MOKOSI ¥ aKTUBUPOBAHHOT'O — MPEJICTABIISICTCS OYEBHIHBIM. B 3TOM CMBICIIE KIETKY MOXKHO
paccMaTpUBaTh KaK METapelenTop: MePeKI0YeHNE U3 OAHOTO COCTOSTHHS B APYTroe MOPOKAAET
CJIO’KHBIW CHTHAJI COCETHUM KJIETKaM.

CornacHo COBpEMEHHBIM IPEICTABICHHSIM, IIATIEPOHBI HTPAIOT BAXKHYIO POJIb B )KU3HU KIIETKH.
WuTepeceH npuMep Mallbix OEJIKOB TEIUIOBOTO MIOKA, pa3HOOOpa3HbIN KJIACC MANIEPOHOB, ITUPOKO
pacrpoOCTPaHEHHBIN B KJIETKAX Pa3JuyHbIX TUIOB. HacTh MPEACTaBUTEIIEH 3TOTO CEMENCTBA
HEAKTHBHBI B KJIIETKE B COCTOSTHMH TTOKOSI M aKTUBUPYIOTCSI, HAIIPUMED, NP YBEINYCHUU
temmnepatypsl (Haslbeck et al., 2005). CornacHo 0riKe HATUBHOM arperaiyu, TPUITePHOES
JCWCTBUE TEMIIEPATYPhI JIOJKHO TIPUBOUTH HE TOJIBKO K TOSBJICHUIO HEHATUBHBIX (popM Oelka, HO
Y aKTHBHPOBATH CAMHU OEJIKHU TEIUIOBOTO MIOKa. J[J1st 3TOro MM HeoOX0AUMMO 1100 HUMETh HATUBHO-
pa3BEpHYTHIC YUACTKH MMOJIMIICIITUIHOH 1IN, TUOO0 OHU JTOJDKHBI 00J1a/1aTh CITOCOOHOCTHIO
MEPEXOANTh B COCTOSHUE PACIIIABICHHOHN TI00YIBI. DTO MpUBENET K (OPMUPOBAHUIO IIEHTPOB
HATUBHOM arperayi, a 3aTeM M K caMoii arperanuu. Haunercst HATUBHAs arperarust
AKMUBUPOBAHHO20 TIATIEPOHA C AKMUBUPOBAHHOU MUTIICHBIO.

B nureparype npusHaercs, 4TO HAJIMYKME B MOJIEKYJIax IIAIIEPOHOB HATUBHO-PAa3BEPHYTHIX
yuacTkoB HeoOxoaumo i ux pabotsr (Weikl et al., 1999; Richardson et al., 2001; Tompa and
Csermely, 2004). C Touku 3peHuUs] HATUBHOM arperaiyu, 3TH pa3BepPHYTHIC YIACTKH HYKHBI LIS
(dbopMHpOBaHUS BTOPUYHBIX CTPYKTYP, HEOOXOAMMBIX JIJIsl HATUBHOW arperanuu ¢ Mumiensto. Ho u
cama MUILEHb JIOJIKHA NPEACTaBIATh CO00H BO30YKICHHBII 0€JI0K, KOTOPBIM MOXKET CTaTh JH00
HaTUBHO-Pa3BEPHYTHIN O€I0K (MM HATUBHO-PA3BEPHYTHIN yyacTok Oeinka), 1100 riody:na,
CTaBIlIasl pacIjIaBIeHHON TT100yI0i. DTO MPEANoIoKEeHHE MOITBEPHKAACTCS pe3yIbTaToOM
uccnenoBanuii Xeapu u Tommsl (Hegyi and Tompa, 2008), moka3aBiimx, YT0 HATHBHO-
pa3BepHyThbIe OeNIKU HE OOHAPYKHUBAIOT TEHJIEHIIMM K B3aUMOJICHCTBHIO C IIAIEPOHAMU. DTOT
pe3yabTar noHsATeH. HaTuBHO-pa3BepHyTHIe OENIKH — 3TO HATUBHBIE OEJKH, OCITKH B COCTOSTHUH
nokos. J{j1st Toro 4ToObI OHUM CTaJIM B3aUMOJIEHCTBOBATD C IPYTMMHU O€IKaMH, B TOM YHUCIIE C
IIarepoHaMHu, MX HY)KHO aKTHBHPOBATh — IEPEBECTH B BO30YKIACHHOE, IEHATYPUPOBAHHOE,
coctosinue. C Ipyroif CTOPOHBI, CIIOCOOHOCTH IIANIEPOHOB B3aMMOAECHCTBOBATH C pacIljIaBIEHHBIMHU
rmoOynamu, u3BecTHa aapuo (Rawat and Rao, 1998).

C TOYKM 3peHus MpearaeMoro rnojaxo/a, pe3yabTaToM HaTUBHOM arperaiuu sSBiIsiioTCsS HOBbIE
CTPYKTYPBI, HEOOXOAMMBIE BO30YKICHHOH KileTke. DOpMUpPOBaHNE TAKUX CTPYKTYP — IPOIIECC
KOOIIEPAaTUBHBIHN, T.€. TPEOYIOLINI yuacTus AByX U O6osee 6enkoB. be3 Takoil koonepanuu HOBYIO
CTPYKTYpY He co3naTh. [Ipr TakoM MOHWMMaHUH HATHBHOM arperanuy CTAaHOBUTCSI OYSBHIHBIM, UTO
KaX/IbIif U3 IBYX U Oosiee OeIKOoB, BCTYIasi BO B3aUMOJICHCTBHE APYT C APYTrOM, TOMOTAET OelKy-
nmapTHEPY MPaBHIBLHO CBOpaunBaThes. MiHaue roBopsi, Bce O€NKH, y4acTBYIONINE B HATHBHOM
arperanui, siBJII0TCs APYT JUIS pyra ManepoHaMu, HO YacTh U3 HUX MOTIJIa IPOTH Ooiee
TITyOOKYIO CHEIHATH3AIHI0 B ’TOM HAIIPABIICHHH.



X0opoI1I0 U3BECTHO, YTO ISl OCBOOOXKICHUS OSIIKOB-MHUIIICHEW HEKOTOPBIM IIaliepOHaM
neooxoauma AT® (Haslbeck et al., 2005). Dtot dakT X0po11o 00BACHIETCS C MOZUIIHIA
npencrasinennii JIunra: cBszpiBanne AT® npuBoauT K pa30opKe BTOPUYHBIX CTPYKTYP,
00pa30BaBIIMXCSl HA HATUBHO-PA3BEPHYTOM YUACTKE MOJICKYJIbI IAepoHa, OCYIIECTBIISIBIINX
CBSI3bIBAHHE C OCJIKOM-MHUIICHBIO. B pe3ynbTare, KOMIUIEKC IIaNiepoHa ¢ MUIICHBIO PaciiaiacTcsl.
Jns qpyrux manepoHoB posib AT® MOryT urparb Apyrue JUTraHabl.

HaTuBHas arperanusi, Kak u 1000ii Jpyroi mporecc B KIETKE, MOXKET ObITh 0O BEKTOM
perynsiyn. Pazaununbie pakToOpbl MOT'YT BMEIIMBATHCS B €€ XOJI, TOPOKAasi HOBBIC U HOBBIC
CHTHAJIbHBIC CTPYKTYPHI. B KauecTBe mpuMepa MOXKHO MPUBECTH POTPAMMHUPYEMYIO KJICTOUH VIO
cMepTh. MeXaHN3M IeHEeTUYECKON PEryIISIUY aronTo3a MOXKET ObITh HICTOYHUKOM CHTHAJIA,
KOTOPBI MPHUBEIET K TOMY, YTO B pe3yJibTaTe HATHBHOM arperaiuy BO3HUKHET CTPYKTYypa, KOTopast
3aITyCTUT BECh KAacKaj peaKIlyii, HEOOXOIUMBIX JUIsl Aerpaaanuu kieTkd. C TOYKU 3pSHUS] HATUBHOU
arperayu, Takas CTPyKTypa MOKET BOBHUKHYTb B JIFOOOH 4acTH KJIETKH — B Spe, UTOILIa3Me,
opraHeIuiax, miazMarndeckoi MmeMopane. «CTpyKTypa CMEpTH», TIOPOXKICHHAsI HATUBHON
arperarueii, MOKeT BOSHUKHYTh U IIPU TOBPSKIACHNUHN KileTKU (Hiu ee yacteit). [1o Takomy xe
MEXaHU3My MOTYT BO3HHKATh JIFOOBIC JPYrUe MaTOJOTHH KISTKH, HAIIpUMep, pak.

N3 ocobenHocTel pakoBOW KJIETKH OTMEUY TO, YTO HEMOCPEICTBEHHO OTHOCUTCS K TEME
HacTosIeH craTh. VI3BECTHO, YTO COJIEpKAHKUE CBI3aHHOW BOJIbI B PAKOBBIX KJIIETKH MEHBIIIE, YeM
B KJeTKax-npeamecrsenaukax (Chaplin, 2006). IMeHHO Ha 3TOM pa3IU4dy OCHOBAaHA TEXHOJIOTHS
MarHUTHO-PE30HAHCHOW TOMOTpaduu, MO3BOJISAIONIAsl HEMHBA3UBHO PACIiO3HABATh PAKOBBIC
omyxonu. C Touku 3penus JIuHra, 3To 03HaYaeT, YTO HATHBHO-PA3BEPHYTHIX OCIKOB B PAKOBOU
KJIETKE MEHbIIIE, YeM B HOpMaJibHO#. B TO ke Bpems in Silicio mokaszaHo, 4To KOJIMYECTBO HATHBHO-
Pa3BEpPHYTHIX Y4aCTKOB OOJIbIIC B OEJIKaX PAKOBBIX KICTOK: B OEIKaX, aCCOIMUPOBAHHBIX C
pakoBoii TpaHchopMaIeid, Takux y4actkoB Ooubiine Ha 70%, a y CHTHAJIbHBIX OSJIKOB — HX B 5
pa3 6osbmie (lakoucheva et al., 2002). O4eBuIHO, YTO HATUBHO-PA3BEPHYTHIC OCIKU MPEICTABISIOT
co00# pa3HOPOJIHYIO MOIYJISAIUIO U HEITOCPEICTBEHHO BOBJICUEHBI B TpaHC(HOpMAITUK KIIETOK
MaTOJIOTHYECKOT0 XapaKTepa.

JAvuHamMmuka ruapo¢pooHoM ¢pa3bl ’KNBOH KJIETKHU

Kak s yxe roBopui1, KJIeTKa B COCTOSTHIH TIOKOS SIBJIsIETCs TuApoduibHON cucteMoit. O6 3ToM
CBHJIETEJILCTBYIOT JIaHHBIE TI0 pacHpeAeIeHHIO IHIpo(OOHBIX BELIECTB (BUTAIBHBIX KpacuTeei)
MEXy KIETKOU U CPeNon 6 ycrnosusax ouggpy3uonno2o pasHosecus. B COCTOSHUN MOKOSI KJIETKa
Takue BemecTa He noriomiaer (Haconos, 1962).

3neck s XxoTen 0bl 00paTUTh BHUMAHNE YUTATENSI HA OUYEHb BaXKHOE OOCTOATEILCTBO: B
ycaoBUAX UG Gy3HOHHOTO paBHOBECHUS IUIa3MaTHUecKas MeMOpaHa repectaeT paboTarh Kak
Oapbep Ha Iyt TU(GYyHAUPYIOIIETO BelecTBa. AOCOTIOTHO HEMPOHUIIAEMBIX MEMOpaH HET,
oco0eHHO a11s1 TuApo(OoOHBIX BemecTB. Kpacurenb, HECOMHEHHO, TPOHUKAET B MOKOSIIYIOCS
KJIETKY, HO He HakaruBaercs B Hel. [louemy? [IpuunHEI 1BE: B KIIETKE OTCYTCTBYIOT
ruipooOHBIE IIEHTPHI CBSI3bIBAHUS JUIsl KpAaCUTEJEeH, a BHYTPUKIIETOUHAS BOJA SABISETCS U1 HUX
TUTOXHM pacTBopHTeeM. [10 TUM puYrHAM MOJIEKYIIBI KpAaCHTENeH, TIPOHHUKIINX B KIIETKY, B
KOHEYHOM CUETe, BBITAJIKUBAIOTCS U3 KIETKHU B cpely. Takum o0pa3oM, B YCIOBHIX
¢ Gy3nOHHOTO PABHOBECHUS XapaKTep pacipe/ieleHHsl BEIeCTBa MEKY KIETKON U cpeaoi
OIIpeJIeNIAeTCs TOJIBKO IByMs (hakTopamu: copOIrel Ha BHYTPHUKIETOUHBIX CTPYKTYpax U IJI0XO0H
PacTBOPSIONICH CITOCOOHOCTHIO BHYTpHKIIETOUHOM BobI (Troshin, 1966; Ch. 5).

Bce mMeHseTcs, Korja KieTka nepexoauT B BO30YX/I€HHOE COCTOSIHUE: CBSI3bIBAHUE BUTAIBHBIX
Kpacutenel B yeloBusX 1uhPy3MOHHOTO paBHOBECHS BO3PACTAECT HA JIECITKU U COTHH MPOIEHTOB
(Haconos, 1962). 3ToMy MOeT OBITh TOJBKO OJHO OOBSICHEHHUE: B KJIIETKE B3PHIBOOOPA3HO
HapacrtaeT o0beM ruapodooHoit haser (Matveev, 2005).

I'uapodobHas aza NpUBBIYHO aCCOLMUPYETCS ¢ IMMUIAHOHN (a3oit MeMOpaH, HO 00beM
JTUMHATHON (pa3bl HUYTOXKHO MaJl TI0 CPAaBHEHHIO C pa3MepOM KIIETKH U, CaMOe TIIaBHOE, — OH He



MOJKET 3a JIOJH CEKYH/IbI BO3PACTH B JeCATKH pa3. OJHAKO, KaK MBI yXKe 3HaeM, B BO30YKICHHON
KJICTKE OCITKM IpeTepIieBaroT AeHarypaironasie m3menenus (Haconos, 1962). CrnemnoBareasbHo,
NPUYUHY YBEIUYCHUS THAPOPOOHOCTH KIETKH CIIeIyeT UCKaTh B OEIKax, a HE B JIUIUAAX
(Matveev, 2005).

['unore3a HATMBHOM arperanuy JaeT MpocToe 00bsICHEHHE THAPOPOOHOMY B3pPHIBY B KJIETKE:
MPUIMHON pocTa rupooOHOI (asbl ABISETCS MOSBICHNUE B KIETKE BO30Y)KICHHBIX OCITKOB.
JIeiCTBUTENBHO, PH MPEBBIIICHUH TOPOTa BO3MYIIAOLIETO JeHCTBUS HA HATHBHO-Pa3BEPHYTHIC
0enkH, B HUX, COTJIACHO MpeJularaeMoMy MOAXOAY, HAaUMHAIOT (hOPMUPOBATHCS BTOPUYHBIE
CTPYKTYpBI, a 3aT€M 3TH BTOPUYHBIE CTPYKTYPHI, B X0/1€ HATHBHOH arperanuy, BKIIOYAIOTCS B
ruipodoOHbIe 007aCTH HOBBIX CTPYKTYP — CTPYKTYp B030yxkeHus. Kak s yxxe ropopui,
ruipodoOHbIe 00s1acTH HOPMUPYIOTCS HE TOJIBKO PACIUIABICHHBIMU TTT00YJIaMH, HO U BTOPUYHBIMHU
CTPYKTypaMH, BO3HUKAIOLUIUMHU IPU CBOPAYMBAHUH PA3BEPHYTHIX YU4ACTKOB OEIKOB.

Bricokast ckopocTs 00pa30BaHHsI BTOPUYHBIX CTPYKTYP, YKJIaIbIBAIOIIASCSI B MUKPOCEKYH THBIN
nuarna3oH Bpemenn (Duukenpmreiin u [Itumpia, 2005; nekuus 9), onpeaensieT U BHICOKYIO
CKOpPOCTh HATUBHOMW arperarfy B LEJIOM, YTO 1 MO3BOJISIET TOBOPUTH O TUAPO(HOOHOM B3pHIBE B
BO30YyKIeHHOH KieTKe. [Ipu oOpaTHOM mepexo/ie B COCTOSHUE MOKOsI, KIIETKa BHOBb CTAHOBUTCS
runpodmibHOoi. COraacHO THIOTEe3¢ HATHBHOM arperanuu, 3HaYuTeIbHbIE H3MEHEHUS
rupodoOHOH (ha3bl MOTYT UMETH MECTO B JIF0O0OM KJIETOUHOM CTPYKTYpE, BKIIIOUass MEMOpaHbI U
OpTaHeIUTbI.

[Ipenmnonoxkenue o CylecTBOBAHUU BPEMEHHBIX THAPOPOOHBIX (a3 OeNKOB 00BACHSIET
MHTEPECHBIC SBJICHHS, U3BECTHBIE U3 (papMakoIoruu, Koraa 3pGeKTUBHOCTH JIEKApPCTBEHHOTO
npernapaTa 3aBUCUT OT CTeNeHU (YHKIIMOHATBLHONW aKTUBHOCTH KJIETKU-MHUIIeHH. CaMbIM
M3BECTHBIM IPHUMEPOM TaKOT'O pOjia sSBJISIETCSI, BEPOATHO, Bepanamui. 1o ruapodoodHoe (Kasim et
al., 2004) coeauHeHre MPAKTHYECKU HE BIUSACT HA OOBIYHBIA PUTM CEPACYHBIX COKPAIICHUI, HO C
BBICOKOH () ()eKTUBHOCTHIO TMOAABIISET yUalleHHOe cepaneonenune. Takas ke 3aKOHOMEPHOCTh
HaOII0/1aeTCs U MU JACUCTBUU BeparaMuiia Ha CKeJIETHbIC MBIIIIBL. DTy 3aBUCUMOCTb MOXKHO
OOBSICHUTH TE€M, YTO IIPU BO3OYKICHUN B MBIIIIEYHOM BOJIOKHE BOSHHKAIOT THIPOGOOHBIE
peLenTophl, CBsI3bIBatOLIMe BepanaMil. D eKT Bepanamuia 0ObsACHIETCS €ro OJIOKUPYIOIIUM
JeiCTBUEM Ha MEJUICHHBIC KaIbIIMEBbIC KaHANbI, HO C TOUYKH 3PEHHsI IPHHIIUTIOB HATHBHOMN
arperanui, B KJI€TKe MOTYT ObITh U Ipyre AMHAMHUUHbIe THIPO(GOOHbIE MUILICHH IS
(hapMaKOJIOTUYECKHUX areHTOB Pa3HbIX TUIOB. VIHaue roBopsi, NCXO/s U3 IPUHIUIIOB HATUBHOU
arperamyu, MOXHO TpeCcKa3aTh CYIIECTBOBAHUE JIEKAPCTB, KOTOPbIE JEHCTBYIOT TOJBKO HA
aKTHUBHYIO KJIETKY, IPHYEM UX MHIICHA MOTYT HaXOJUThCS HE TOJBKO B MeMOpaHe (KakK B CiIydae C
BEparaMUIOM), HO M B JIPYTUX YacTAX KJIeTKU. Ha KieTKy B COCTOSIHUM TOKOS (3/I0POBYIO KIIETKY)
TaKue JIeKapcTBa He OyIyT OKa3bIBaTh 3aMETHOTO BIIHMSTHHUS.

Ponb nunamuuHOM ruapodoOHOH (a3bl OETKOB B )KU3HU KJIETKU COBEPIICHHO HE u3yyeHa. OHa
SIBIISIETCS HEM3BECTHBIM B YPAaBHEHHH KIIETOUHOU (hmznonorun. Ceityac 0 3HAYCHUN ITOTO X-
(akTOpa MOKHO FOBOPUTH, ITpHOEras JUIIb K CaMbIM OOIIUM 3aKOHOMEPHOCTSIM, OCHOBAaHHBIM Ha
MPOCTHIX (U3NYECKUX NMpUHIMNax. Hanpumep, oueBUIHO, YTO MOSBIEHUE B KJIETKEe THAPO(HOOHOMH
(ha3bl BBI30OBET NEepepacipeiesieHne B KIETKe 6cex THAPOPOOHBIX cCoeqMHEeHHH, BKitouas ATP
(Matveev, 2005). Haunercs nepepacnpesencHue ruapohoOHBIX BEMIECTB U MY KIETKOH 1
CpPENON.

OmHAaKO TOTYOK K Mepepacpe/IeIeHII0 BEIECTB JACT HE TOJBKO TOSBICHNE BPEMEHHOM
ruipodoOHOM (a3bl, HO U 1ecopOLUs BOJBI C MOBEPXHOCTH OenkoB. C HayaaoM (pOpMHpPOBAHUS
BTOPUYHBIX CTPYKTYp aJIcCOpOMpOBaHHasi BO/Ia CTAHET CBOOOTHOM, U «ILJI0X0i» pacTBOPUTEIND
CTaHET «XOPOIIUMY. ITO NPUBEAET K OBICTPOMY BTOP>KEHHIO HEOOIBIINX MOJIEKYJ PACTBOPEHHBIX
BEIIECTB B 00JIACTH, KOTOPHIC paHee 3aHNMala afacopOrpoBanHas Boja. Eciu npuHATH BO
BHUMaHUE OOJIBIIYIO CKOPOCTh (YOPMHUPOBaHMs BTOPHYHBIX CTPYKTYp (PuHKenbmTeitH u [ITHiibH,
2005; nekmus 9), TO CTAHOBHUTCS OYEBUIHBIM, YTO MPH OBICTPOM PA3PYIICHHH YIOPSTIOYCHHON
CTPYKTYPbI BOJIbI BOSHUKHYT Pe3KUe IPaJUeHThl KOHIIEHTpallui TaKUX BellecTB. B ciyyae HOHOB,
MOBCIOJY B KJIETKE, B MUKPOOObeMax, OyyT BOSHUKATh 3HAUUTEIbHbIE TU(PPY3MOHHBIE
MOTEHIHAJIbl, KOTOPhIE MOT'YT OKa3aThCsl OHOMN M3 MPUUYUH MOSIBICHUS pacIlIaBI€HHBIX 100y



3HaYNTeIbHBIC KOHIEHTPAIMOHHbIE IPAJUEHThI PACTBOPEHHBIX BEIIECTB MOT'YT BOHUKATh U MPH
BOCCTAaHOBJICHHH YITOPSAOYCHHBIX CIIOEB BOJIBI, TAK KaK CKOPOCTh MX BOCCTAHOBJICHUS TaKKe OyIeT
OIIPEIENIATHCS BBICOKON CKOPOCTBIO pa300pKU BTOPUYHBIX CTPYKTYP aKTHUBUPOBAHHBIX OCIIKOB.

OueBUIHO, YTO B X0JI€ HATUBHOM arperanyu IIOTHOCTh H KECTKOCTh OSITKOBOT'O MaTpHKCa
OyzeT Bo3pacTarh U3-3a YBEIMYCHUS YHCIIa MEKOECIKOBBIX KOHTAKTOB. DTO CO3/AET elle 0OobIie
TPYAHOCTEH JIJISl TeX MOJIENCH PEryJISIlIMU KICTOYHBIX QYHKIUI, KOTOPBIE CTPOSIT CBOM MEXaHHU3MbI
Ha cBoOOHOM nuddy3un BemecTB B KIETKE, TaK KaK C POCTOM TUIOTHOCTH OEITKOBOTO MaTpHKCa
3Ha4YeHue MU (HY3UOHHBIX MPOIECCOB OYIET CHUKATHCA.

Ecnu BepHYTBCS K MPOTOPEAKIIUH KIIETKH, TO MO’KHO YBEPEHHO 3aKJIIOUUTh, YTO THIIOTE3E
HATHBHOM arperaiuy yaaeTcs 1aTh 00bsICHECHHE YBEITHUCHHIO BSI3KOCTH U MYTHOCTH ITUTOILIA3MBI
(puc.l), a Taxxe yBenudeHuto oobema ruipodoOHO (asbl kineTku. [IpuyemM, U3 MPeII0KEHHOTO
MeXaHU3Ma SICHO, YTO YKa3aHHbIC U3MEHEHHUS OYIyT MPOUCXOIUTH CHHXPOHHO ITOTOMY, YTO
KITIOYEBBIM 3BEHOM BCEX 3TUX M3MEHEHHH SIBIISICTCS CTPYKTYpHAs MEPECTPONKA OTHUX U TEX Ke
KITIOYEBBIX OCIIKOB.

3aK/Ilo4eHue

KpaeyroibHbIM KaMHEM THIIOTE3bl HATUBHOM arperaliy sSBIseTCs reHepanus B Oeskax
BPEMEHHBIX BTOPHYHBIX CTPYKTYP, COCOOHBIX H30MPATEIbHO B3aUMO/ICHCTBOBATH C IPYTHMHU
BTOPUYHBIMU CTPYKTYPaMH TOTO ke Oesika i apyrux OenkoB. Hecrienuduueckas peakuus
KJIETOK, MCCIIe/IOBaHHas KoI0ii HacoHOBa, OKa3bIBaeTCs B ACHCTBUTEILHOCTH HAIIOITHEHHOM
MHUpHaIaMU CIIeUPUICCKUX OETOK-0CIKOBBIX B3auMoieicTBHi. [10CKOIbKY HATUBHAS arperaius
HAITPABJISCTCS] AKTHBHBIMHU BTOPUYHBIMU CTPYKTYpaMH OEJIKOB, OHA OKa3bIBACTCS MO]] TOJHBIM
TEHETUYECKUM KOHTpoJieM, a jormy Anduncena (Anfinsen, 1973), chopmynupoBanHyto st
CBOpAUYMBAIOIICHCS TOTUITETIITUIHOM [EMH, MOKHO PacIIMpUTh, BKIIOUKB B cdepy ee
MPUMEHUMOCTH ¥ HATHBHYIO arperamuio.

BaaronapuocTu. Bripaxato cBoro npusHarensHocTh Paul Agutter, James Clegg, llya Digel,
Laurent Jaeken, José Neira u Richard Wiggins 3a kputuieckue 3aMedanus K pyKomucH. 5
onaromapen Jleonnay 3anmanoBudy [1eB3Hepy 3a epeBO CTAThH Ha AHTIIMICKUIA SI3bIK.
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