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Tosvlutennviti puck onyxoneobpazoéanusi npu nepeesoe 6 Apkmuky u3z cpeoHux wupom
AGNSIEMCL 0OHOU U3 CEPbE3HbIX NPOoOIeM, 02PAHUYUBAIOWUX BOZMOICHOCMU NOJIHOYEHHO20
sacenenuss Apxmuku. OOHUM U3 CNOCOOO8 mepanuu GO3HUKHOBEHUs ONYXOell s6Iemcsl
6030elicmeue Ha YUmockeiem Onyxoje6blX KIemoK, NOIMOMY HEMANOBANCHbIM SN S €20
noopobnoe usyuenue. B Oaunoii pabome npusedeHa UCMOPUS USYYEHUsL KIEMOYHOLU
NOOBUNCHOCTIL.
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HIGHLIGHTS IN CYTOSKELETON STUDY
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The high risk of tumorogenesis due to migration to the Arctic from mid-latitude environment is
one of the serious problems that limits the possibilities for efficient settlement of the Arctic region.
One of the therapeutic ways to affect tumors is the cytoskeleton modification of the tumor cells.
Therefore, cytoskeleton study is vital for cancer prevention. This paper presents the main
highlights in history of the study of cell motility and cytoskeleton.
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CriocoOHOCTh K = HampaBICHHOMY HEPBHBIX KJETOK IMpu  (POpMHUPOBAHUH
JIBMKEHUIO " MOJIICP>KaHUIO HEPBHOM  CHCTEMBI,  XEMOTAKCHUYECKHUE
MOJISIPU30BAHHOMN ¢bopmbI ABIISICTCA NepeMeIeHus] KIETOK KPOBM U MMMYHHOM
(GbyHIaMEHTAJIBHBIM CBONCTBOM KMBOTHBIX CHCTEMBI, JBWXeHHe (uOpobIacToB B
KJIeToK. Ha JABWXEHMH KIETOK CTPOSITCS npolecce 3axxuBieHus panel. Oco0yro poib
MHOTHE TPOILIECChl B OpraHW3Me, TaKue Kak NpoIecChl  TMOABIKHOCTH ~ WIPalOT B
MOp(OTreHEeTUYECKHEe MUTPAIMM BO BpeMs OITyX0JICOOpa30BaHUM, B YACTHOCTH IMIPU
SMOPHOHAILHOTO  Pa3BUTHS,  MPOIECCHI MeTacTa3upPOBAHUH. HccnenoBanus

pereucpani B OpraHu3smMe, MCPCABUIKCHUC IOoCJICAHHUX JICT CBA3BIBAIOT MOBBIIIICHHBIN



PUCK DPa3BUTHUSL OIyXOJeH ¢ HapylIeHHEM
[UPKATHBIX pUTMOB. [10 mocaeTHUM TaHHBIM
U3BECTHO, YTO IIPU IE€pee3ie U3 CpeiaHen
MIOJIOCHI B YCJIOBHUS MOJISIPHOTO JHS M HOYH Y
JIOJIEH 1 )KUBOTHBIX MPOUCXOIUT CABUT (a3
LUMPKAIHBIX PUTMOB. JTO B CBOIO OuYepeib
NPUBOJUT K W3MEHEHHSIM B CYTOYHOM
peKHMe TpyAda W OTAbIXa: MPU HU3KOM
MOTPEOJIEHUU  €CTECTBEHHOTO  (JTHEBHOTO)
CBETa MOTPEOHOCTh B CHE IOBBIMIAETCS Ha
(U3HONOTHYECKOM YPOBHE, B pe3ylibTaTe B
Takhue  TEepUONbl  JIIOAM  TOJBEPIKEHBI
nenpuBaiuu cHa [38]. B ciywyae wacThix
CMEH YacOBBIX MOSICOB JakK€ Ha KOPOTKHUE
Meproabl BPEMEHH M padOTOil B HOYHBIC
CMEHEBI TaKXKe HaO0Ir01aeTCs
JNCCHHXPOHU3AIUS  BHYTPCHHHX  YacoB
OpraHmusma, 91O MOBBIIIAET pUCK
OITyX0JIe00pa3oBaHuUs [28]. MtHuorue
COBPEMEHHbBIE BU/IBI OHKOTEparuu
OCHOBBIBAIOTCSI HA BO3JICHCTBUM Ha ammapar
MOJIBI>KHOCTH KJIETKH, MO3TOMY
HCCIE0OBaHUSl KOMIIOHEHTOB LIUTOCKEJETa
SBJISIIOTCA  OAHUM M3 BEOYIIUX BOIPOCOB
COBpEMEHHOW KJIeTOoyHOW Ouonorun. B
JTaHHOW paboTe MPUBEACHBI OCHOBHBIE ATAITbI
HCCIEAOBaHUSI IIUTOCKEJIETa C  TMEePBBIX

OCTIDKECHUN MHKPOCKOIIUHU o
COBPEMEHHBIX OTKPBITHI, B YAaCTHOCTH B
OHKOTEpaIuHu.

B 1844 rony Pobept Pemak, onun u3
OCHOBATEJIEH KJIETOYHOM TEOPHUH, OIHCAT
(GuOpHIUISIpHBIE CTPYKTYpPHI B TeJle HEHpoHa
1 akcoHe pakooOpa3ubix [39]. Ha ocHOBaHuu
X HaOmroaeHuit B 1882 romy 3urmyHn
@peiin npuien K BbIBOAY, uTo «HepBHBIE
KJIETKH B TOJIOBHOM MO3re¢ M B OpIOIIHOM
HEpPBHOW IEMOYKE COCTOSAT M3  JBYX
COCTaBIAIOLUIMX, OAHO M3  KOTOPBIX
NpeJCTaBIseT  COOOM  CeTh  HEPBHBIX
¢ubpmir, a BTOpOE TOMOICHHO OKpYXKaeT
3TH pubpue» [21]. B oTcyTCTBHE HOBBIX
TEXHOJOTMYECKMX  BO3MOXKHOCTEM UL
co3laHust OOJIBIIET0 MHUKPOCKOMHMYECKOTO
yBeNMUYeHUsT Ooiee TIIyOOKOe U3yYeHHE
amnmapara KIICTOYHOU MOJIBMKHOCTH
CTaHOBHJIOCH ~ HEBO3MOXHBIM.  bombIas
9acTh HAOIIO/ICHUH BHKEHUS KJIETOK B 18-
19 Bekax cBOAMIACEH K OIMMMCAHUIO IOBEICHUS
OJTHOKJICTOYHBIX OpPTraHu3MOB u
CIIEPMAaTO30MI0B.

Bo3moxxHOCTB UCCIIEI0BATh
IBIDKEHHE JKUBOTHBIX KJIETOK Ha Oonee
BBICOKOM YPOBHE NOsIBUJIAch B KOHILE 19 Beka
Omaronaps YCOBEPIICHCTBOBAHHIO
KOHCTPYKIIMU MHKpockomna. Ha ocHoBanuu
noctmxenut  18-19  BekoB  ynanock
3HAYUTEIBHO TOBBICUTH  Pa3pelIaloNlylo
CMOCOOHOCTh MHKpocKkona. CoBpeMEeHHBIE
OOBEKTHUBBI OINTHYECKUX MHUKPOCKOIIOB C
MaciIsiHOM UMMEpCUEd IIpU  4YMCIOBOHN
aneprype 1,50 ctamum BO3MOMXHBIMH TOJIBKO
Omarosapst 1€ATEIbHOCTH HEMEIIKOTO ONTHKA
OpHcta A66e, pazpaboTaBIIero COBEpPIICHHO
HOBYIO TEOpHI0 00pa3zoBaHUsI M300paKeHUs
Ha0II0aeMOro mpeaMera B ONTHYECKOM
MHUKpocKkore. VMeHHO WM Oblla BHeceHa
SICHOCTh B BONPOC O paspeliaruen
CMOCOOHOCTH Takoro BHJAa MHKPOCKOIA.
A0G0Oe TeopeTHYecKH YCTAHOBMJ TIPEAEIbI
pazperaronieil  CrmocoOHOCTH MHKPOCKOTIA,
BBbIBEJl TaK HA3bIBAEMBI «3aKOH CHHYCOBY,

paspaborai METO/IbI pacuéra
0e3a0eppallMOHHBIX ONTHYECKHX CHCTEM,
TIPS IO KOHCTPYKIIUIO HOBOT'O

ocserurens. [lox ero pykoBoactsom B 1872
rogay Hemeukoi ¢upmoit «Kapn Leiic» B r.
Mene 6blTa paccudMTaHa M H3TOTOBIIEHA
cepusi TEPBOKIACCHBIX MHUKPOOOBEKTUBOB-
axpomaroB c ameptypoir mo 1,50. B 1886
roAy NOJY4HMBIIAs MHPOBYIO H3BECTHOCTb
¢upma «Kapn Ileiicy, pykoBogumas DO.
A0GOe, BBIIyCTHIA  CEPHIO  CBETOBBIX
CJIO’)KHBIX MUKPOCKOIIOB C OOBEKTHUBAMH W3
BOCBMH aroxpomMaToB (c
KOMIICHCAIIMOHHBIMU OKYJISIpaMH) U cTaja
BEAYIIMM MPOU3BOIUTENIEM MHKPOCKOIIOB
Toro BpeMeHu. B 1888 rony ona coznmana
anmoxpoMaT ¢  MOHOOpPOMHa(TaTMHOBOU
uMmmepcued mipu aneprype 1,60. Pacuer
gucna A60e crmocoOCTBOBANT — Pa3BUTHUIO
METOJIOB ~ TEMHOIIOJILHOH ¥ (a30Bo-
KOHTPACTHOM MUKPOCKOIIUU.

Ha ocHOBaHMM HOBBIX METOIOB
yCUJICHHST KOHTpacta U OOBEKTHBOB C
OOJIBIINM YBEJTHYEHHEM YJAJIOCh MOJIYYHUThb
KayeCTBEHHbIE  HM300paXXeHHS  TOHKHUX
MpO3pavyHbIX  OOBEKTOB W HAONIOAATh
JBM)KEHUE KUBOTHBIX KIIETOK.

B 1882 rony na Cummiuu Wibs
MeunukoB, Ha0moonas 3a IOBEACHUEM
JUYUHOK MOPCKHX 3BE37, 3aMETHJI, 4TO HX
MOJBM)KHBIE  KJIETKH  OKPY)XalT |



MOTJIOINAIOT 4yXepojHble Tena. Habmonas
[I0Jl MHUKpPOCKOIIOM 32  IOJBHXHBIMHU
KJIETKaMU JINYUHKA ~ MOPCKOM  3BE3[bl,
YYEHBI  OTKpBUI, 4YTO O3TU  KIETKH,
3axBaThlBalOIIME U IE€pEBapUBAOIINE
OpraHMYECKHE  YaCTULbl, HE  TOJBKO
y4acTBYIOT B  IMILIEBApEHUM, HO U
BBIIIOJHAIOT B OpPraHuU3Me€  3alIUTHYIO
¢yHKIMI0. DTO TpeArnoyiokeHne MeYyHUKOB
MOATBEPAMS  MPOCTHIM  yOEIUTEIbHBIM
JKCIIEPUMEHTOM. BBens B Teso nmpo3padyHoin
JUYUHKM IOUI pO3bl, OH 4YE€pPEe3 HEKOTOpOe
BpeMsl yBHJIEN, YTO aMEOOIMThI CKOIMIUCH
BOKpYT 3aHo3bl. Kiletkn n1mubo mormiomiany,
au00  0OBONAKMBANM  HMHOPOJHBIE  Tela
«BpEIOHBIX  JAesTenei»,  IOoNaBIIME B
opranu3M. MEYHHMKOB 3TH KIJIETKH Ha3Bajl
(aroruTamu, a caMo siBJieHHuE (aroruTo30M,
OT IPEYECKOro coBa «parelH» — «ectb». 1
B cienymoomeM, 1883 rony, MeuHukos
caenan B Opecce noknax Ha Cbe3le
ecTecTBoucHbITaTeENe U Bpaued  «O
neneOHbIX  cujax — opraHuzma»  [45].
[IpennoxenHple MEYHUKOBBIM UIEU O POJIU
¢aronuro3a B pa3BUTUM BOCHAJICHUS U
(dbopMHpOBaHUS HMMYHHUTETa JOCTaTOYHO
OBICTPO MONYYWJIN OJOOPEHHE CO CTOPOHBI
COBPEMEHHUKOB, OJHAaKO OHM  CTalHu

OOIIETIPUHSATHIMH TOJBKO ocye
(GOpMYJIUPOBKH  TEOPHUH  T'yMOPAJIBHOTO
MMMYHUTETA.

Hab6mronaemere MeYHUKOBBIM KIETKH
JTUYMHOK MOPCKHUX 3Be37] OBLIM JOCTATOYHO
MPO3pAaYHBIMU U1 TTOAPOOHOTO M3yYEHUs
107 MHKPOCKOIIOM, OJHAKO 3TO SBIISIETCS
UCKITIOYCHUEM W3 TPaBUI W OOJBIIMHCTBO
’)KHBOTHBIX KJIIETOK 00JIamatoT OOJIbIIEH
TOJIIMHOM M MEHBLIEH KOHTPACTHOCTBIO.
[Mpwxu3HeHHOEe HAOMIOACHUE KUBOTHBIX
KJIETOK TPeOOBAIO HOBBIX TEXHOJIOTUIECKUX
JNOCTHKEHUU B MHKPOCKOIIHH.
Bo3uukHOBEHHE OJ00HOTO
OMOJIOTMYECKOTO0 HWHTEpeca MpPHBEIO0 K
IMOSIBJICHHIO HOBBIX ONTHYCCKUX METOIOB.

Hns moarBepxkaenus uaei CaHThIro
Pamon-n-Kaxangs m Bunsrensma I'mca o
¢dopmupoBanuu hpudbpuL B HelipoHax B 1906
rony Pocc T'appucoH mnpemnoxun MeToxn
KyJbTUBUpPOBaHUA KJIeTOK. Emy ynmamoch
KYJbTUBUPOBATH TKaHH SHJIOTEIIHS,
MOJIy4YEHHbIE W3 MEAYJUISIPHOTO cocyJa
3apogpiia jsrymku. B 1907 rony I'appucon

ormyOJIMKOBaJ CTaThlo, IMOJPOOHO ONHCAB
cBoil onbiT [24]. bnarogmapss eit MHOrue
OMoJIOTM TOTO BpeMEHH — YOppeH Hu
Mapraper Jlbtouc, Anekcuc Kappen, cranu
pa3BUBATh HOBBIE METO/IbI KYJIbTUBUPOBAHUS
kieTok. OTkpbiTHE ['appucoHa MO3BOJIMIIO
HaOII0aTh 32 JBMJKEHHEM OOJIBIIMHCTBA
TUIIOB KMBOTHBIX KJIETOK, TOTJa KaK JI0 HEro
TPYAHO OBIJIO MPEANONI0XKUTh, YTO KIETKU B
TKaHSAX CIIOCOOHBI K JIBHXKEHUIO.

B 1903 romy pycckuii Ouonor
Hukonait KonbLioB BHEpBble BBEI B
yInoTpebeHe TEPMHH «IUTOCKENET» Ha
OCHOBAaHMHU OOJBIION CEpUU OMNBITOB IO

U3y4YECHUIO CBOMCTB KIYTUKOB
cnepmato3onioB  [2]. OH  onuckiBai
LIUTOCKEIIET KaK CTPYKTYpY,

NOJICP)KUBAIONTYI0O  (OpPMY  KIETKH |
SABJISIETCS. €€ OIOpPHBIM KapkacoMm. Ilomnsii
CHEKTp (PYHKUMI IUTOCKEIEeTa B KIETKe ObLI
BBISIBIIEH HAMHOTO TTO3XKE.

Habmronenue 3a MEJIEHHBIM
IBIJKEHHUEM KIJIIETOK TIOJ] MHKPOCKOIIOM
CTaJIO MOJIHOCTHIO BO3MOKHBIM U TPeOOBAJIO
JUIIb BHUMATEIBHOCTH W TEPIEHUS OT
HCCIIEN0BATEIICH.

OpHako Ansl yNnydlIeHus KayecTBa
CbEMKH KIETOK B pEIbHOM BpPEMEHHU
TpeboBanoch eme OOoMbIlee MOBBIIICHHUE
KOHTPACTHOCTHU MOJIY4aeMOro U300pakeHusl.
Anrmuiickuii ontuk JlxoH Cupkc cBOMMH
Hay4dHbIMH TpyAamu oT 1893 rona monoxun
Hayvajao MHTEPPEPEHIIMOHHON MHUKPOCKOIUH
[16]. B 1903 roxy XXurmonau u 3uneHTornd
co3tanu ynbTpamukpockon. B 1911 roamy
CanpsikoMm Obula omHMcaHa KOHCTPYKIHMSA
IIEPBOTO JIBYXJTy4€BOTO
UHTEpEPEHIIMOHHOT0 MUKpockona. B 1932
roay Opur LepHuke MPEII0XKHUIT
UCTOJIBb30BaTh MeTOJ| (ha30BOr0 KOHTpacTa
ISt HaOIIOACHUS B ONTUYECKUX
MHUKPOCKONax  MHpPO3payHbIX H  cjabo
paccenBaronMx Oenblii CBET 0OBEKTOB. DTO
ObuT HauOollee TPUMEHUMBIH METOH s
OpsMOTO  HaOMIOJEHHS 33 JKUBBIMH
o0OBEKTaMU  TIOJT  MHUKpPOCKONOM  0e3
JOTIOJTHUTEIBHOTO OKpAaIIMBaHUSA u
KOHTPacTUPOBAHMUSL. 3a n3o0pereHue
(ha30BO-KOHTPACTHOTO MHUKPOCKOTIa
Llepuuke B 1953 romy OblT ymocToeH
HoGenerckoit mpemun mo ¢usuke [52].
WuTepdepeHnonHass MUKPOCKOIIUS TaKkKe



HalllJla CBOE MPUMEHEHHE B HAOIIONEHUH 3a
KUBOTHBIMH KJIETKAaMH IIOCJIE TOTO, KaK B
1950 roxy Jxopmx Howmapckuii
npeoOpa3oBai npu3My BosutacToHa U Takum
o0Opa3oMm co3man UHTEpPEpOMETp CABUTA C
HEOOJIBIION CTEeNEeHbI0 pa3jeneHus Jtyda. B
1955 roay oH omyOJIMKOBaN TEOPETHUECKUE
OCHOBBI Qg depeHraaTbHOR
UHTEPPEPEHIIIOHHO-KOHTPACTHON
Mukpockonuu [7]. Ero Tpyasl sernu B
OCHOBY HCIIOJIb3yeMOTO Ha CErOAHSALIHHUNA
JIEHD MeToja g hepeHIaTbEHOMI
UHTEPPEPEHIIMNOHHO-KOHTPACTHON
MHUKPOCKOIIHH.

B nepBoii monoBune 20-ro Beka ObuH
OIMCaHbI (U3NKO-XUMHUYECKHUE u
OMOXMMHYECKHE  CBOICTBa aKTMHA U
MHO3MHa M HX Yy4YacTHe B Ipolecce
MbIIIeYHOro cokpamenus. B 1929 rony
Pynone¢ Ilutepc mpemnaraer KOHLEHIHIO
CHCTEMBl O€JIKOB, KOOPIMHHUPYIOIUX U
TPAHCHOPTUPYIOLINX OMoXUMHUYECKHE
KOMITOHEHTHI B IuTOI1a3me [34], HO TepMUH
«IIATOCKEIICT» (cytosquelette) BBOJIUT
¢paniy3ckuit smOpuosior Ilons Buntpbepr
B 1931 roxy [20].

B 1950-e, Onaromaps pabGoTtam
Xaptmyta Xoddmanna-bepiaunra crano
SCHO, YTO AKTUH M MMO3UH SBIAIOTCS HE
TOJIBKO MEXaHOXMMHUYECKHMHU HIIEMEHTaMHU
MBILIEYHOTO COKpAILEHUs, HO TAaKKe MOTYT
OBITDH KITIOUEBBIMH KOMIIOHEHTaMH,
o0eCreynBaOIUMH  JIBIDKEHUE  KIICTKH.
JlMHaMHU4ecKOoe B3auMMOJCHCTBUE aKTHHA U
MUO3WHA OBUIO TOAPOOHO HW3YYEHO B
HKCHEPUMEHTAX CO CIU3EBUKAMHU M aMeOOoH.
OTO TpUBENO K MOSBICHUIO JBYX TEOpHi,
OOBSICHAIONMX aMeOOUIHOE IBIKEHHE —
CTOPOHHMKH IEPBON CUUTAIIH, UTO JABHIKCHHE
obecrieynBaeTcsi 3a CYET COKpALICHUS
NEpeHer0 KOHIIA KIETKH, TOrAa Kak
CTOPOHHMKH  BTOpPOH  CUMTamy,  YTO
MO/UKUMACTCST  3aJHUM  KOHel  KIIETKH
OTHOCUTEILHO HANPABICHUS IBHXKECHUS [5].

Anam Kepruc, paboTas B
nabopatopun  Maiikia AOepkpomOu B
Jlongoxe, HCIIOJIb30BA METOJ,
UHTEpEPEHITMOHHON OTpa)kaTeIbHOU
MUKPOCKOTIMU JUIsI U3yYEHHs aJAre3MOHHBIX
KOHTAKTOB B MUIPUpPYIOIIMX KieTkax. OH
U3MEpPsT PAcCTOSIHHE MeXIy MeMOpaHoii
KJIETKM W CTeKJIOM, Ha  KOTOpOM

KYJbTUBUPOBAJIUCH KJIETKH. OnpIThI,
IIPOBOIUMBIE Keptucom, BIIEPBbIC
MIO3BOJIWJIM  II0Ka3arThb, 4YTO  KIJIETKHU
MIPUKPEILIAIOTCS K IIOBEPXHOCTHU

HepaBHOMEpHO [ 13].

B 1970 Konun W33apa monreepaun
HabmoneHust B naboparopuu AbGepkpomOu.
C nmomourpio MeTona MHTEP(HEPEHIMOHHON
OTpa)KaTeIbHONH MHKPOCKOIIUU OH TTOKa3al,
yro MeMmOpaHa ¢ubpobnacta BO BpeMms
JBIKEHUS] TIPUKPEIUIETCST K CTEKIy uepes
IMCKpETHbIE 00JacTh  ajare3vH, camble
OonplIe W3 KOTOPHIX OBUIM  Ha3BaHBI
(oKanbHBIMH KOHTAKTaMU WJIM TOYKAMHU
¢boxanpHOU aAre3nu. "3
UHTEPPEPEHIIMOHHBIX KapTUHOK Ha KaJapax
IRM OBLI0 yCTaHOBJICHO, YTO PACCTOSHUS OT
KIETOK J0 cyOctpata B  (OKaIbHBIX
KOHTaKTax HaxodsaTcs B auamnasoHe 10-15
MuUKpoH. Tak xe wuccinenoBanus M33apna
BBISIBHITU o011yI0 HETOABIKHOCTh
(GoKampHBIX ~ KOHTAKTOB  OTHOCUTEIHHO
cyOctpara, uTo cornacyercss ¢ (yHKIHen
anresud.  AJre3WBHas  IpUpoOJa  ITUX
JIOKYCOB Obu1a MOJTBEPXKICHA B
OKCHEpUMEHTaX, TI/€  KJIETKH  OBLIH
MEXaHUYECKU YJalleHbl C MOBEPXHOCTH Ha
KOTOPOM OHM BBIPAIIMBAIUCH: II0CIE TaKON
00paboTKH B MecTax (POKaIbHBIX KOHTAKTOB
OCTaBAJIUCh OCTATKU, U30JMPOBAHHBIE U BCE
elle MpUKperyIeHHbIe K cyOocTpaty [27].

AbGepkpomoH, UCCIIETYsI
¢ubpobnactsl, [3] obHapyxun (oxanbHbIe
KOHTAKThI C TOMOIIIBIO METO/Ia 3JICKTPOHHOM
MHUKPOCKOIHMU B CBOMX paboTax ¢ J[>KOHOM
XoaiicMaHOM U Chlo Ilerpym — OHM BBIIBUIM
IUCKPETHBIE  TOYKM  aire3ud  MEeXIy
MeMOpaHOH W CTEKJIOM, a TaKXe TO, 4YTO
Takue 00JacTh 4YacTo  PacoiararoTcs
BOJIN3H JUTMHHBIX MyYKOB
MUKPO(UIAMEHTOB, PaCIPOCTPAHSIIOIINXCS
o UTOILIIa3ME KJIETKH. Onxuako
UCTIOJIb30BaHUE UHTEPPEPEHIIMOHHOTO
OTPa)KaTEeIbHOTO MHUKPOCKOMNA TO3BOJIMIIO
UCCIIEIOBAaTh  JIMHAMHYECKOE IIOBE/ICHUE
(oKaNbHBIX KOHTAKTOB Ha KHMBBIX KJIETKAaX.
B rteuenne nemenu AbGepkpombu u Keprtuc
CHUMaJIH (UIbMBI Ha MHTEP(HEPEHIIMOHHOM
OTpa)KaTeIbHOM MHUKPOCKOIIE MU METOJI0M
¢da3zoBoro  KOHTpacTa, Ha  KOTOPBIX
HaOJI0AaMKM TOBEICHUE O0JAaCTH aAre3uu C
cyOcTparom B MuUrpupytomieM ¢pudpodiacre.



AOGepkpoMOM TPEUIOKHII HA3bIBAaTh ATH
o0lacTH  aure3suu «HOXKamMu», HO B
pe3yabTaTre 3TO HE MPWXKUIOCh, U IS HUX
OCTaJOCh Ha3BaHME, W3HAYAIBHO JAHHOE
N33apnom — «(hokanbHble KOHTAKThD [51].
Cnenyromeit 3amaueil JUisl y4EHBIX
crana MOJTHAS XapaKTepUCTHKA
KOMIIOHEHTOB 1uTockenera. B 1944 rony
Keiic Iloprep mompoOGHO  wucciemoBal
CTPYKTYpYy LIUTOCKEJETA B 3yKapUOTHYECKON

KJIETKE  C  IOMOIUNBK  BJIEKTPOHHOH
MuKpockormud. OH HaOmogal KOPOTKHE
¢buaMeHTsI, PacCIIOIOKEHHBIE B
LUATOILIa3ME. IToprep Ha3Ball ux

MUKpPOTpaOEKyJlaMd W paccMaTpUBal Kak
OTIENBbHYI0 CeTh (UIAMEHTOB B KIIETKE
Hapsay C MHUKPOTpyOOUKaMmHu,
MUKpPO(PWIAMEHTAMU M TMPOMEKYTOUYHBIMU
¢unamentamu. Ha ceromHsmHWA  JIeHB
otkpeitre [loprepa cuurtaercs apredakTom
[29].

Jlts JallbHEHUIIero U3YYEHUSA
CTPYKTYphl ~ ITUTOCKENEeTa  TpeOOBAIUCH
HOBBIC METOJIbI, KOTOPBIE HE 3aCTaBUIH ceOs
x1atb. B 1940-1950-e roasr Ansbept Kyne
paspabatbIBai METOJ
ummyHopmoopectenimu. B 1970-e rozs
Knayc BebGep u DOmmac Jlazapauc, a B
nocneAcTBu U Mpdpu OcOOpH, OTKpBUIH
aHTHTENla TPOTHB OEIKOB IIMTOCKENETa,
TaKWX KaK akTHH 1 TyOynuH [48]. crionb3ys
3TH O€JKH, YJAIOCh BHISIBUTH JIOKATU3AIUIO
MUKPO(PWIAMEHTOB ¥ MHKPOTPYOOYEeK B
[UTOTLIA3MeE Ha (bUKCHUPOBaHHBIX
nepMeaduITH3UPOBAHHBIX KIIETKax c
(IFOOPECIIECHTHO MEYCHHBIMU OeTKaMHu.

Ha nmaHHblii  mepuOn  BpEeMEHH

TIOJTYYHIT pa3BuTHE METO[
SMHU(IYOPECHEHTHOH  MHUKPOCKONHMU |
onmaromaps aestensHocTu Morana Ilmosma
ObLI co3/1aH COBpPEMEHHBIN KyO
CBETO(HILTPOB [36]. bnaronaps
HCII0JIb30BaHUIO ¢yopecuieHTHOTO

MHKPOCKOIA OBUIO OIPEEIEHO, YTO CTpecc-
¢ubpmibl, HaOmIOZaeMble B CBETOBOMU
MHUKPOCKON M IIy4YKH MHKpPO(QHIAMEHTOB,
BUJMMbBIE C  TOMOIIBIO  BJIEKTPOHHOM
MHUKPOCKOIIHH, UMEIOT CIOXHYIO CTPYKTYpPY
U HaxoJsATCs B Mblmmax. OJHAKO U3ydeHue
(UKCUPOBAHHBIX KJIETOK HE IO3BOJISIIO
HaOII0aTh 3TH CTPYKTYpHl B JWHAMHKE,
MIO3TOMY OCHOBHBIM croco6om

MIPYKU3HEHHBIX HUCCIICIOBAHUNA KJIETOK TIO-
MPEKHEMY OCYIIECTBIISZIOCH C OMOIIBIO
CBETOBOTO  MHKPOCKOMA. 3HAYUTEIHHBIE
H3MeHeHMs otHocaTcs K 1970 romam, koraa
Jlanc Toiimop u 1O-JIu Bour wHampsmyio
MOMETHJIN aKTUH (DITyOpECIIEHTHON METKOM U
MUKPOHHBEIIMPOBATIN €r0 B KUBBIC KIETKU
[20; 21]. C moMOIIBI0 HCIOJIHB30BAHUS
METOJIa MHKPOWHBEKIIMU aKTHHA YJaJoCh
BBISICHUTH, 4YTO  MHO3UH  aKTUBHPYET
AT®azy, a  Take  mNpoHAOIIONATH
MOJIMMEPHU3AIMI0 MOHOMEPHOTO aKTHHA B
(UITaMEHTHI. B nanbHeHIeM ObLIH
¢ryopecuieHTHO MIOMEYECHBI npyrue
KOMITOHEHTHI ITUTOCKENIeTa, YTO MPHUBENIO K
3HAYUTEIBHBIM ~ OTKPBITUSM B 00NacTu
M3YYCHHUS] JWHAMHUKH OCJIKOB KJIETOYHOU
MTOJIBFKHOCTH.

B 1980-¢ c pa3BUTHEM
KOMITBIOTEPHBIX TEXHOJOTHI SJICKTPOHHBIC
METOIbI cTanu MIPUMEHSTHCS B
MUKpPOCKOTHH. XOTS BHUIACOMUKPOCKOIHS
Kak MeToJ nmosgBuiachk 3a 30 jieT 10 sToro, eé
pa3BuTHE OBLIO OTJIOXKEHO B CBS3H C TEM, UTO
KaueCTBO MOTyYaeMbIX H300PaKEHUN HETb3s

ObLIO0 YJIy4IIUTh. Hecomnenno,
HCII0JIb30BaHUE BUJIEOKAMEPBI "
nocjenymoomee  yiydiieHue — 1udpoBoro

n300paykeHHsI CMOTJIM 3aMEHUTH (DUIIBMBI Ha
wieHke. B wactHocTH, B pe3ynbraTe
nestenbHocT Hunbel u PoGepra Aunsena B
1981  romy, pa3paboTaBIIMX  METOA
BbICOKOpa3pemaromeid  auddepeHnnanbHoMl
UHTEpEPEHITNOHHON MHUKPOCKOIINH,
yJIaloCh JOOUTHCS JAOCTATOYHOTO KauecTBa
CbEMKH, YTOOBI  BBISIBUTH  OTJICJIbHBIC
MUKpPOTpYOOUKM B  KJIeTKe. JTO B
JambHEMIIeM  TpPUBENO K OTKPBITHIO
MOTOPHBIX O€TKOB KHHE3WHOB [6].

K MoMeHTy BbIX0/1a IEPBOTO U3JaHUS
[Hunaiin Mnoe «Video Microscopy» B 1986
rOAy KOMIIBIOTEPHBIE TEXHOJOTHH u
BUJICOTEXHUKA MOy YN IIMPOKOE
pactpocTpaHeHHe | CTald JOCTYIHBIMHU
[26]. DOrto mpuBeIO K  MOSIBICHUIO
MHUKPOCKOIIOB C KOMIIBIOTEPE3UPOBAHHBIM
KOHTPOJIEeM H TOJKIIOUEHHOW 1udpoBoi
Kamepoil. B pesymbraTte un300pakeHus,
MOJTy4aeMble C MOMOIIBIO METO/10B (pa30BOro
KOHTpacTa u Qg depeHranTbHOR
UHTEPPEPEHIIMOHHON MHUKPOCKOIHUH, CTaJIH
upoBeiMU. CHEAyIOMKMM IIArOM  CTaJlo



BBEJICHHE MeToza POCBEYUBAIOIIEH
AJIEKTPOHHONH MHKPOCKOIIUU JIJIsl aHalIM3a
KJICTOYHOM MOJBMXHOCTH [32].

KondoxkanbHas CKaHUpYoILas
MHUKPOCKOMHS KaK METOJI TOCTATOYHO JIOJT0
HE UCTIOJIb30BAIACh KJIIETOYHBIMH OHOJIOTaMH
mist  uccinemoBanuit. B 1950-x  romax
ouosioram NOHAJAOOUTIOCh  YBEIHYUTH
KOHTpacT HaOIIOACHUS MEUYEHBIX
¢dmoopoxpoMaMu  OOBEKTOB B TOJICTBIX
cpe3ax TKaHeW. Jliug paspemieHus OTOH
npobiembl MapBun MuHckuid, mpodeccop
MaccauyceTckoro TEXHOJIOTMYECKOI0
WHCTUTYTA, MPEATIOKHUI HCIOIb30BaTh IS
(ryopecueHTHBIX MHUKPOCKOTIOB
KOH(OKaIbHYIO cxemy [32].

ITokaszarens [PEIOMIICHUS
OONBIIMHCTBA OMONOTHYECKUX  OOBEKTOB
IIOYTH TaKOM ke, KaK U y cTekna. B aron
CBSI3M  HAOIIONEHHE TaKUX  OOBEKTOB,
HaXOMALIMXCS Ha TIOBEPXHOCTH CTEKJIa
MPEIMETHOTO  CTOJMKA MHKPOCKOMNa, B
OOBIYHOM CBETOBOM MHUKPOCKOIIE
3arpyaHeHo.  I[lostomy — KOH(OKaIbHBIHI
MHUKPOCKOII, UMEIOIIMNNM BBICOKMI KOHTPACT,
JaBajl MCCIICAOBATENI0 [BE HEOLECHUMBbIC
BO3MOKHOCTH: BO-TIEPBBIX, OH II03BOJISIET
UCCIIeIOBaTh IpernapupoBaHHbIE TKaHU Ha
KJIETOYHOM ypOBHE B COCTOSHUH HX
(U3NOTIOTHUECKON KU3HEACSITEILHOCTH; BO-
BTOPBIX, OH Jae€T BO3MOXKHOCTh OLICHUBAThH
pe3yabTaThl  HMCCIENOBaHMUSA  KJIETOYHOMN
aKTUBHOCTH OMOJIOTUYECKUX TKaHEH B
4eThIpEX HU3MEpeHUsiX (BBICOTA, IIUpPUHA,
rinyOuHa u Bpemsi). OHAKO UCIOJIb30BaHUE
MeToAa  KOH(OKATbHOH  MHMKPOCKOIHUH
MOJIXOANUIO A1 (PUKCHPOBAHHBIX O0BEKTOB,
HO HE JUISI UCCIICOBAHUS KUBBIX KJIETOK.

B cepeaune 1980-x bpax Amoc u
JbxoH YaWT wuccliegoBaad MEXKKISTOUHBIS
KOHTaKTBI B KJIETKaxX SMOpHOHa
Caenorhabditis elegans, ucnonb3ys
aHTuTeNa K TyOynuHy. WX SKCnepuMeHT
noTeprien Heynavy, KaueCTBO M300paskeHui
OBUIO JOCTATOYHO HU3KUM H3-32 (hOHOBOM
¢bnyopecueniuu. Torma Amoc u  VYailr
pa3BwIM Huaet0 MHUHCKOTO M TMPEATIONKHUIN
CKaHHPOBATh HETIOABIKHBIC KIICTKH
Ja3epHBIM  JIyuOM IS BO3OYXKACHUS
bayopecueniuun  [9]. HWx  pa3paboTku
NpUBEIM K  TOSBICHUIO  JIa3€PHOTO

CKaHUPYIOILETO KOH(OKAITLHOTO
MHKPOCKOTIA.

[TorpeGoBanock  AOXKIATbCA €I
OJHOTO OTKPBITHUA, 4TOOBI METOL

(bryopeclieHTHOH MHUKPOCKOIHUU TTO3BOJIUII
u3yydaTh ammapar MOABIKHOCTH KJIETOK. B
1974 romy Ocama Cumomypa BBIIETHII
3enéupiii  prmyopecuentHeiii  6emok  GFP
BMECT€ C JPYTUM CBETSIIUMCS OEIKOM
SKBOPHMHOM W3 MeIy3bl Aequorea victoria.
Oxazanocs, YTO B A.victoria
B3aUMOJICHCTBHE  HMOHOB  KajblUsi  C
SKBOPMHOM BBI3BIBAET TOIyOOE€ CBEUCHHUE
Oenka. Yactp 5Toil OMOIIOMHHECLEHIMU
MIEPEHOCUTCS Ha 3eJIEHBINA (IIyOpECLEHTHBIHI
OENOK, KOTOPBIH MOTJIOIIAeT CUHUN CBET U
UCITYCKaeT (IIyOpeCLEeHIIHIO 3eJIEHOTO LIBETA,
YTO B LIEJIOM IIPUBOIMT K 3€JIEHOMY CIIBUTY B
cBeueHHMH Meay3bl. OnHaKo MpUMEHEHHE
3eneHoro  (myopecueHTHOrOo  Oenka B
MOJICKYJISIPHOM OMOJIOrMH HAayaJloCh JIMIIb B
1990-x ropax. B 1992 rony Hyraac ITpauap
IIPOKJIOHHpOBal U mpocekBeHuposan JJHK
Oenka, TMOCIE Yero u3-3a HEJOoCTaTKa
(uHAHCUPOBaHMS BBIHYKICH OBLT 3aKpbITh
IIPOEKT, U pazocyan noaydeHHyro J(HK B
HECKOJIbKO JabopaTopuid, B TOM 4YHCIE B
nabopatoputo Maptuna Yandu [37]. Hanpu
HKCIPECCHPOBANl  MOCIEAOBATEIBHOCTh B
Escherichia coli u Caenorhabditis elegans u
omyOJIMKOBaJX  pe3yibTaThl B  JKypHaie
Science B 1994 romy. Mecsu criycTst ObuH
oIyOJIMKOBAaHBl HE3aBUCUMBIC PE3YJIbTAThI
u3  nmaboparopun  Dpenmepuxka  Tmywm.
Oxka3zanoch, yto GFP mpuHuMan HaTUBHYIO
KoH(opManuio u 00pa3oBeiBal (hiayopodop
npu KOMHATHOW Temieparype u 0e3
n00aBIEHHsI TOTIOJIHUTENBHBIX KO(aKTOpOB,
4To o0ecreumnio BO3MOXHOCTb
MCTOJIb30BaHUs OelKa B KauecTBe Mapképa B
KJIETKaX MHOTHX OpPTraHU3MOB.

Teneps 1Ba nim 60jee KOMIIOHEHTOB
IIUTOCKEJIETa MOIJIM BHU3YaJH3UPOBATHCS B
KJIETKe  OJHOBPEMEHHO M  JIa3epHas
KOH(OKaJIbHAass MHUKPOCKONUS TO3BOJIMIIA
OTCJIEKHBATDh paclpe/ielIeHUue 3TUX OCJIKOB B
TPEXMEpHOM MIPOCTPAHCTBE npu
BO3JCHCTBUM HAa KIETKM WU B MpoLEecce
TIBYDKEHHUSL. B TaKuX YCIIOBHSAX
UCCIIeI0BATENSAM yZaJ10Ch 3aHATHCS
peleHrneM LEHTPaJIbHOU poOIeMbI
KJICTOYHOM TOABMKHOCTH — KaK BHEIIHHUE



(hakTOpHI BIUSIOT HA TMHAMUKY LIUTOCKENIETa
U KakuM 00pa3oM 3TO TMPHUBOAUT K
IBIDKEHUIO KieTku. Hapsiny ¢ pasButuem
ONTUYECKUX BO3MOXKHOCTEH MHUKPOCKOIHHU
MOSBUJINCh ~ TEXHMYECKHE METOJbI UL
M3MEpPEHUS MEXaHUYECKUX CUJT U HATSDKCHUS
B KkieTke [33], mosSBWIMCH METOABI JIs
BH3YaJIM3aIluu XeMoTakcuca [53], u crocoOsl
U3y4YeHMs] CUTHaIbHBIX myTted [8]. B 1980
Obula omucaHa MOP(HOJIOTUS TOJBHKHBIX
KJIETOK W opraHeuisl JBwxkenus [1]. VYV
TOJIBIXKHBIX KIIETOK HaOII0 1AM
noJsipu3oBaHHyo ¢opmy. HccrnemoBanus,
HalpaBJICHHbIC HA U3yYCHHE JIOKOMOTOPHOM
aKTUBHOCTH, YCTAHOBJICHUE U TOAJIEPKaAHHUE
MOJISIPU30BAHHON (POPMBI KJIETKU TTO3BOJIHIIH
YCTaHOBUT, qTo ITH MIPOIIECCHI
OCHOBBIBAIOTCSI Ha 3JIEMEHTAX LIUTOCKETIETa U
o0ecreynBaroTCs ClIOCOOHOCTHIO AKTUHOBBIX
¢unamentoB u MT K JUHAMHYECKUM
MepecTporKam. B IEPEMEILAOIITUXCA
KJIETKAaX BBISBHIU JIB€ OCHOBHBIC TPYIIIBI
CTPYKTYpPHO Pa3THYAIONINXCS JBMKYIIUXCS
OpraHeii — JIaMeJJIONOIUH, COAEpIKallne
CeTh  JWAaroHaJdbHO  OPHUEHTHUPOBAHHBIX
aKTUHOBBIX (UJIAMEHTOB M  (puionoauu,
coJieprKaliye TUTOTHBIC MyYKH
MapajulebHBIX aKTHHOBBIX  (DUIaMEHTOB,
(UIaMEeHTHl OJTHO3HAYHO OPUEHTUPOBAHBI B
HUX PACTyIIMMHU IUTIOC-KOHIIAMH BIIEpE]
[42].

B 1990-e Opa  mpensoxeHa
nopooHas MOJIETb o0pa3zoBaHUs
JaMEeJUIOTIOANN B TIOJIIPU30BAHHOM KIIETKE.
Mogens mpeanojaraer, 4YTO MEXaHU3MBI
NPOTPY3UH  JIAMEIJIONOAUN  O0YCIIOBJICHBI
NoJIMMEpHU3aleld akTUHa W3 MOHOMEPOB,
NPUCYTCTBYIOIIMX B  IUTOIUIa3ME B
(UITaMEHTHI, pacTyIIie K KPar KICTKH WU
MIOCTOSIHHO TIEPeCTpauBaIOIIMEcs 3a CUeT
cOOpkM  Ha  mepeAHeM  KOHIlE U
OJTHOBPEMEHHOW pa300pKH Ha  3aJIHEM.
HccnenoBanuss ¢ IMOMOILIBIO 3JIEKTPOHHOHN
MUKPOCKOIIMM  BBISSBUJIM HOBBIC  JI€TaJIA
HAJMOJICKYJIIPHOU OpTaHU3aI[UN aKTHHOBBIX
(GuIaMeHToB B JlaMmeruionoauu [44].

B 2000-e roapl y4yeHble NPULUIA K
NPOTHBOPEYHIO OTHOCHTEIBHO KacKaJoB,
MPHUBOANINX K MonuMepusanuu aktuHa. C
OJHOW CTOPOHBI, OBUIO IOKAa3aHO, YTO
OCHOBHOW II0 AaKTUBHOCTH CHUTHAI K
o0pa3oBaHUIO HOBBIX ceTeit

MUKPO(UIAMEHTOB HJET [0 MEXaHU3MY
WASP-Arp2/3  [30]. Takxe  Oenku

Ena/VASP  obGnergator  ¢dopMupoBaHue
HOBBIX CETEH TMOCPEJACTBOM Y/UIMHEHUS
¢bunamMeHToB u YBETHUCHUS ux

ycroitunBoctd. OpHako mo3aHee  ObLIO
nokazano, 4rto Oenku Ena/VASP wmoryt
3aMeJIATh TepEMEIICHHE PYKapUOTHYECKUX
KJIETOK, XOTSI OHH U YCKOPSIIOT EpeMeIleHue
kietok Listeria [11;10].

Craio OYCBHUHO, 4TOo
MHTEHCUBHOCTH IOJIMMEPU3AIIUN aKTUHA He
MOXET OBITh EIUHCTBEHHBIM (DaKTOpOM,
OTIPEIEIIAIONINM MPOLECC ABHKEHHS KICTKH.
Knerku  Dyctyostelium  oOGHapyKuBaroT
MaKCUMYM 3¢ (HEeKTUBHOCTH COOPKH aKTHHA B
OTBET Ha MOJTyYeHHe UMITyJbca
BHEKJIETOUHOT0 HAM® B MOMEHT MOJIHOIO
3aBepILEHUs CTPYKTYPHU3AIMH KIETKH, HO JI0
MOJISIPU3ALINH.

Bo3moxHO, (opMa U MOISIPHOCTH
9YKapHUOTHYECKOM KIETKH CIyKaT Oolee
TOYHBIM WH/INKaTOPOM CKOpPOCTH
NEpEeMEIECHUs, HEXeTd KOJIUYECTBO WIIH
CKOpPOCTh COOpPKH aKTHHOBBIX (PUIIAMEHTOB.
beictpo mnepemematomuecs GpuOpodIacThI
kiaeTok Dictyostelium  1oBoNBHO — YacTo
OOHApY>KUBAIOT CHUJIBHO TOJSIPU30BAHHBIN

¢deHoTMm — KJETKa yAJMHEHA  SIBHO
pa3IMyuMoON 3aHEH ypOIOAUEH, a TakKkKe
HEOOJIBIION, HO MOCTOSIHHO

IIPUCYTCTBYIOLICH JIAMEIUIONIOAUEHN CIIEPEIN.

B 2000 romy wuccienoBaHue
IBIDKEHUS  KJIETOK B TPEXMEPHOM
MIPOCTPAHCTBE c UCTOJIb30BaHUEM

COBPEMEHHOW TEeXHUKH MO3BOJIUIIO BBISBHUTD,
4TO  KJIACCHYECKOE  IPEJCTaBICHHE O
JIAMEJIONOIMAIBHOM  CIIOCO0€  JIOKOMOIINH,
nocrynmupyemoe  AbGepkpoMOu, sIBISETCS
OJTHUM U3 MHOKECTBA CTPATETHil JIBHKEHUS
[35; 36]. OHu Takke npeanonaraiy Haluuue
OJTHOTO CHUTHAJBHOTO Kackajga BHYTPHU
KIETKA Ui TICPEKIIOUEHUS  MEXKIY
pPa3NMYHBIMM  TUNAMH  JABWXKCHUA |
u3MeHeHus Mopgomnoruu kinetku [37; 38].

@punn u Bymsd B 2010 romy
MOATBEPAWIIN 3Ty  TEOPHUIO,  OJHAKO
OCHOBHBIC YYaCTHHKH MOJOOHOTO KacKaga u
MEXaHM3Mbl UX B3aWMOJCHCTBHS HE ObLIH
BbIsIBJIEHHI [19].

B 2007 romy Hay4HOH TIpynmnou
[leiitoHOM OBLIO IIOKAa3aHO, YTO KJICTKH



pearupyroT Ha HM3MEHEHHUsI JIBYMEPHOTO U
TPEXMEPHOIO0 BHEKJIETOUYHOIO MAaTpUKca 3a
cdeT oKaTbHBIX KOHTAKTOB U CBOHCTB CETH
aKTUHOBBIX  (miaMeHToB.  KiroueBbIMU
y4acTHUKaMH 3TOTO  TMporecca  Obun
npusHansl Manas [ 'T®aza RhoA u ROCK1 u
ROCK2 «kwnHasel um wmuo3sun Il  Tuma
(MOTOpHBI  OENOK, CBSI3BIBAIOIIMICS C
akTuHoM) [40; 41].

Takum  oOpa3omM, HCCIEeOBaHUE
3JIEMEHTOB LIMTOCKEJIETa HEMOCPEICTBEHHO
CBSI3aHO C PACUIMPEHUEM BO3MOKHOCTH
MHUKPOCKOIIHH H MPUKU3HEHHBIX
HaOmroneHuii. Ha ceroausamauii 1EHh OJHUM
U3 yAOOHBIX METOJOB MPIKU3HEHHBIX
nccnenoBaunii MT sgBisieTCs MCITOJIL30BaHNE
MapkepoB 1utoc-koHoB MT [31].

[Ipu aHaiuse KIIETOK c
(GIyopecleHTHO  MEYEHBIM  TyOyJIHMHOM
OCHOBHOM npooOiieMoit SIBJISIETCS
HCCIEN0BAHUE MOBEICHUSA MT B

LEHTPAJIBHOW 4YacTh KIETKH, rae cetb MT
OYEHb IJIOTHAA [43; 44]. [Ipu
HCIIOJIb30BAaHUM MAapKepoB  IUIFOC-KOHIOB
3TOro  ynaercs u30exarb, TaKk  Kak
BU3YQIIM3UPYIOTCS  TOJBKO KOHLBI MT,
OJTHAKO TaKUM 00pa3oM yaaeTcsl OTCIEIHUTh
TONBKO  cOOBITHSL  pocta.  OOpaboTka
(GWIBMOB ¢ BU3yaTU3UPOBAHHBIMH ILIIOC-
koHIaMu MT MoOXeT npoBOIUTHCA KAk

BpyuHyl0, Tak W  [pU  TOMOILHU
[10JlyaBTOMAaTU3UPOBaHHBIX METOJOB. [45;
46]. OnHum u3 OCHOBHBIX
(byHIaMEeHTaIbHBIX II0XO0/10B K

HCccIenoBaHni0 cucreMsl MT  saBmusieTcs
MPUMEHEHHE BEIIECTB, BIMAIOIMIUX HA
noJuMepu3anuio Tyoynuna [49].

Ponp TyOynmHAa Kak CyObEeIUHUIIBI
MT  Obuia  BBISICHEHA  Ha  OCHOBE
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