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Pe3zrome. Cmepmob, Haps0y ¢ pocmom u Oup@epeHyuposKot, A8IsAencst 8ANCHOU YACMbIO JHCUSHEH-
HO2CO YUuKja Kiemku. Bpa60me 0CBEUIEHbL UCMOpUYUEeCKUEe ACNEeKmbl OMKpblmusi anonmosa, XapaxkinepHas
MOquOJZOZI/l}Z, COI’ZpO@OOfC@diOWa}Z amom npoyecc, MHO2COYUCIIEKHbLE MUNbl K1emoK U Meduamopoe, C KO-
mopbiMu Ce:A3aHa 3anpocpammuposantal cubenv kiemox. OcHodHaA yacms Cmamvi noceauieHa Hauiemy
mexKyuemy nOHUMAaHuro OUOXUMUYECKUX U MOJIEKYIIAPHBIX MEXAHU3IMOEB anonmaosa.

Knroueenie cnosa: anonmaos, Kacnasa, peyenmopvl cmepmu, anoNTOTHYECKHAN q)aKTop AdKTUBaIlln
Iporeas.

Resume. Death, along with growth and differentiation, is a critical‘part of the life cycle of a cell.
This review covers historical perspective on the discovery of apoptosis, the characteristic morphology that
accompanies this process, and the numerous cell types and mediators with.which programmed cell death
is associated. The bulk of the review discusses our current understanding of the biochemical and molecular
mechanisms of apoptosis.

Keywords: apoptosis, caspase, death-receptors, Apaf 1 (apoptotic protease activating factor 1).

AKTyanabHOCTbh. [IpoOnemMa uccienoBanus MOJIEKYISPHBIX MEXaHU3MOB 3aPOTrpaM-
MHUPOBaHHOM THOENN KJIETKHU (anomnTo3a) cTajia B MOCISAHUE TOAbl OJTHON U3 CaMBIX TPY/I-
HBIX M aKTyaJIbHBIX MPOOJIEM OMOIOTMUECKUX HAayK. AKTYaIbHOCTb 3TON MPOOJIEMBI OTpe-
JIEJISIETCSl B3aMMOCBSI3bI0 HAPYIICHUS PETYISUHUU MpoIecca MPOorpaMMUPOBAHHON THOEH
KJIETKH C OOJBIIMHCTBOM 3a0osieBaHuil. [lpsiMas cBs3b amonTo3a U MHOTHX TMATOJIOTHYE-
CKHX COCTOSIHUM CETOJIHS Y>K€ HE BBI3bIBAET COMHEHMUSI, TOATOMY BBISIBICHUE KOHKPETHBIX
MEXaHM3MOB HAPYIICHUS PETYJISLIAHN allONTO3a, MPU KOHKPETHBIX 3a00JIEBaHUSX, TTO3BOJIUT
OMPENEIUTh 3THOJIOTUIO U MATOI'CHE3 JaHHBIX 3a001eBaHui. 1 Kak ciencTBue 3Toro - BO3-
MOYXHOCTb KOPPEKIIMU HAPYHICHUS PETYIISIIUUA MPOrPaAMMUPOBAHHON TMOEIN KIETKH.

Heab: BISICHUTH COBPEMEHHOE COCTOSIHUE MPEACTaBICHUI 00 3Tanax mpoTeKaHUs
aromnTo3a, BKIIoYas Mop}oaoruto, OMOXMMUIO, METOIBI OOHAPYKEHHMS, a TaKKe 00CyKIe-
HUE TTOTCHIIMAIbHBIX AIBTEPHATUBHBIX (POpPM amomnrosa.

3agaun:

1. Onueatp posb aMONTOTUYECKON THOETH KIETOK B HOPMAJIbHOM OPTaHU3ME;

2. BBISICHUTH 3HaYEHHUE arloNTO3a MPU HEKOTOPHIX MAaTOJOTMYECKUX COCTOSIHHSX;

3. M3yunth akTyanpHbIC JaHHBIC, KACAIONTUECS BBISBICHHBIX MEXaHU3MOB aronTo3a,
HPEJICTABICHHBIE B COBPEMEHHOW HAYYHOM JIUTEPATYPE;

4. TIpoananusupoBaTh (HaKTOPHI, CACPKUBAIOIINE ATIONTO3 B HOPMAJIBLHBIX YCIOBUSIX
(hYHKIIMOHUPOBAHUS KUBBIX CUCTEM;

5. CnporHo3upoBaTh BO3MOKHOCTH MTPUMEHEHUS YIIPABIISIEMOT'0 aronTo3a B MPaKTH-
YECKOM MEIUIINHE.

Marepuan u MeToabl. M3ydeHre akTyalbHBIX MEPBOMCTOYHUKOB: HAyYHBIX 0030-
POB, IPAKTUYECKUX CTaTeld W MOHOrpaduii, OCBEIAIOIIUX IpoOIeMy alonTo3a.

Pe3yabTarsl U nx o0cyxaenune. TepMHUH «amnonto3» ObLI BIEpPBbIE YHIOTPEOJIEH B
1972 rony B pabote Oputanckux yuénbix — JIx. Keppa, 3. YVaitnu u A. Keppu, Ho mns
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BCEOOIIET0 MPU3HAHMS ATOW KOHIIEMUY noTpedoBaiocs emre 20 net. E€ ybenurensHo moa-
TBEPAWJIM TECHETHUECKHE HCCIEAOBaHUs, NpoBeAcHHbIe Ha Hematonae Caenorhabditis
elegans [3], B KOTOpBIX BIIepBbIC HICHTH(PHUIINPOBAIH I'€HbI, OTBETCTBCHHBIC 32 KIICTOUHYIO
CMEPTh U €€ PEeryJsiuIo.

B nporiecce MHAMBUAYATIBLHOTO PAa3BUTHUS JKUBOTHBIX MIPOrpaMMHUpyeMast KJIETOUHAs
CMEPTh AMUMHUHUPYET KIETKH, MOJJIeKalle YHUUTOKEeHUI0. Hanpumep, TaHHBIN MeXaHU3M
nomoraet cpopmupoBath HOpPMY PYKU HIIM CTYITHU B ITpoliecce IMOPHOHAIBHOTO Pa3BUTHSL.
Kpome Toro, anonTo3 BeIMOMHAET (PYHKITUIO KOHTPOJISI Ka4eCTBA MPU WHIUBUTYTHHOM pa3-
BUTHH, YHUUYTOXKAs HE3/IOPOBBIE, OKA3aBIIIHECs HE HAa CBOEM MecTe, HeyHKIMOHATHHBIC
WY TOTEHIMAJIbHO OMAaCHBIE JJISl )KUBOTHOTO KJIETKU. B TKaHSIX B3pOCIOr0, KOTOPhIE HE
pacTyT U HE CTAHOBSTCS MEHBIIE, CMEPTh U JIEJICHUE KIETOK JOJKHBI TOHKO. PEryJIUpO-
BaThCsI, YTOOBI MEXAY HUMH TOJJICPKUBAJICS TOUYHBIN OanaHc. JKUBOTHBIE KICTKH MOTYT
pacrio3HaBaTh MOBPEXKICHUS B CBOUX MHOTOUYUCIIEHHBIX OpTraHelyiax; M, CCIIH ITOBPEKICHUE
JIOCTAaTOYHO CHUJIBHO, OHHM YOUBAIOT ce0s1, 3amyckas arnonTos [2].

KieTku B COCTOSIHMM anonTo3a HE TOJIBKO MPUOOPETaT XapaKkTepHble MOp(hOIoTru-
YeCKUe MPU3HAKU, HO TAKXKE MPETEPIEBAIOT creU(DUUECKHEC OMOXUMUYECKUE U3MEHEHMUS,
KOTOPBbIE MO’KHO HCIIOJIb30BaTh JJIs ONPEICIICHUS armonTo3HbIX kieTok [1]. Mrak, mapke-
paMu anomnTo3a CIIyar:

1) Paspesannas sunonykiieazamu JJHK (mockoibKy pa3pbIBbI MOSBISIOTCS B 00JIaCTH
JUHKEPOB MEXIY HYKJIEOCOMaMHU, MPU aHAJIN3€ dTUX (PArMEHTOB METOJIOM T'eJIb-3JIEKTPO-
(dopesa oHU BBICTPAUBAIOTCS B XapaKTEPHYIO JIECTHHYHYIO CTPYKTYpy. bosee Toro, uz-3a
pacwmerienus y JIHK nosiBisieTcss MHOXeCTBO HOBBIX CBOOOHBIX KOHIIOB, KOTOPHIE MOYKHO
YBUJETH B allONTO3HBIX A/Ipax ¢ MOMOIIbI0. Tak HazbiBaeMoro TUNEL-meTona, ncnonb3ys
MEUEHBIN HYKJICOTHU;

2) OTtpunarenbHo 3apsHkeHHBIH hochomumu hochaTUAMICEPUH OOBIYHO PACIIOIIO-
KEH HUCKIIIOYUTEIBLHO BO BHYTPEHHEM CJIO€ JIUMHUAHOTO OUCIOS TUIa3MaTHYECKOH MeM-
OpaHbl, HO B allONITO3HBIX KJIETKAX OH IIEPECKAKUBACT HA BHEIIIHIOIO CTOPOHY U MOXKET CIIy-
KUTh MapKepoOM Takux KieTok. dochartuauiacepr Ha TOBEPXHOCTH arlONTO3HBIX KIIETOK
MO>KHO BBISIBUTH C TIOMOIIBIO MEUEHOT0 Oenka aHHeKcHHa V, KOTOPbIN crierupuyecKku CBsi-
3pIBaeTcs ¢ 3TuM (pochomunuaoM. OH nmoAga€T curHain Makpodaram «Chelrb MEHs», a TAKKe
MpEeI0TBpAIIaeT BOCTIATICHNUE;

3) Knetku, mpeTeprieBaroIiye anomnTo3, 4acTo TePSIOT dJIEKTPUISCKUN MTOTEHITUAT KO-
TOPBIN OOBIYHO MOJJCPKUBACTCS HA BHYTPEHHEH MeMOpaHe X MUTOXOHAPUNA. DTOT MEM-
OpaHHBIN NOTEHITUAT MOKHO U3MEPUTh, UCTIOJB3YsI MOJIOKUTEIBLHO 3apsKeHHBIE (Iyopec-
IIEHTHBIC KPAaCUTEIH.

4) BbIxo1 IUTOXpOMA C U3 MUTOXOHAPUM B ITUTO301b.

BryTpukierounsie MeXaHU3MbI, OTBETCTBEHHBIC 32 aIllONTO3, CXOKU Y BCEX KUBOT-
HBIX KJICTOK. B HUX NpHHUMAaeT ydacTHe ceMeicTBO poTeas — kacmasbl [1]. Kacnasbl cuH-
TE3UPYIOTCS B KJIETKaX B BUJIE HCAKTUBHBIX MPEIICCTBEHHUKOB, WIIH ITPOKacIas3, KOTOphIE,
KaK TIPaBUIJIO, aKTUBUPYIOTCS MOCPEACTBOM MPOTEOTUTHIECKOTO paciieruieans. Haunnas ¢
CaMbIX paHHUX CTAJIM{ WHIUBUYAILHOTO Pa3BUTHS )KHBOTHOTO, 3[I0POBBIC KIIETKH HETpe-
PBIBHO MPOWBOJIAT MPOKACIIA3bl U APYTUE OCKH, HEOOX0IUMBIE JJist aronTo3a. Hekotopsie
W3 MpOoKacmas, 3a7eHCTBOBAHHBIX B aroITO3€, 3alyCKAlOT MPOTEOIUTHYECKUN KacKaa |
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HA3bIBAIOTCS MHUIMATOPHBIMU MpoOKacma3zaMu; OyJy4d aKTHBUPOBAHHBIMHU, OHU pacIlell-
JSIOT U aKTUBHUPYIOT clieyroniue, 3GPeKkTopHble Kacmasbl, KOTOPhIE 3aTEM IMOIBEPraroT
MPOLIECCUHTY M aKTUBUPYIOT Apyrue 3QheKTopHbIC Kacmasbl, a TAKXKE PaCIICIUIIOT OTpe-
JIeJICHHBIE OCIKA MUIIICHU B KJIETKE, @ UMEHHO: 1) OelKu siAepHOM TJaMUHBI; 2) O€NKH, KO-
TOpPbIE B HOPME YACPKUBAIOT SHJIOHYKJI€a3y B HEAKTUBHOM (hopme; 3) KOMIOHEHTHI IIUTOC-
KeneTa u OeNKH KJIeTOYHOM ajare3un. KacmasHelil Kackajl sSiBIsI€TCS HEOOPATUMBIM.

Takum o6pa3om, B 11000 MOMEHT B KJIETKE €CTh BCE, UTO TpeOyeTcs JJIs anonTo3a,
HY>KEH JIMIIb CTUMYJ JIJIs €T0 3amycKa.

Hawnnydimum oOpa3oM omucaHbl 1Ba MyTH aKTUBALIUK Kacla3HOTO KacKaga, KOTOPHIii
BEJICT K aIonTo3y B KJIETKAaX MIICKOITUTAIOIINX, — BHEIIHUN U BHYTpeHHHMA [1].

BrekeTounble curHaigbHbIe O0eKy, CBs3biBatomuecs death-perentopamu (pemenTo-
pamM# CMepTH) Ha MOBEPXHOCTU KJIETKH, 3aIlyCKalOT arolnTo3 M0 BHEIIHeMY myTH. Perern-
TOPBI CMEPTH MPEACTABISAIOT CO00M TpaHCMeMOpaHHbIE OEJIKHU, €IMHCTBEHHBIN TPAHCMEM-
OpaHHBIN TOMEH KOTOPBIX CBSI3BIBACTCA C TUTAH/IOM, & BHYTPUKJIETOUHBIN «IOMEH CMEPTH
HEO0OXOMM JIJIsl aKTUBAIIMH MPOTPAMMBI arnonTo3a. PerenTopst sBISIOTCS TOMOTPUMEPAMHU
U [IPUHAJUICKAT K CEMEUCTBY PEIenTOpoB (DaKTOPOB HEKPO3a oIyxoJid (tumor necrosis fac-
tors, TNF), kotopoe BkitogaeT B cedst perieritop camoro TNF u perentop cmeptu Fas. Usz-
BECTHBIN MPUMEP TOTO, KaK PEIENITOPbI CMEPTH 3aITyCKAIOT BHEMIHUM My Th allonTo3a, Mpe/-
CTaBJIsieT co00M akThBaIus Fas Ha MOBEpXHOCTH KIETKH-MHUIIIEHH Fas-muranaoMm, pacrosia-
rarlonMMcsl Ha TTOBEPXHOCTH JTuMponuTa-Kuiepa (IIMToTokcuueckoro auMdonura). [pu
MPUCOEANHEHNY TUTan1a Fas-penentop akTHBUPYETCSI, U €T0 IIUTOIIIa3MaTHIECKUI JOMEH
CMEPTH CBS3BIBACT BHYTPUKICTOUHBIC aanTepHbIC OEIKN, KOTOPHIE, B CBOIO OYEpE/b, CBSI-
3bIBAIOT MHUIMATOPHBIE mpokacnaszwl-8 w/miau -10. B pesynasrate ob6pasyerca DISC-
komiieke (death inducing signaling compleX cuUrHanbHBII KOMIUIEKC, MHIYLUPYIOIIUANA
cmepTh). CtanoBsich akTUBHBIMU B DISC KOMITIeKce, MHUITMATOPHBIE KacTa3bl AKTUBUPYIOT
a¢dekTopHbIe MpoKacma3bl ¥ MHAYIHUPYIOT anonTo3. B HEKOTOPBIX KiIeTKax BHEIIHUHN My Th
JIOJKEH 3a/ICMCTBOBATh TAK)Ke W BHYTPEHHUMN MYTh aronTo3a, 9YTO0bl YCHINTh KacTa3HbIH
KacKaJl U YOUTb KIICTKY.

KieTku MOTYT Takk€ 3amycKkaTh CBOIO ITPOrpamMMy arorTo3a U3HyTPH, OOBIYHO B OT-
BET Ha CTPECCOBOE BO3JAEMCTBUE, Takoe Kak noBpexaenue JJHK wimm vemocrarok kucio-
poJia, MUTATENIbHBIX BEIIECTB UM BHEKJIETOUHBIX CUTHAJIOB BEIXKMBaHUA. B KileTkax mo3Bo-
HOYHBIX TaKasi BHYTPUKJIETOUHAS aKTUBAIMS allONTOTHYECKON MTPOTrpaMMbl CMEPTHU MTPOUC-
XOJUT OCOOBIM 00pazoM: B IIUTOIUIA3My BBIXOAST MHUTOXOHJApHANbHbIE OEJIKU, B HOpME
HaXOZAIIKecs B MeKMeMOpaHHOM MPOCTPAHCTBE ATHX opraneiul. HekoTopsie u3 BhIIIE -
[IMX B HUATOILIA3My OCJIKOB aKTUBHPYIOT TaM Kacla3HbIA MPOTCOTUTUYECKUIN KaCKad, 4TO
MIPUBOJMT K arioINTo3y.

Cpenu 6eTKOB MUTOXOHAPHUH, YUACTBYIOIIMX B 3aIlyCKE arloNTO3a U3HYTPH KIICTKH,
0CO0YI0 POJIb WTpacT MUTOXPOM €, BOJOPACTBOPUMBIM KOMIIOHEHT MUTOXOHJAPHAIBHOM
AJIEKTPOH TPAHCTIOPTHOM IIeNH. B 1iuTOIIa3Me OH BBITIOIHSAET COBEPIICHHO APYTYIO (QyHK-
IIMIO: OH CBs3bIBaeTCs ¢ agantepHbiM Oenkom Apaf | (apoptotic protease activating factor 1
— anonmomuyecKkuti pakmop axmueayuu npomeas), AKTUBUPYIOUINM MpoKacnaszy, B pe-
synbrate yero Apaf 1 onmuromepusyercs, 00pa3ys KOJIECOBUIHBIN TernTamep, MOTyIHBIIHIA
Ha3BaHue amonTocoMbl. bemku Apaf 1 3aTteM CBS3BIBAIOT MHHUIIMATOPHBIC MPOKACIIA3bI
(npokacnazy-9), KOTOpbIE AKTUBUPYIOTCS, COMKASLCH APYT C IPYTOM B allONITOCOME, TOYHO
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TakK ke, Kak npokacnasbi-8 u 10 aktuBupytotrcs B komruiekce DISC. Monexynbl akTUBHOM
Kacrasbl-9 3aTeM aKTUBHUPYIOT cieayroume — 3(QpQeKTopHble — MpoKacna3bl U UHAYLU-
PYIOT amomnros.

benku Bcl2 mnexonuraronux peryivpyroT BHYTPEHHHMH ITyTh 3allyCKa aIonTosa,
KOHTPOJIUPYS BBIXOJ LIUTOXPOMA ¢ U JAPYTUX MEKMEMOpPAHHBIX MUTOXOHAPHUANIBHBIX O€ll-
KOoB B 1utorazMy. Hekoropeie Oenku Bel2 aBistoTcst MpoanonTOTUYECKUMHU U CIIOCO0-
CTBYIOT aIlOIITO3y, YCKOPSIsl BBICBOOOXKI€HNE OEIKOB B IIUTOILIa3My, B TO BpeMs Kak JIpyrue
ABIIAIOTCS AHTHAIONTOTUYECKUMHI U UHTHOUPYIOT aromTo3, MPEMsITCTBYS BBIXO1y OEIKOB.
[IpoanonroTryeckue U aHTUANONTOTHUecKne Oenku Bel2 MoryT B pa3nuuHbIX KOMOWHA-
IUSX CBSI3BIBATHCS JIPYT C APYTroM, 00pasys TeTepoIuMephl, B KOTOPHIX Ba Oenka HHIMOu-
PYIOT aKTUBHOCTB JAPYT Apyra. bananc akTHBHOCTEH 3TUX ABYX (YHKIIMOHAJBHBIX KIACCOB
6enkoB Bc12 Bo MHOTOM OIpeensieT, BEDKUBET JIM KJIETKA WM TOTUOHET ITyTEM aloITo3a,
3aIyIIEHHOT O U3HYTPHU HEE.

JloctaTouyHO yOeIUTENbHO MOKA3aHO, YTO PAKOBbIE KJIETKU SIBIISIFOTCS] YCTOMUMBBIMU
K aromnTo3y. JDTO MO3BOJSIET UM Pa3MHOKAThCS U BBDKUBATh HPH JIFOObIX ycnoBuax. OauH
U3 T'€HOB, OTBEYAIOIIMX 32 KOHTPOJIb aloITo3a, OOHapyKUBaeTes MPU MHOTHX (opMax
paka. OTOT TeH-Cylpeccop KOAUPYET OENOK, HaXOASAIUNCS Ha NEPEeKPECTKE pa3HOOOpas-
HBIX PETYJIATOPHBIX IyTEH, YIPABILIIONIUX peakuuen kieTky Ha noBpexaenus JJHK u muo-
r'He Apyrue CTpeccoBble Bo3aelcTBUA. Peub uaer o0 omyxoneBoM cympeccope PS3, KOTo-
pBIif KosiupyeTcst reHoMm TPp53.

['en p53 («cTpak TeHOMa») SIBJISIETCS BAXKHENIIIMM FEHOM, MTPEA0TBPALIAIOIIUM PAK Y
yenmoBeka [4]. ITouTn Bo BceX paKoBBIX KIETKaX YEJOBEKa MYTHPOBaH JIMOO caM reH pS3,
IM00 TEHbl IPYTUX YYAaCTHUKOB PS53-MyTU..MHOXKECTBEHHbIE (DYHKIMU JAHHBIX F€HOB B
KJIETKE MOTYT OBbITh CBEJIEHBI K CJIEIYIOUUM: MOAAePKAHUE TEHETHUECKOW CTa0OUIbHOCTH,
peryJsus KJIETOYHOTO LHKJIA, KOHTPOIb aloONTo3a. DTU CBUIETEIHCTBA NOATBEPKAAIOT
(GyHIaMEHTAIbHYIO POJIb JAHHBIX T€HETUYECKUX areHTOB KaK B 3alllUTE OT MOCIEACTBUM K
KOTOPBIM BEJET MOBPEKICHUE KIETKU, TAK U B CHH)KEHUH PUCKA OHKOT€HHOIO MTEPEPOXKIE-
Hus kinetku. Knetku, nedextHble no pS3, He MOryT pearupoBath Ha ctpecc. OHU U30eraroT
arornTo3a W 3a4acTyio IPOAOJDKAIOT JETUTHCS, HE OCTAHABIMBAsCh IJISI TOTO, YTOOBI
HelTpanu3oBaTh uMmeroniee Mecto nospexaeHue JJHK. B pesynbrare kinerka unm morudaer
WM IPOJOJIKAET MpoindeprupoBaTh, HECMOTPSI HAa HApYyILIEHUs B TeHOMe. Takoe reHeThye-
CKOE «YBEUbE» MOKET IPUBECTH KaK K yTpaTe TeHa-CyIpeccopa, Tak U K aKTUBALIMM OHKO-
IeHOB. YTpaTa p53 K TOMY ke JeJIaeT HEKOTOPhIE PAKOBBIE KJIETKH HAMHOT'O MEHEE YyB-
CTBUTEJBHBIMU K OOJYyYEHHIO U MHOTMM MPOTHUBOOITYXOJIEBBIM IpernaparaM, KOTOpPhIE B
MHOM CJly4ae 3aCTaBUJIM Obl UX MOTUOHYThH WJIU MPEKPATUTD JIETICHUE.

Takum 00pa3oM, K HACTOSAIIEMY BPEMEHH MHOTHE KIIFOUEBbIE OCJIKH aromnTo3a J10CTa-
TOYHO TOYHO MIAEHTU(ULIHUPOBAHBI, OJTHAKO MOJIEKYJISIPHbIE MEXaHU3MbI UX JACHCTBUS WU
0€3/eICTBUSA OCTAIOTCS HEJOCTATOYHO BbIICHEHHBIMHU.

BriBoanI:

1 IIpouecc 3anporpaMMUpPOBaHHON THOEIN KJIETOK XapaKTEpU3yeTCsl BbIPA3UTEIIb-
HBIMH MOP(HOJIOTUYECKUMHU XapaKTEPUCTUKAMU U 3HEPrO3aBUCUMBIMU OMOXUMHUYECKUMHU
IIPOSIBIICHUSIMU.
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2 AnonTo3 SIBISETCS KU3HEHHO BaKHBIM KOMIIOHEHTOM Pa3JIMYHbIX HOPMaJbHBIX
OMOJOTUYECKUX MPOIecCOB ((HYHKIMOHUPOBAHME MMMYHHOM CHUCTEMBI, SMOPHOHAIBHOE
pa3BUTHE, XUMUYECKast THOENb KJIETOK U JIp. ).

3 Hapymiennsiii xo/1 aronTo3a NprUYacTeH K (OPMUPOBAHUIO PsiJia TATOJIOTHUECKUX
COCTOSIHUI OpraHu3mMa.

4 MopaynupoBaHHe aronTo3a OTKPbIBA€T HOBbIE NIEPCHEKTUBHI JIJISl JICUEHUST KPUTHU-
YECKUX COCTOSIHUN opranusma. B 3Toil cBsi3H, uccieqoBaHus TPOIOJKAIOTCS B HAIIpaBJie-
HUU BBISICHEHUS JIETAJIbHBIX MEXaHU3MOB KJIETOYHOTO IIUKJIA U CUTHAJIBHBIX Ty TEH , KOHTPO-
JUPYIOIIHUX OCTAHOBKY KJIETOYHOIO IMKJIA U arloITo3a.
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