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BBEJIEHUE

Kaxxaplil neHb, KaxAblid 4ac, KKyl CEKyHIy B HallleM OpPraHu3Me IMOruOaroT
MUJUIMOHBI ~ KJE€TOK. OTIIENyIINBAIOTCA OpPOTrOBEBIIME KJIETKM IOKPOBHOTO
AOUTENHs], OBICTPO MPUXOJAT B HETOAHOCTb KIETKM CIM3UCTBIX  000JI0UEeK
KEJITYJJOUHO-KUIIEYHOTO TPaKTa, JICUKOLMTBl HAXOAST CBOIO CMEpPTh B OOpbOe C
natoreHaMu. Ho kak Hamle Teno nm30aBisieTcsl OT ClEHUATU3UPOBAHHBIX KIIETOK,
KOrJia B pe3yJIbTaTe HAKONMBIIMXCS BHYTPEHHUX MOBPEXKIACHUN OHU CTAaHOBATCS
HECIIOCOOHBIMU BBIMOJIHATH CBOM QYHKIMH? OTHUM U3 CaMBIX MapaJOKCaNIbHBIX U
YAUBUTEIIBHBIX MEXaHHU3MOB, KOHTPOJIMPYIOIIUX AKHU3HECTIOCOOHOCTH
MHOT'OKJIETOYHOT'O OpraHu3Ma, SIBIIIETCS anonmo3 — KJIETOYHask CaMOJIMKBUALIAS.
CaMo0 Ha3BaHHME 3TOr0O THIIA KJIETOYHON CMEpPTHU — amoNTo3, YTO B MEPEBOJE C
IPEYECKOTO O3HAYAET <WIMCTOMaa», TOBOPUT O TOM, YTO OH SIBIIAETCS TAaKOW XKe
€CTECTBEHHOM W HEOTBEMJIEMOM YEPTOM MHOTOKIETOYHOTO OPraHu3Ma, Kak
CE30HHAsl CMEHa JIMCTBBI JUIsL JEPEBbEB. AIIONTO3 3aIyCKAETCs, KOIZAa KIIETKa
UMEET Cepbe3HbIC IMOBPEXKICHUS, BEIyIIME€ K HapylIeHU0 ee (QyHKUMMA: B
pe3yibTaTe  CIaKEHHOM  paboThl  CHENUAIbHBIX  CHCTEM, HEOOpaTHUMO
[OBPEXKAAIOINX OCHOBHBIC KJIETOYHBIE CTPYKTYpPBI, TaKas KJIETKA 3aKaHYMBACT
KU3Hb «camMoyOuicTBOM». BrepBble KOHIENIUsl anonTo3a Oblia BBIIABUHYTA B
pabore J.F. Kerr u coaBr. B 1972 roay ans o003HaYeHHsS «HOPMAaJIbHOM
KJIETOYHOM THMOeIU IpU Pa3BUTUHU TKAHEH U X OOHOBIIEHUU B 3PEJIOM OPraHU3ME».
[IpyHIMOMANBHO BaXXHBIM B 3TOM  OIPEICIEHUM SUIAETCS  YKa3aHUE Ha
«HOpMaJIbHOE ((PU3MOJOTMYECKOE) 3HAUYEHUE aronTo3a JUisd KMBOIO OpraHMU3Ma.
WNuTtepecHblil moaxos K 0003HaueHHIO (DU3MOJOTUYHOCTH (EeHOMEHa HaljeH
H.A.MasHCKMM COTJJacCHO KOTOpOMY: «AIIONTO3 SABJISETCS «OCO3HAHHBIM
pellIeHuEeM KJIETKU «BBIUTH M3 UIPbD» 0€3 BBIJIEICHHUS CBOEro (hIaroreHHoro
COJIEP’)KUMOT0,- OHAa TOJABEpraercs omnepexaromemy daroquto3y».[7]Takum
o0pa3oM, Ha BCeX JTamax pa3BUTHUA Y4YeHHs 00 alomTO3€ JaHHBIM MpoIecc
CTaBUTCA B  MPOTHUBOBEC  MAaTOJOTMYECKOM  THOEnu  KJIETKU-HEKpO3y,

ACCOLIMMPYIOLIEMYCS C IEUCTBUEM BPEIOHOCHBIX areHTOB.



Hapymienuss B TOHKOM MeEXaHHU3ME amnonrosa CIIOCOOHBI IPUBECTU K
KaTacTpOPUYHBIM  MOCIEACTBUSM JUIsl  OpraHu3Ma 4YeloBeka: Oyap  To
HelpoJiereHepaTuBHbIe  3a00JeBaHUs, AayTOMMMYHHBIE pacCTpOiicTBa WU
3JI0KaYECTBEHHbIE HOBOOOPA30BaHUSI.

CrocoOHOCTh MOYJIMPOBATh BBIKMBAEMOCTh MJIM CMEPTh KJIETKH U3BECTHA CBOUM
OTPOMHBIM TEpANEBTUYECKUM IOTEHIHAIOM. B CBA3M C 3TUM MOPOJOJLKAIOT
AKTHUBHO pa3BUBATbCA HWCCIEHOBAHHWs, HAIPABICHHBbIE HA M3YYEHUE CUTHAIbHBIX
IIyTEH, KOTOpPbIE KOHTPOJMPYIOT OCTAHOBKY KIETOYHOIO LHMKJIA W aIlonTo3.
@akTOophl, Yy4acCTBYIOIIME B PEryJIALMU aloNTo3a, CETOAHS PacCMaTpUBAalOTCs B
Ka4eCTBE OCHOBHBIX MHILIEHEW NPOTHUBOOITYXOJIEBOTO BO3JECUCTBHSA, a XAPAKTEP
ariONTOTUYECKUX ~ PEaKUuMid  MOXKET CIYXUTh MapkepoM 3(p(GEeKTHUBHOCTH

panMoHaIbHOM XMMHUOTEpAIuy U IOMOraTh B €€ BbIOOpe.



I[TOHATHE OB AIIOIITO3E

ATIONTO3, WM 3alPOTPaMMHUPOBAHHAsT CMEPTh KIETKH, TIPEICTaBIseT COOOM
MPOIIECC, OCPEICTBOM KOTOPOI'0 BHYTPEHHHE WJIM BHEIIHUE (haKTOPHI aKTUBUPYS
F€HETUYECKYI0 MPOrpaMmy NPUBOAAT K THOEIU KIEeTKM U ee dPPEeKTUBHOMY
yAaJNEeHUI0 U3 TKaHU. ATIONTO3 SBJISETCS YacThIO TOMEOCTa3za OHOJIOTMYECKOro
opraHusmMa : 0iarojapsi JaHHOMY SIBJIGHUIO COXPAHSETCS MOCTOSTHCTBO MOIYJISIIUU
KJIETOK OpraHu3Ma, OO€CIeunBaeTCsl MPaBUIBHOE COOTHOIICHHE  KJIIETOK

pPa3IMYHBIX THUIOB M YAAJICHUE TE€HETUYECKU HENPUTOAHBIX KIeToK.[1] Ecuwm

KOPOTKO O0O3Ha4MTh CyTh MpoIlecca, TO aronTo3 — 3TO OMOXMMHYECKU
cnenuuYecknii  TUN ~ THOENMM  KJIETKH,  KOTOPBIM  XapaKTepHU3yeTcs
aKTHUBAIMECH HEIM30COMaTbHBIX OHOTECHHBIX DHIOHYKJIEa3, KOTOPBIE

pacmierisaoT siaepuyto  JIHK Ha  manenbkue ¢dparmentsl. Mopdonornyecku
arnornTo3 MPOSBISETCS THOENbI0  €AMHUYHBIX, OECIOpsSA0YHO PACIOJIOKEHHBIX
KJIETOK, YTO CONPOBOXZAeTCS  (POPMUPOBAHUEM  OKPYIJIBIX, OKPYKEHHBIX
MeMOpaHoii Tejer] (“‘amonToTHIecKue Tenbla’”), KOTOPhIE TYT xKe

(barolMTUPYIOTCA OKPYKAIOIIMMH KIETKaMU. [3]

YCJIOBUA AKTUBALIMA AITIOIITO3A
DU3HOJIOTUYECKUE CUTYAIIUH:

Pazpymienne kjaeTok B mporecce  dMOpHoreHesa Ha  CTagusax
NPEUMIUIAHTAIMY, MMIUIAHTALMU TUIOAHOIO AWl M opraHoreHe3a. HauanmbHbin
dTall pPa3BUTHS OpraHW3Ma COIPOBOXKJAETCS oOOpa3oBaHUEM H30BITOYHOTO
KJIETOYHOIO MaTepuaja, YHAUYTOKEHUE KOTOPOr0 MPOUCXOAUT IIyTEM arionTo3a B
CTPOTO ONpPEACNEHHBIX MECTaX W BpeMeHH. MHadue TroBOps, THUCTOTEHE3 U
OpPraHOr€HE3 TECHO CBSA3aHbI C aKTUBALMEW aronto3a. Vcye3HOBEHHE KIIETOK
IyTEM aronTo3a XOpOLIO JOKYMEHTHUPOBAHO IIPU HMHBOJIOLMU MIOJJIEpOBA M
BOJIb()OBa MPOTOKOB, MEKMAIBIIEBBIX MEPEMNOHOK, MpU (POPMUPOBAHUU TTPOCBETOB

B MTOJIOCTHBIX OpraHax (HarpuMmep, B cep/ie).[6]



NHBOMIOLMS ~ TOPMOHO3aBUCHMBIX  TKaHEM  NOCJIE  NIPEKPALICHUS
TOPMOHAJIBHOW ~ cTUMyJsiuud. [Ipumep: paspylieHue -SHIAOMETPUS BO BpeMs
MEHCTPYaJIbHOTO  IMKJA, aTpodus SUYHUKOB B  TEPUOJ  MEHOIAY3HI,
MOCTJIAKTAIIMIOHHOE YMEHBIIICHUE MOJIOYHOU >KeJie3bl U aTpo(dusi mpoCTaThl MOCTe
KacTpaluu.

JlukBumanuss TOTEHIMAIBLHO OMACHBIX JUMQOIUTOB, KOTOPHIE MOTYT
pearupoBaTh Ha COOCTBEHHBIC TKAHH.

CMepTh KIIETOK, KOTOPBIE YK€ MOCIYKUIU BO Oaro opranusmy. Hanpumep,
rudesnb HEUTpOo(UIOB MpPU OCTPOM BOCHATUTEILHOM OTBETE U JIMUMQOIUTOB B

KOHIIC MMMYHHOI'O OTBCTA.

ITaTONOTrMYECcKHE CUTYAIINH:

[ToBpexneHHas JIHK. PannoakTuBHBIC U [MUTOTOKCUYECKHE
MIPOTUBOOITYXOJICBBIC TIPEIIapaThl, a TAKXKE TUIOKCUS MOTYT nmoBpeauTh JIHK 6o
HaIpsMyl0, JUOO uYepe3 MPOM3BOJCTBO CBOOOAHBIX paaukaioB. Ecim cucrema
penapamny He MOXXET CHPaBUTHCS C MOBPEXKICHHEM, TO KIETKAa aKTHUBUPYET
BHYTPCHHHE MEXaHHU3MBbI, KOTOPbIC UHIYIUPYIOT allONTO3. ITO SIBISETCS JTyUIIeH
CTpaTeruel, Tak Kak CyIIeCTBYET PUCK 37T0KAYECTBEHHOTO TIEPEPOKICHUS KIETOK.

Hakornenne HempaBUIBHO CIIOKCHHBIX OCJIKOB B IHIOIUIA3MAaTHYCCKOM
peTUKyiIyMe. OTO  SBJICHHUE  HA3bIBACTCS  DHIOIUIA3MATHYCCKUM  CTPECCOM.
HemnpaBunbHO clT0KeHHBIE OCIKU MOTYT TIOSIBUTCS M3-3a MyTalliid B T€HAX WU TIPH
MOBPEKICHUSIX CBOOOAHBIMH PaJuKaaMH. ATIONITO3, BOSHUKAIOIINN B pE3yIbTaTe
TaKMX HAKOIUICHWH, HaONIOAacTCs, HampuMmep, MpH HEHWpOoJIeTreHEePATHBHBIX
3aboneBanusax (0oe3Hp Anblreitmepa, [lapkuacona u ap.).

['mbeny kIEeTOK TpU BUPYCHBIX HHPEKnusx. [ToTeps WHPUIIUPOBAHHBIX
KJIETOK TaKXe 00YyCIIOBJICHA aroInTo30M, KOTOPBIA MOKET OBITh BBI3BaH BHPYCaMHU
(npu anenoBupycHoi u BUY-uHpexnusax) wim UMMYHHOW CHCTEMOW XO3iMHA
(mpu BUpPYCHOM Temature). 3a TOoClIeqHEee OTBEYAIOT UUTOTOKcHuueckue T-
TUMDOITUTHI, KOTOPBIE YOUBAIOT HH(PUITMPOBAHHBIE KJIETKH, YCTPAHSS PE3epPBYaphl

MHPEKIMOHHOrO 3a00jieBaHUs. ITOT K€ MEXaHU3M, OIOCpPEIOBaHHBIA T



KJIETKaMH, HAOJIIOJAaeTCsl MpU TUOETH OIMyXOJEBhIX KIETOK M MPU OTTOPKEHHUH

TpaHCILJIaHTaTa.

MEXAHN3M BOZHUKHOBEHNMSA ATTOIITO3A

VYcnoBHO Bech MpoIlIeCC anomnTo3a MOXKET ObITh pa3j/iesieH Ha Tpu (asbl, BO BpeMs
NEPBOM MPOUCXOAUT (POPMUPOBAHUE M TMPOBEACHUE AMONTOTUYECKUX CHUTHAJIOB
(curnanpHas Qasza). Bo Bpems cnenyromieit, 3pdpexkropHoil Ga3bl aKTUBUPYIOTCS
BHYTPHUKJICTOYHbIE MEXaHW3Mbl TuOenu kieTku. [lanee Hem30eKHO HacTymaer
necTpykTuBHas (aza, BO Bpems KoTopoi mnpoucxoaut ¢parmentanus [IHK u
npyrue HeoOpatumbie u3MeHeHwus. [locne wHuUIMaNMKM amnonto3a B OTBET Ha
noBpexaenne JIHK, rumokcuto, TEmioBol MIOK, yabTpaduoIeTOBOE OOIyUYeHUE,
aKTUBALIUIO «PEIENTOPOB CMEPTHU» WU JIEUCTBUE NPYyTUX (PAKTOPOB MPOUCXOAUT
BBIMISIUUBAHUE TJIA3MATUYECKOM MeMOpaHbl U cxkatue kieTku. [loToM HaunHaeTcs
arperaiysi XpomaTuHa, ¢pparMeHTanus spa U KOHJEHCAIUs IUTOIUIa3Mbl, a TO3Ke
(dbparMeHTanus KJIETKM C OOpa3oBaHUEM aloONTOTHYECKUX TeJell, KOTOpPhIC
nojBepraiotcs Opictpomy (arorutosy. [lyTH, KOTOpPBIMU JOCTUTAETCS KOHEUHAs
IeJdb  amnomnTo3a — Tubenb KIETKHU, pa3idyHbl M BKIIOYAIOT — CJIOXKHOE
B3aMMO/ICHCTBUE OOJBIION IPYMIbI BEIIECTB, IEHTPATLHOE MECTO CPE/Id KOTOPHIX
3aHMMAIOT O0coOble TmpoTea3bl — Kacma3dbl. OHHU OTHOCSATCS K  KJaccy
MPOTEOJUTUUECKUX (PEepMEHTOB (MpOTeas3bl), TaK KaK PACIICIUISIIOT TENTHIHbIE
cBsi3U B Oenikax. BykBa «c» B «caspases» yKa3blBaeT Ha TO, UTO B aKTUBHOM IICHTPE
IpoTea3 HaXOJUTCSI aMUHOKHCIIOTA LIUCTEUH, «asp» — Ha TO, YTO PACILCILUICHHE
MOCJIEIOBATEIbHOCTH aMHHOKHUCIIOT MPOUCXOJUT TOCIE OCTaTKa acmaparuHOBOM
KuCIoThl. Kacmaspl B KJIETKE HaxoAiITCsl B HeEakTuBHOW ¢opme (B Buie
npoepMEeHTOB) W aKTHBUPYIOTCS TOJBKO B Tpouecce amomnrto3a. Cremnyer
YIOMSIHYTb, UTO CYHIECTBYET JIBa Kjlacca Kaclas: MHUIIMaTOpHbIE (Kacmasbl-2, -8, -
9 u -10) u >ddexropubic (kacnaswl-3, -6 u -7). IlepBbie OTBEYarOT 3a HaAYayo
amomnTo3a, BTOPBIE XK€ PETYJHPYIOT PACIICIUICHHE KJIETOYHBIX KOMIIOHEHTOB.
IIponiecc pa3BuBaercs, Kak KackajJ, TO €CTb COCTOMT M3 HECKOJBKUX

dbepmenTaTuBHBIX peakiuid. CyOcTpaToM Ha KaXJIOW CTaauu sIBISETCS O€NoK,



KOTOpBI B pe3yjbTaTe€ peaklUu IpeBpallaeTcsi B aKTUBHBIA (epMeHT. ITOT
(depMeHT B CBOIO O4Yepelb HCIOJB3YeT ApYroil OeloKk B KauecTBe cyOcTpara,
nmpeBpamias €ro B akTHBHBIA (epmeHT. M Tak HOBTOpsieTCS HECKOJBKO pas.
Kacnazamu paspyiiaercs MHOXKECTBO O€IKOB, Cpelu KOTOPBIX OENKH sAepHOMN
IUIACTUHKA U O€JOK-MHTMOUTOp AaKTUBHOCTM SHIOHYKJeas3bl. Pacuiersenue
MOCIIETHETO BEJAET K TOMY, YTO OHHAOHYKIea3a HauumHaeT paspesarb JIHK.
Pazpymatorcss Oenku LIUMTOCKETIETa U KIETOYHOM ajare3uu, KOTOpble COEIUHSIOT
KJIETKH JIpYT ¢ ApyroM. Takoi Kacma3Hblii Kackaj HeoOpaTuMm.

B 3aBHCHMOCTM OT CTHMYJIOB, MHULMUPYIOIINX arolTo3, MOXHO BBIJIEIUTH JIBa
IJIaBHBIX MEXaHU3Ma AKTUBALMK Kacla3: BHYTPEHHUN (MUTOXOHIPUAIIbHBIN) MyTh,

Y BHELIHHUU IIyTh, ONTOCPEAYEMBINA YE€PE3 PELENTOPHI CMEPTH.

BuyTpeHHHI IyTh

ATonToTHYECKHE COOBITHSA, B KOTOPHIX YYacTBYIOT MHUTOXOHIPHH, MOTYT OBIThH
3amymieHsl B oTBeT Ha moBpexacHue JIHK, akTmBamuioo OHKOTEHOB, H30BITOK
Ca* B kieTke, OTCYTCTBHE (HaKTOPOB pocTa (NMENTUAHBIA WIM CTEPOMIHBINA
TOPMOH, CTHUMYJIUPYIOIHUA pocT U AU EepeHIIMPOBKY KIETKH), HEMPaBUILHO
CJIOKEHHBIE OEJIKU.

AKTHBaIMA MyTH BEAET K TMOBBIIICHUIO MPOHUIIAEMOCTH HAPY>KHON MeMOpaHbI
MUTOXOHApHHA. I3-3a 3TOro B MHUTOIUIA3My BBIXOJAT IMTOXPOM C M JPYTHE
MUTOXOHJPHAIIbHBIE OCJKH, KOTOpPbIE WHUIMHUPYIOT amonTo3. B HOpmMe oHH
HAXOJATCS B MEXKMEMOPaHHOM MPOCTPAHCTBE 3TUX opraHesul. KimroueBoii Oetok BO
BHYTPEHHEM IYTH — ITUTOXPOM C (KOMIIOHEHT 3JIEKTPOH-TPAHCIIOPTHOM IICIIN).
Beliinsg B nuroruiasmy, OH MPUOOpETaeT HOBblE (DYHKIMH W TPUCOCAHHSIETCS K
dakTopy anontoTudeckoil mpoteasnsl 1 (apoptotic protease activating factor-1 —
Apafl). Tak o0pa3yercs KoJiecOmoJoOHasi CTPyKTypa —  amonTocoMa.
ArmonTocoMa  aKTHUBUPYET HMHHIIMATOPHBIE Kacma3bl-9, B CBOIO  O4Yepeb
akTUBHpYIolue 3P(HEeKTOpHbIE KAacnasbl, UTO JA€T HaYajio aronTo3sy.

Kyna nonsarHee 3Ta cxema BBITJIAIUT B CXeMaTUYHOM BU/IE (TPUIIOKEHHE 2)



Bremnuit nyTh anonrosa

OTOT mnyTh 3allyCKaeTcs INPHU CBSA3BIBAHMM JIMTAHAA C PELEnTOpOM CMEPTH,
HaxoJAIMMCS Ha IUTa3MaTUYECKOM MeMmOpaHe pa3iuyHbIX KIETOK. PerenTtopsl
cmeptu (death receptors — DR) ObiBatoT Heckonmbkux BumoB: TNF-RI, FAS
(CD95), DR3, TRAIL-R1, TRAIL-R2 u ap. Bce onu tpancMemOpaHHbIE O€JIKH,
CoJlepKalllue BHEKJIETOYHYK0 YacTh — JIMTAHJ-CBSA3BIBAIOIIMI JIOMEH — H
BHYTPHUKJIETOYHYIO YaCTh — JIOMEH CMEPTH.

Nnmoctpanust Takoro myTd — B3auMOAEHCTBHE Fas perientopa Ha IMMOBEPXHOCTH
MHOTUX THUIOB KJIETOK ¢ Fas-nmurannom Ha mutoToKCHYecKoM Jumbonure. JJomen
CMEPTH AaKTUBUPOBAHHOTO peEUENnTOpa OOBEOUHSAETCS C BHYTPUKIETOYHBIMU
oenkamu FADD (Fas-associated death domain). Onu B cBolo oudepenb
OOBEAMHSIOTCS C MHUIIMATOPHBIMHU Kacra3amMu, o0pa3ysi CUTHAJIbHBIA KOMILIEKC,
BbI3bIBatONMd  cMepTh (death-inducing signaling complex — DISC). 3Otor
KOMILJIEKC aKTUBUPYET HMHHMIMATOPHBIE Kaclasbl, KOTOPBIE 3aT€M BKJIIOYAIOT B
paboty 3(pdekTopHbIe Kacmaspl, YTO JIaeT HAYaJIO alloNTOo3y.

CyuiecTByeT WHTHOUTOPHBIA O€JIOK, OTPaHUYMBAIOIIUM BHEIIHUN MyTh. ITOT
6enox HazbiBaercs FLIP. OH moxox Ha MHUIMATOPHYIO Kacmasy, HO He o0yiajaer
ee ¢ynkumeit. FLIP ¢ kacmazoii-8 o6Opaszyer DISC, oanako kacmaza-8 He
CTAHOBUTCS] aKTUBHOM M allONTOTUYECKUN CUTHAII OJIOKUPYETCs. DTOT TOPMO3HBIM

MCXAaHH3M ITOMOTI'aCT IMPCAOTBPATUTE HCKEIATCIbHYIO dKTUBALIMIO BHCIIHETO ITYTH.

PEI'VJIALIUA ATIOIITO3A

3a BHYTpPEeHHUU IIyTh amonTo3a OTBeuUalT Oenku cemeiictBa Bcel2. Ownwm
KOHTPOJUPYIOT BBIXOJT TIPOAMTONTOTHYECKUX OCIIKOB M3 MUTOXOHJIPUH (Harmpumep,
nmuToxpoM c¢). Ha3Bamme pgaHo B decth reHa Oenka Bcel2, kotopsrit
CBEPX3KCIPECCUpPOBaH B HEKOTOPbIX JuMdpomax B-kierok (B cell lymphoma). B

3TO ceMecTBO BXoAAT Oosiee 20 OEIKOB, KOTOPbIE MOTYT OBITh Pa3elIeHbl B TPU



IpyNIbl HA OCHOBAaHUU UX (DYHKIMI U KOJMYECTBE TOMOJIOTUYHBIX T0MeHOB (Bcl2
Homology).

[lepBas rpymnma — MPOAMONTOTHYECKUE OENKH, KOTOPHIC YBEIMYHMBAIOT BBIXO]T
MUTOXOHAPUATIBHBIX OCJIKOB U 3aITyCK aroITo3a.

Btopas rpymnmna — aHTHANONTOTHYECKHE OEIKU, KOTOpPbIE MOJABJISIIOT amomTo3,
OJIOKUPYS BBIXOJ MUTOXOHAPUATIBHBIX OeskoB. O0a BUAa MOTYT CBSI3BIBATHCS JAPYT
C IPYyroM B pa3fiMYHbIX KOMOUHAIUAX, TOAABIsAsA CBOM (PyHKIMH. bamaHc mexmy
AKTUBHOCTBIO JIBYX BHUJIOB O€JKOB OIpEAEIsAeT, BBKUBET JTU KIETKA WIIA MOTHOHET
10 BHYTPEHHEMY IIYyTH aIloITo3a.

AHTHanonToTuyeckas rpymnmna npencraeieHa Oenxkamu Bcel2 u BelXL, kotopeie
umeror dereipe BH nmomena (BH1-4). Otm Oenku HaxomsTcss HA HaPYKHOU
MeMOpaHe MUTOXOHJIPUNA U COXPAHSIIOT €€ HEMPOHUIIaeMOCTh. Takum oOpa3om 3To
MpEeOTBpAIlaeT YTEUKY [IUTOXpOMA C U APYTUX OEIKOB.

[IpoanonroTnueckue O0enku — Bax u Bak. ¥V nux ects Tpu BH nomena (BH1-3).
ITocne cmoeit aktuBanuu Bax u Bak mMOBBIIIAIOT NPOHMUIIAEMOCTh BHEIIHEH
MeMOpaHbl MUTOXOHIPHHN. B0O3MOXHO, 3TO TPOUCXOAUT IyTeM OOpa3OBaHUS
KaHajia, 4YTO MO3BOJIAET OeTKaM BBIXOAUTH U3 MEKMEMOPAHHOTO MPOCTPAHCTBA B
nurorasMy. Bak paxe B OTCycTBHE amonNTOTHYECKOTO CHUTHaAjlda CBSI3aH C
HapY>KHOM MeMOpaHOW MUTOXOHApPW, a Bax IIOKamTu30BaH B IMTO30JIE W
TPAHCIOPTUPYETCA K MUTOXOHIPUM TOJIBKO MOCII€ alIONTOTUYECKOTO CUTHAA.
Tpetbst rpynna coaepkut (Toxxke nmpoanotoruueckue) o6enku Bad, Bim, Bid, Puma
u Noxa. Ouu umerotr ogud BH nomen (BH3), tpetuit u3 dersipex nomenos BH,
no3tromy u nonyumnu HazBanue BH3 only proteins. benku BH3-only wurpator
KJIIFOYEBYKD POJIb B PEryJMPOBAHMM W CTUMYJMPOBAHHWM arolTo3a M, TaKUM
o0pa3oM, ciy>XaT MPUBJIEKATEIbHON IENbI0 TEPareBTUYECKOTO BMEIIATEIHCTRA.
Cnenyer ormeTuth, uto BH3 nomeH siBisieTcsi € AMHCTBEHHBIM OOIIUM JOMEHOM
JUIST BCeX wWIEeHOB ceMmeiictBa Bcl2. OH omocpemyeTr B3aWMOJEHCTBHUS MEXKTY

MPOANONTOTUYECKUMH M aHTHATIONTOTHYECKUE Oenkamu. [3]
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dakTopbel pocTa W JPYrU€ CUTHAIBl BBDKUBAHHUS CTUMYJIHMPYIOT BBIPAOOTKY
AHTUAIMONTOTUYECKUX OeNkoB. OHM HMHTUOUPYIOT afonTo3 MYTeM CBSI3bIBAHUS
MPOAMONITOTHYECKUX OCIIKOB HA MUTOXOHApHaTbHON MemOpane. BH3-only Genkwu,
HaMpOTUB, HEUTPAIU3YIOT AaKTUBHOCTh AHTHUAMONTOTUYECKUX OCJIKOB, TaKUM
o0pa3oM cmocoOCTBYs COOMpaHUIO MpoanonToTHyeckux OenkoB Bax um Bak Ha
NOBEPXHOCTH MHUTOXOHAPUU. OTO TMPUBOJUT K BBIXOAY MHUTOXOHJIPUATIBHBIX
OCJIKOB HAPYXKY.

3HaMEHUTHIA O€JIOK P53 YacTo Ha3bIBAIOT «CTPAXKEM I'€HOMAay, MOTOMY YTO OH B
otBeT Ha nospexacHue [IHK 3amyckaer anonrtos. Eciu moBpexaeHus HE MOTYT
OBITH HCTIPABIICHBI, OCJIOK P53 (OMYXOJEBBIN CYNpPEecCcOp) HAKAIIIMBAECTCS B KIETKE
MW aKTHUBUPYET TPAHCKPUIIIUIO TeHOB, koaupyromux BH3-only Genku Puma u
Noxa. Taxxe pS53 nelcTByeT Ha MUTOXOHJAPUHM W B3aUMOJACHCTBYET C
aHTUanontotTuyeckum oenkom Bel-xL.

benok BH3-only Bid cBsizyer 06a mytu anonto3a. B HopMe oH HeakTuBeH. Ho mipu
aKTHBAILlUM BHEIIHETO MyTH Kacmnaza-8 nmepeBoAuT Oenok Bid B aktuBHyto dhopmy.
Bid mnepememaercs k Hapy>KHOW MeMOpaHe MHUTOXOHAPUUW UM HHTHOUPYET
AHTUATIONITOTUYECKUE OCJIKH, TEM CAaMbIM YBEITUYHBAsi CUTHAII CMEPTH.
Kputnueckas ponb pS3 oudeBHIHA TeM (PAKTOM, YTO OH MYTHpPYET B Oojee uem

50% Bcex cityuyaeB paka yenoBeka.| 1]

YKIIOHEHUME OT AIIOIITO3A

O6 »TOM cCleIyeT MTOTOBOPUTH OTIEIbHO, TaK Kak HapylIeHHEe MeXaHu3Ma
KJIETOYHOM CMEpPTH KIIOYEBOM TNPHU3HAK OHKOJOTUYECKOro 3a0ojieBaHMS.
OnyxoJieBble KJIETKHM MOTYT HCIHOJb30BaTh Pa3IMYHbIE MEXaHU3MBbI JJId
MOJIaBJICHUS AarloNTo3a M MPHOOPETeHHS YCTOMYMBOCTH K aAMONTOTUYECKUM
areHtaM. Hanpumep, Moxker  HaOMIOAA€TCS  MOBBIMIEHHAs  IKCIPECCHS
aHTHanonToTudeckux OenkoB (Bcl-2) nnm myTanmum B TeéHaX MPOArmonTOTHYECKUX
oenkoB (Bax).

JledexThl amonTo3a MOTYT IMO3BOJUTHh IMUTEIUAIBHBIM KJIETKaM BBDKUBATH BO

B3BCIICHHOM COCTOSIHHM 0€3 IMPUKPCIUVICHUA K BHCKICTOYHOMY MATPHUKCY, YTO
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CHOCOOCTBYET MeTacTa3upoBaHHi0. OHU TakkKe CHOCOOCTBYIOT YCTOMUHMBOCTH
nepea  LUTOJIUTHYECKUMU T-kieTkamMu | HaTypaidbHbiMH Kuiuiepamu (NK),
aTaKyIOIIUMHU OIMyXOJIU. DTH ACPEKThl UTPAIOT BAXKHYIO POJb B YCTOHYMBOCTH K
JICYCHUIO XHMMHUOTEpAllMe W JIy4eBOM Tepaluey, yBeIW4YHWBas II0pOr CMEpPTHU
KJIETOK U TpeOys 00Jee BBICOKMX 103 areHTOB, YOMBAIOLUX OIYyXOJIb.

VYcnenHoe yJajneHue pakoBBbIX KJIETOK C ITOMOIIBIO HEXUPYPTHUYECKHX CPEICTB B
KOHEYHOM WTOT€ JOCTUraeTCs MyTeM MHAYKIIMM aronTo3a. Bce muToTokcuueckue
IIPOTUBOPAKOBBIE CPEACTBA, KOTOpPHIE B HACTOSIIEE BPEMS HCIONb3YIOTCA B
KJIMHUYECKUX UENSIX, BbI3bIBAIOT aMONTOTHYECKYI0 THOENb 3JI0KauyeCTBEHHbIX

KIJICTOK.

MOPOOJIOI'MYECKHUE IMTPOABJIEHUSA ATIOIITO3A

Amnonto3 uMeeT CBOM OTJIWYUTEIbHbIE MOP(OJIOTUYECKHE MPU3HAKK KakK Ha
CBETOONTUYECKOM, TaK W Ha YIbTpacTpyKTypHoMm ypoBHe. Ilpu okpacke
reMaTOKCHJIMH-303UHOM arnonTo3 OTpeIeIIIeTCs B €JIMHUYHBIX
KJIETKAaX WM HEOONBIINX TPpynmax KIETOK. ATONTOTUYECKUE KIETKH BBITIISIAT
KaK OKpYIJIbIE WJIM OBQJIbHbIE CKOIUICHUS HWHTEHCHUBHO H03MHOMUIHLHOM
LIUTOIJIA3Mbl  C IUIOTHBIMU ()parMeHTamMH siIEpHOro XpomartuHa. [TockomabKy
c)KaThe KIETKH U (OPMHUPOBAHUE AMONTOTHYECKUX TEJIEI] IPOUCXOIUT OBICTPO U
TaKke OBICTPO OHM (ParoUUTHPYIOTCS, pacHafaroTCsl WM BBIOPACHIBAIOTCS B
MPOCBET OpraHa, TO Ha FMCTOJIOTMYECKUX IMpenaparax OH OOHApy>KHBaeTcs B

clydasax €ro 3HAYUTEJILHOU BBIPAKCHHOCTH.

Haubonee yetko Mopdosjoruueckue NpPU3HAKU BBIABISIOTCS MPHU 3IEKTPOHHOU
MUKpOcKonuu. st KJIETKH, MOIBEPrarolIeics alloNTO3y XapaKTEPHO:

Cxartue kietku. Knerka ymeHsblaeTcss B pa3Mepax; LMTOIUIa3Ma YIUIOTHSAETCS,
OpraHesUibl, KOTOPbIE BBIMJISIAST OTHOCUTEIBHO HOPMAaJIbHBIMH, PaclojaratoTcs
0onee xkommnaktHo. [Ipeanonaraercs, uro HapyuieHue (GopMbl U 00ObeMa KIIETKU
MPOUCXOJAUT B  PE3yJNbTaT€ aKTHUBAMM B  ANONTOTUYECKUX  KJIIETKax

TPAaHCTJIIOTAMUHA3LbI. OTO0T (1)€pMeHT BBI3BIBACT IIPOI'PCCCHUBHOC 06p2130BaHI/I€
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NEPEKPECTHBIX CBSI3€H B IUTOIUIA3MAaTHYECKUX O€lKaxX, 4YTO MPUBOJIUT K
(dhopmMupoBaHHIO CBOECOOpPa3HON OOOJOUYKHM MOJI KJIETOYHOU MeMOpaHO#, moJI00HO
OpPOTOBEBAIOIIMM KJIETKAM 3MUTEIHA.

Konpgencanusi xpomarnHa. 9T0 HaumboJee XapaKTepHOE NPOSBICHUE aIronTo3a.
XpoMaTuH KOHJEHCHpyeTcs o nepudepuu, moji MeMOpaHOUl siapa, MPU STOM
00pa3yloTcs YeTKO OUYEPUYECHHBIE TJIOTHBIE MAcChl Pa3Iu4YHONU (POPMBI U pa3MepoB.
Snpo xe MOXKET pa3pbIBaThCA Ha J1Ba U OoJee GparMeHTOB.

MexaHu3M KOHJIEHCAIlUM ~ XpOMaTHHA U3yYeH  JOCTAaTOYHO  XOpOUlo.  JTHU
U3MEHEHUs CBs3aHbl ¢ pacuierienneM saepHor JIHK B Mecrax, cBs3pIBarOlux
OTJIEJIbHBIE HYKJIEOCOMBI, YTO MPUBOAUT K Pa3BUTUIO OOJIBIIOrO0 KOJIMYECTBA
(dbparMeHTOB, B KOTOPBIX YHCJIO Tap OcCHOBaHWM nenutcs Ha 180-200. Otm
(dparMeHThl AT XapaKTepHYI KapTUHY JIECTHUIIBI TpHU 3JeKkTpodopese. OTa
KapTUHA OTJIMYAETCS OT TAaKOBOW MpU HEKPO3€ KIETOK, IJe JUIMHA (hparMeHTOB
JIHK Bapwsupyer. ®parmentauuss JJHK B Hykieocomax MPOUCXOIUT MO
JNEUCTBUEM  KAJIbIIMHA-YYBCTBUTEIILHONM  HSHJOHYKJIE€a3bl.  OJHIOHYKJEa3a B
HEKOTOPBIX KIIETKAaX HAXOJUTCA MOCTOSIHHO (HampuMmep, THUMOILMTax), TI€ OHa
AKTUBHPYETCS TOSIBJICHHUEM B IIUTOIUIa3ME€ CBOOOJHOIO KaJbLMs, a B JPYTHX
KJIIETKaX OHa CHUHTE3UpyeTcs mepen HavdaiaoMm amnonro3a. OnHAako eme He
YCTaHOBJICHO, KakuM oOpasom mocne pacmerenus JHK samonykneasoit
MPOUCXOJUT KOHAEHCAIUS XPOMATHHA.

@opMHUpOBaHME B LUTOIUIA3ME IIOJOCTEM M  AlONTOTHYECKHX Tenel. B
anoNTOTUYECKON KIIETKE MEePBOHAYAIBHO (POPMUPYIOTCS TIIyOOKHE BIISTYUBAHUS
MOBEPXHOCTH ¢ 00pa30BaHKMEM IOJIOCTEH, YTO MPUBOJIUT K (PparMeHTAIuU KIETKU
¢ popMUpOBaHUEM OKPYKEHHBIX MEMOPAHOW alONMTOTUYECKUX TEJell, COCTOSIIUX
U3 IUTOIUIa3Mbl U TUIOTHO PAaCIHOJIOKEHHBIX OpraHeili, ¢ win 0e3 (parmMeHTOB

sapa.
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OTJIMYUA ATIOIITO3A 1 HEKPO3A

Hekpo3 u amonTo3 SBIAIOTCS Pa3HOBHJIHOCTSIMU CMEPTHU KJIETOK B KHUBOM
opranusme. Y 3THX IPOLECCOB €CTh O0IIME YepThl W KyJa OOJIbIIe pa3InyMil.
OOmuM SBJISIETCS TO, YTO W TOT U JPYrod MPOIECC CBA3aHBI C MpPEKpalIeHUEM
KU3HEAEATEIbHOCTU KJIETOK B )KUBOM opranusme. Kpome Toro, o6a 3tu mpouecca
BCTPEYAIOTCS KaK B HOPME, TaK M IIPYU MATOJIOTUHU, XOTS B PA3HBIX CUTYaLlUsX.
OTnnuud arnonTo3a OT HEKPO3a CBA3AHbI C PA3TMYUSAMH B UX PACIPOCTPAHEHHOCTH,
TCHETUYECKUMHU, OHOXUMHUYECKHUMH, MOP(OIOrHUeCKUMH U  KIMHUYECKUMU
MposiBICHUSIMU(TIpUIIoKeHue 1 ).

CyliecTBEHHbIM OTJIMYMEM ABIIIETCS TO, YTO HEKPO3 MOXET 3aXBaThIBaTh
TEPPUTOPHUIO, HAuWHAs OT 4YacTH KIETKU JO LEJNOro opraHa. AIONTo3
pacnpocTpaHsieTcsi BCErja TOJIbKO Ha OTHENbHbIE KIETKM WIM HUX rpynmnbl. B
OTJIMYME OT HEKPO3a, AllONTO3 — OYEHb aKKYPATHBIN MPOLIECC KJIETOYHON CMEPTH.
AnontoTuyeckas KJeTKa U ee (pparMeHTbl HE Pa3pbIBAIOTCS U HE BBLACISAIOT CBOE
COIEP)KMMOE, a BMECTO JTOT0 OCTAlOTCS HETPOHYTHIMHU, T.€. aKTHUBALUU
THJIPOJIUTHYECKUX (epMEHTOB He mpoucxoauT. Kietku cbemarorcss 6e3 cienos,
MO3TOMY BOCHAJIMTENIBHOIO OTBETAa HET. AMNONTOTHYECKYIO KIETKY IMOIJIOIIA0T
(darouuTsl.

Kpome Toro, cymectByer uenblii psai  yAbTPACTPYKTYPHBIX — OTIMYMM:
A [loteps crneuManuM3UpPOBAHHBIX CTPYKTYpP KJIETOYHOM TOBEPXHOCTH —
MUKPOBOPCHUHOK, MEKKJIETOYHBIX KOHTakToB. Kierka mpuoOperaer OKpyIIIyIO
bopMy U TepsieT CBA3b C COCEAHUMHU KJeTKaMu. B oTianune oT Hekpo3a peub UaeT
BCErza 00 WU3MEHEHUSX B OTJIEIbHBIX KJIETKAX.
A Pa3Mepsl KIETOK YMEHBIIAIOTCS B CBSA3HM C KOHIEHCALMEN LIMTOIIIa3MAaTHYECKUX
OpraHesul; U3MEHsEeTCs Takke U (popma KiIeTku. YacTo KieTka pacleruisieTcs Ha
HECKOJIbKO allONTO3HBIX TEJELl, Ka)/J10€ U3 KOTOPBIX UMEET CBOM (hparMeHT sjpa,

OTpaHUYEHHBIA TBYXKOHTYPHOM SIACPHOM MEMOpaHOM, U UHIUBUAYAJIbHBIM HaOOP
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OpraHei.
A B ominunme 0T Hekpo3a TMpU  amonTo3e HMEETCS COXPaHHOCTh U
WHTETPAaTUBHOCTh OpraHeul. MUTOXOHIpUN HE HAOYXaloT, B HUX HE MPOUCXOJIUT
pa3pbiBa BHyTpEeHHEH MeMOpaHbl. XapaKTePHBIMH JIJIsl arlonTo3a SBJSIOTCS TaKue
yIBTPaCTPYKTYPHBIC U3MEHEHHUS, KaK arperanus puoocoM B MOTYKPUCTAITIOUTHBIC
CTPYKTYpBl, TOSBJICHHE My4YKOB MHKPO(PHIAMEHTOB TIOJ  I[UTOJIEMMOH,
pacmoyOXKEeHHBIX TapauienbHo MemOpane. Iloutm Bcerma  HaOmromaercs
KpAaTKOBPEMEHHAsl JWjaTalus arpaHysipHOM SHIOIUIA3MAaTHYECKOM CeTH C
(dbopMHpOBaHUEM ITy3bIPEH, HAMOJHEHHBIX >XUJIKOCTHIO, KOTOPHIE BBIBOJSATCA W3
kieTku. [Ipu n3ydeHnn B CKaHMPYIOIIEM 3JIEKTPOHHOM MUKPOCKOIIE TIOBEPXHOCTh
KJIETKU nprodpeTaer KpaTepooOpa3HbIe BBINITUUBAHUS.
A Hawubonee spkoe OTIMYHE amonTo3a OT HEKPO3a CBI3aHO C W3MEHEHHSIMHU
AEPHOTO XpOMaTHHA, KOTOPBIA KOHJEHCUPYETCS MOJA KapHoJIeMMOW B BHJE
noinycep u TIBIOOK. B sape oOHapyXuBarTCi OC-MHUODUIBHBIE TeENbIIA,
cOpMUPOBAHHBIE TPAHCKPUIIIMOHHBIMH KOMIUIEKCAMH, TIOCTYMAOIIUMU W3
Aapblliek.  Snpo  MeHseT  cBOO  (GopMy, CTAaHOBUTCS  HM3pE3aHHbBIM,
(bparMeHTHpyeTCs, SACPHBIE MOPbI KOHIEHTPUPYIOTCS TOJIBKO B ydacTKax, Te
OTCYTCTBYET MaprUHaIHs XpOMaTHHA.
A Kietka B COCTOSHHMM amomnTo3a CTAHOBHUTCS OOBEKTOM (haroumrTosa Jis
COCETHMX TapEeHXMMATO3HbIX U CTPOMAIbHBIX KIETOK M TMPEXJIe BCEro s
MakpogaroB. @arouuTo3 NPOUCXOAUT HACTOJIBKO OBICTPO, UTO B YCIOBHSX 1N VIVO
amoNTO3HbIE KJIETKU COXPAHAIOTCS JIMIIb B TEUYEHHE HECKOJIbKHUX MHUHYT, YTO

3aTpyJHSET UX HaOJI0IeHHE. [4]
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3AKJIIOYEHUE

ATONTO3 WrpaeT BaXXHYIO POJb B Pa3BUTUU MIICKOMHUTAIOIIUX U PA3ITUYHBIX
[aTOJIOTUYECKUX Iporeccax. ®dyukrmonupoBanue bel-2 Tpedyercs IS
NOJICPKAHUST  JKM3HECTIOCOOHOCTH  JIMM(OIIUTOB, MEITAHOIUTOB, JIHUTEIHUS
KHIIEYHUKA U KJIETOK MOYEK BO BpeMs pa3BUTHsA SMOpHOHA. bcl-x HeobxonuMm st
MHTUOMPOBAHUSI CMEPTH KJIIETOK B SMOpHOTreHe3e, 0COOCHHO B HEPBHOW CHCTEME.
Bax HeoOxoamm [Isl amomnTo3a THMOIMTOB M TMOAJEPKaHUS KU3HECTIOCOOHOCTH
CIEpMAaTO30MJI0OB BO BpeMs HUX pa3BUTHSA. pS3 SBISIETCS TE€HOM CYINPECCHH
OIlyXOJIEH, MO3TOMY B 3MOpHOreHe3e 0cOOON pOJIM HE UTPaeT, HO 00sA3aTEIbHO
HEOOXOUM JUIsl CYNPECCHH OIyXOJEBOrO pocTa. Y MBIIIEH, Y KOTOPBIX
OTCYTCTBOBaJIM 00a p53 reHa, HabJOJaNach Ype3BbIUaiHO BBICOKAsI CKJIOHHOCTb K
Pa3BUTHUIO 3JI0KAYECTBEHHBIX OMYXOJIeH B pe3yJbTaTe MOJTHOTO WM YaCTHYHOTO
HApyIICHUsS aronTo3a MPEJONyXOJeBbIX KIETOK. YCWJICHHBIM CcHHTE3 Oeka,
Koaupyemoro  bcl-2  reHom, TpPUBOIMT K  TOJABICHHWIO  aronro3a W,
COOTBETCTBEHHO, Pa3BUTHIO OIyXOJei; JaHHBIN (DeHOMEH OOHapy»KeH B KIIETKaX

B-xnerounoii pommmkynsapHoit TuMQOMBI.

[Ipu numdonponudepaTHBHBIX 3a00J€BaHUAX U TMOXOKEH Ha CHCTEMHYIO
KpacHYIO BOJIYaHKY OOJIE3HU Yy MbIlIeH HabOmogaeTcs Hapyuienue Qynkuuu Fas-
nuranga win  Fas-peuentopa. IloBblllleHHBIM cHHTE3 Fas-nuranga MOKeET
OPEAYNPEKIATh OTTOPKEHUE TpAaHCIUIAHTaTa. AIONTO3 SBISIETCS YacThIO
MaTOJOTUYECKOro Tpoliecca MNpH HHPUIUPOBAHUM KJIETKH aJCHOBUPYCAMH,
O0akynoBupycamu, BUY wu Bupycamu rpunma. WHrubupoBaHue amonrosa
HaO0JII01aeTCcs PU MEPCUCTUPOBAHUM WHQEKIMHU, B JIATEHTHOM IE€pUOjE, a MpH
YCWICHHOM  pEIUIMKaluu  aJCHOBUPYCOB, 0aKyJOBHPYCOB,  BO3MOXHO

reprecBUpycoB, Bupyca OmmrteitH-bappa m BHWY HaGmromaercss akTUBAIus
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artorTo3a, YTO CIOCOOCTBYET IIMPOKOMY pacnpocTpaHeHuto Bupyca. [lpu
HelpoaucTpoPuueckux 3a00JIeBaHUAX HAOJIOAAETCs HapylwleHue (PyHKIUMU TeHa

(iap-reHa), CXOTHOTO C MHTHOUTOPOM aronTo3a OaKyJIOBUPYCOB.

Wrak, npsimMast CBsI3b arolTo3a U MHOTMX IATOJIOTMYECKUX COCTOSHUN OYEBU/HA.
HccnenoBanusi HapylleHHs (QYHKIMM MHOTMX T€HOB, PErYJUPYIOLUIMX aronTo3
JAI0T BO3MOXKHOCTh pa3palbaThiBaTh COBEPIIEHHO HOBBIC HANPABJICHUS B TEpalUH
3TuX 3a0osieBaHui. Pa3zpaboTka JE€KapCTBEHHBIX CPEACTB, KOTOPBIE CMOTYT
peryJvpoBaTth  amonTo3, OTKPOET  HOBBIE  BO3MOXHOCTH B  JICUYECHUU
37I0KQYE€CTBEHHBIX OMYyXOJIeH, BUPYCHBIX HMH(EKINI, HEKOTOPHIX 3a00JeBaHUIl
HEPBHOM CHUCTEMbI, HWMMYHOAC(PUIUTOB M aAyTOMMMYHHBIX 3a00JIeBaHUM.
Hampumep, mnpu 370KayeCTBEHHBIX ONyXOJsAX M JuUM@onpoandepaTuBHbIX
3a0oneBaHusIXx  TpeOyeTcss  yCWIWTh  amonTo3, a npu  3a00JeBaHUSX,

XAPAKTCPHU3YIOIINXCA ITOPAKCHUCM KIICTOK, HCO6XO,III/IMO 0CJ1a0HTh €ro.
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[Tpunoxenue 1

Cpasnumenvnas xapakmepucmuka anonmosza u Hekposza (A.A. HApuiun,

7996 <)

IIpuznaku

HpHSHaKH MaToloOri4YecKux MNnpoueccos

alloNTO3

HEeKpPOo3

[TpuauHHEI (akTOp

Curnan BOCl'lpPlHPll\-'lael\-'lblﬁ MeMﬁpaHHbll\-lPl
penenTopaMi MJIH OTCYTCTBHUE CHI'Hala.

ToKkcHYHBIE H MeMﬁpaHOTpOl’lel&
AréHThl, HCAJCKBATHLIC BHCIIHHE
YCJIIOBH .

CropocTb pa3sBHTHA

1-12 gacos.

B npexenax 1 gaca.

IpuuuHbl rubenn KIeTKn

Herpanauus JJHK, napyuenue padorel
TCHOB, dHEPIreTHKH KICTKH.

Hapymenne nenoCcTHOCTH
MeMOpaHbI.

Jlokanuzanusa NEPBHUYIHOTO
INOBPCIKJCHHA

OGpiuHO0 B s/1pe

OO6buHO B KIIETOUYHOI MeMmOpaHe.

H3menenue pasmepa KIETKH

VMeHblIeHHE (CMOpLIHBAHHE)

Veenuuenne(nabyxanue)

Hsmenenune sajapa

KoHrinomepaTbl XpoMaTHHA, NpHIIEkKALIUE
Kk MemOpaHe, NHKHO3, ()parMeHTalHs.

Habyxanue

H3meHeHus B LUTOILIA3ME

KonpjeHcauus LUHTOMIA3MBI,
VIUIOTHEHHE TpaHyIl.

Jluzuc rpanymn,
paspbiB UX MeMOpaH.

HM3mMeHenne KiIeTOuHOMH
MeMOpaHBI

IToTeps MHKpPOBOPCHHOK,
ofpaszoBaHue Oy3bIpeii.

Hapymeﬂﬂe HETOCTHOCTH.

Coctosune JJHK

PﬂBphlBhl Cc 06]3‘(1303‘(1HH6M CHauama
KPYIIHBIX, d 3dTCM MCIKHX (l]pal"MeHTOB.

HeynopsagodeHnas aerpajalns.

DHEpPro3aBHCHMOCTE 3aBUCHT He saBucuT
3aBHCHMOCTbL OT CHHTE3a

O0b1uHo 3aBucuT or cuHTe3a PHK u Oenka He 3aBucHr
MaKpOMOIEKY I
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[Ipunoxenue 2

.| BHYTpEHHWIA NYTk aNonTo3a
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| BHELIHWIA NyTk anonTosa
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