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MNPEANUCJIOBHUE

[ToBOOM [71s1 CO3AaHUSI JTAHHOTO WM3AaHUS MOCIYXKUJIO OTCYTCTBUE HATJIAIHBIX
nocoOuii, BCECTOPOHHE OCBsIIAtONMX MOp(odyHKIIMOHANbHBIE TTPeoOpa30BaHUs CO
CTOPOHBI BaXHEUIINX CYOKJIETOUHBIX CTPYKTYp (MUTOXOHAPHM, s1Ipa, JIU30COMAIIb-
HOU CHUCTEMBI) ITPU MOBPEKICHUU KIICTKHU.

boiie3Hb, Kak M3BECTHO, HAUMHAETCS U COMPOBOKIACTCA MOBPEKICHUEM KJIE-
TOK, a 3HQYUT, U COCTABJISIONIUX UX KOMIIOHEHTOB — BHYTPHUKJIETOYHBIX Opraneiul. B
CBOIO OYepe/ib, MOBPEKICHUE, KaK JTI000H TUIIOBOM MaTOJOTMYECKUH MPOIIECC, HEU3-
MEHHO BKJIIOYAET B ce0sl HE TOJIBKO TOJIOM, HAPYIIEHUS CTPYKTYpPbl U QYHKIIUH, T. €.
MATOJIOTUYECKUE TPOSIBICHUS B COOCTBEHHOM CMBICIIE ATOTO CIIOBA, HO U SIBIICHUS
KOMIIEHCATOPHO-MIPUCTIOCOOUTENBbHOrO xapakTtepa. COOTHOIIEHUS YNEJIbHOTO Beca
ATUX JBYX MPOTUBOPEUYUBBLIX CTOPOH OOJIE3HU — IMOJOMA U KOMIIEHCAIUU — CYIIIEe-
CTBEHHO MEHSIOTCSI B pa3jIMUHbIC dTalbl mporecca. [Ipuuem, n3aMeHeHus, mpoucxo-
JS1ME HA CYOKJIIETOYHOM YPOBHE, ONEPEKAOT U3MEHEHUSI aHAJIOTUYHON HampaBiIeH-
HOCTH, OCYLLIECTBJISIOLIMECS HA YPOBHE KJIETKH, OPTaHa U LEJIOCTHOIO OPraHu3Ma.

B cuny BBIIEN3I05)KEHHOTO KpaiiHe BaKHO: 1) M3YYUTh MOBPEXKICHUE B JUHA-
MHUKE, OT €r0 PaHHUX JI0 KOHEYHBIX 3TANOB Pa3BUTHUS; 2) B TECHOW B3aHMMOCBSI3U W3-
MEHEHHUH CTPYKTYpbl U (DYHKIUN KaXJAOW OpraHesuibl; 3) ¢ y4eTOM JABONCTBEHHOU
BHYTPEHHE MPOTUBOPEUYMBOM MPHUPOABI Mpolecca; 4) CBEJEHUH O pPE3epBHBIX BO3-
MOYHOCTSIX OpraHeJUl Ha KayKJI0M CTauu IPOIECCa.

K nacrosiieMy BpeMeHU U3aH psijl aTiIacoB, WIUTIOCTPUPYIOUTUX MOPHOCTPYK-
TYpPHYIO MEPECTPOMKY BaKHEUIIMX OpraHeul KIETKUM mpu noBpexaeHuu. OmHako,
MPUBOJMMBIC B aTjacax AJIEKTPOHHOTpaMMBI: 1) clenaHbl, Kak mpaBuio, 0e3 ydera
CTaJli pa3BUTUs IMPOLIECCA, HE MO3BOJSAS CYJIUTh O IMHAMHUKE U3MEHEHUN CTPYKTYP
B OTBET Ha MOBPEXK/IAIOIIEE BO3JACUCTBHE; 2) aKIICHTUPYIOT BHUMaHUE B OCHOBHOM Ha
KauecmeeHnHvle U3MEHEHHUS CTPYKTYpbI; 3) HE Tal0T CBEJECHUI O MapaieJbHON nepe-
CTpoiike PYHKIIMOHATLHON aKTUBHOCTU U PE3EPBHBIX BO3MOKHOCTSIX OpraHesl.

B moaroroBiieHHOM atiiace aBTOPHI MOMBITAIUCH BOCIOJHUTH 3TOT TpoOed,
npemiaras YdTaTesio, Hapsay C dJEeKTpoHOorpamMMaMu, (UKCHPYIONIUMHU XapakTep
MOP(OJTOTUYECKUX W3MEHEHHM MUTOXOHIPHM, sapa, JU30COMAIbHOW CHUCTEMBI B
pa3TUYHBIC ATAIbl MOBPEXKIACHUS, TPAPUKU, OTPAKAIOIINE KOJMYCCTBEHHBIC CIABUTH
(mannbie MopdomMeTpun), GYHKIIMOHATFHOE COCTOSHUE W PE3EPBHBIE BO3MOXKHOCTHU
OpraHesijl B T€ K€ CPOKU AKCIEPUMEHTA, CXEMbI, XapaKTepU3ylollue oOpaTUMbIC U
HEOoOpaTUMBbIE MOBPEXKICHUS KJIETKU. Takoro poaa HarjisigHas uH(OpMAIMs MO3BO-
JUT COCTaBUTH 0oJiee MOJIHOE MpeJCTaBiIeHUE 00 OOUIMX MATOTEHETHYECKUX MeXa-
HU3MaX U 3aKOHOMEPHOCTSX Pa3BUTHUS MPOLIECCA TTOBPEXKACHUS KIETKH, JIyUlle Ole-
HUThb MPEANOCHUIKM BO3MOXXHOTO MCXOJa — BOCCTAaHOBJICHUS KU3HEIACATEIbHOCTH
KJICTKH WK ee THOemu.
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I'nasa 1. OBIIUE INOJIOKEHUSA

IloBpexaenne — WH3MEHEHUS CTPYKTYpbl, OOMEHa BelIECTB U (HU3UKO-
XUMHUYECKUX CBOMCTB KJIETOK, KOTOPBIE BEAYT K HAPYLICHUIO MTPOLIECCOB UX KU3HE-
NEeSATEIbHOCTH.

TepMHUH «IOBpEXAEHUE)» HMCHOJB3YIOT B JBOSIKOM cMbIcie: 1) kak npoyecc,
passusarowyuiicss nocie nogpexcoarowezo 6o3delcmseusi (HakKTOpoB BHEUIHEH WU
BHYTPEHHEH cpeapl opranu3mMa (U3HMUecKo, XUMHUYECKON, OUOIOTrHYecKoil npupo-
JIbI, M 2) KaK camo 3mo nospexcoaiouee 8030elicmaue.

N3MeHeHus B KJI€TKax OpraHa, a, CJIeJI0BaTebHO, U CAMOIO OpraHu3Ma, KOTo-
PBIi [TOABEPrarOTCs BO3ACHCTBUIO TOTO WM MHOTO IMOBPEXKIAIOIIETO AreHTa, HEW3-
MEHHO CBSI3aHBI C OCOOCHHOCTSIMU pEaKIUil CyOKJIETOUHBIX CTPYKTYyp. IIpoiecc mo-
BPEXKICHUS CYyOKIIETOUHBIX CTPYKTYP, PABHO KaK M IPOLECCHl MOBPEXKIEHUSA, OCY-
HIECTBIISIIOLIMECS HA OPTaHHOM, CUCTEMHOM U OPTraHU3MEHHOM YPOBHSX XapaKTepH-
3yeTcsl IPKO BBIPAXKEHHOW JTBOMCTBEHHON MPUPOAONA — €IUHCTBOM U «OOPHOOID) ABYX
MPOTUBOPEUYMUBBIX TEHACHIIMM 0O0JIE3HU: MATOJOTUYECKUX U KOMIIEHCATOPHBIX peak-
uuid. Kakaplii BUJI OpraHeill KJIETKH pearupyeT Ha MOBPEXKIAIOIIEEe BO3ACHCTBHE
CBOUMHU, cneyuguieckumu njist HUX GopMamMu MPOSIBICHUS PeaKIUil MojIoMa, TOBpe-
KICHUS M pEeaKlHil KOMIIEHCATOPHO-NPUCIIOCOOUTENBHOTO Xapakrepa. Hapsany c
YaCMHO-NAMoN02U4ecKUMy 0COOCHHOCTSIMU, MPUCYILIUMH PEAKIIUN KaXI0U CTPYKTY-
pbl Ha TOBPEXACHUE, OTYETIMBO BBIABISECTCI 00Wenamonocuieckas 3aKOHOMep-
HOCMb B PAa3BUTHH NIPOLIECCa MOBPEXKIECHUS HA CyOKIeTOYHOM ypoBHE. CyTh €€ CBO-
JUTCSI K CTPOTO YHOPSJOUYEHHOMY Y€pEIOBaHUIO YIEIbHOTO Beca COOCTBEHHO MaTo-
JIOTUYECKUX U KOMIIEHCATOPHBIX PEAKIUW, ONPEACICHHOW CTaAUMHOCTU Mpolecca
MIOBPEXKICHUS.

B nepsyro cmaouro npeobnanarot MophodyHKIIMOHATBHEIE TPU3HAKU TTOJIOMA
Ha (OHE HEIOCTATOYHOI'O MPOSIBJICHUS PEAKIMH KOMIIEHCALIMM U OTHOCHUTEIBHOIO
COXpaHEeHUs! (PYHKIMOHAIBbHBIX PE3EPBOB CTPYKTYpP. Bmopas cmaodus xapakTepu3sy-
€TCs TOCTATOYHOW BBIPAXKEHHOCTBIO SIBJICHUM OPraHOUIHOW U BHYTPUOPIaHOUIHOU
pereHepanuu (COCTaBISIOMIMX MATEPHAIBHYI0 OCHOBY KOMIIEHCAIIMH), OTYETIUBBIM
IpOSIBIICHUEM IOCJIeIHEN Ha (pOHE NMEPBOHAYAILHOTO YBEJIMUYEHHUS U MOCIEIYIOIIEro
MOCTENIEHHOTO CHUXEHUS (mpemuvs cmaousi)) A0 HCXOJHOTO YPOBHSA CTPYKTYpPHO-
(YHKIIMOHATIBHBIX PE3EPBOB OPraHeIul (0Opamumvlil 8apUAHM NOBPEHCOCHUs Klen-
Ku). Pe3epBHBIE BO3MOKHOCTH OpraHEJJT OLEHUBAIOTCS MO CTENEHU BBIPAKEHHOCTU
MUTOXOHJPHAIIBHBIX, JIN30COMAJIbHBIX, MUKPOCOMAIbHBIX (DEPMEHTOB B OTBET Ha J0-
MOJIHUTEIIBHOE elrie Oosiee criibHOE moBpexaaroiiee Bo3aeiicteue (CCly, Hanmpumep).
B ciydae neobpamumozo nospesicoenusi KIeTKH BbISBISIETCS MHOW BapUaHT U3MEHe-
Hu. Pa3BuBaeTcs mpemusi cmaous, AJisi KOTOPOM XapaKTepHO PE3KOE MajJieHUe pe-
3€pBHBIX BO3MOXKHOCTEH OpraHesul (3aBepLIarolleecs UX HCTOLIEHUEM), CONMPSIKEH-



HOE C TPYOBIMH HAPYIICHUSMH CTPYKTYPHI U (YHKIHUU CYyOKJIETOYHBIX CTPYKTYD,
3HaMEHYIOIMMH THOenb KieTku. [Ipu meicTBUU 0c000 MATOTeHHBIX areHTOB, pas-
JpaXuTelleld 4Ype3BbIUafHOW MHTEHCUBHOCTH HEOOpAaTHMbIE W3MEHEHHUS W THOEINb
KJIETKH MOTYT MTPOU30UTH YK€ B IIEPBYIO CTAIMIO MTpoIecca.

PaccmoTtpum Gosee moapoOHO 0COOCHHOCTH M OOIIHE YEPTHI «ITOBEACHUS) HE-
KOTOPBIX OPTaHEeII B XOC Pa3BUTHS IIPOIIecca MOBPEKICHHUS.

[nasa 2. MUTOXOHIPUU U UX PEAKLIMSI HA
MOBPEXJIAIOLIEE BO3JENCTBUE

MurtoxoHapuu — MeMOpaHHbIE MOJIyaBTOHOMHBIE OpraHesIbl, 00ecreurnBa-
IOIMEe KJIETKY DHEpruei, mojiydaeMon Oaroaaps mpoiieccaMm OKHCIICHUS U 3aracae-
Moit B Bujie dhocdaTHbix cBsizeid ATO.

Mutoxouapuu (puc. 1, 2, 3) MOTYT UMETh Pa3IUYHYIO POpPMY: OKPYTIIYIO, dJI-
JUNTOUJIHYIO, chepuuecKyro, MaJIOYKOBUIHYIO, HUTEBUIHYIO U Jp. Pazmeps! u komnu-
YECTBO MUTOXOHIPHUI B Pa3IMYHBIX KJIETKAX BAPbUPYIOT B IIMPOKUX Mpeienax, J0-
cturas B Hanbonee aktuBHBIX 500—1000.

MUTOXOHAPUUN UMEIOT HAPYHCHYIO U BHYMPEHHIO Memopanbl (puc. 2, 3), pasz-
JIeJICHHbIE MEXMEMOPaHHBIM MTPOCTPAHCTBOM U COJEPKAT MUTOXOHPUAIIbHBIN MaT-
pPHUKC, B KOTOPBIH 00paIieHbl CKJIAIKH BHYTPEHHEH MEMOpaHbl — KpUCHIbL.

Hapyoicnas mumoxonopuanvnas memopana o0iaaaeT BHICOKON MPOHUIIAEMO-
CTBIO JIJI1 MOJIEKYJT Maccoi 10 10 kumogansToH. OHA COJIEP>KUT MHOTO MOJIEKYJT CIie-
[AAJIM3UPOBAHHBIX TPAHCIIOPTHBIX OEIKOB, KOTOpbIE (OPMUPYIOT MIMPOKUE THAPO-
(bubHBIC KaHAJIBI U 00ECIEUMBAIOT €€ BBHICOKYIO MPOHUIIAEMOCTh, a TaKXe HE0O0Jb-
10€ KOJIM4eCTBO (hepMEHTHBIX cucTeM. Ha Helt HaxonIsTCsl perenTopsl, pacio3Hao-
1ue OeJIKU, KOTOPBIE MEPEHOCITCS Yepe3 00€ MUTOXOH IpHUaibHbIe MEMOpaHBI.

Buympenusas mumoxonopuanvuas membpana OTIENIEHA OT HAPYKHOU
MEXMEMOPaHHBIM TMPOCTPAHCTBOM, KOTOPOE COIECPKUT HEOOJBIIOE KOIMYECTBO
dbepmeHToB. B ee cocTaB BXOIAT OCIKH TPEX TUIIOB: TPAHCTIIOPTHBIC, (DEPMEHTHI JbI-
xarenpHOM 1enu 1 C/I, a Takke komiuieke AT®-cuHTETa3bl.

Huskas nmpoHHUIIaeMOCTh BHYTpeHHEW MeMOpaHbl JJIi MEJIKHUX HOHOB HUMEET
0oJIbIlIOE 3HAYCHHE IS (PYHKIMH MUTOXOHJPUH, T. K. JA€T BO3MOXXHOCTh CO3JIaHUS
AIEKTPOXUMHUYECKUX TPAJAUCHTOB MPU MPOAYKIIMHA BBICOKOIHEPIETUYECKUX MeTabo-
JIUTOB KJICTKHU.

Kpucmwvr — cxnanku BHyTpeHHeH memOpans! (puc. 1, 2 a, 3 a, 6), pacnonara-
IOIIMEeCs Yallle BCEro MEPHeHAUKYISIPHO JUITMHHUKY MUTOXOHJIPUHU, HO MOTYT JIEKATh
U OpoAosbHO. VX 4ncno U miomaas NponopuuoHaibHbl aKTUBHOCTH MUTOXOHIPHIA.
Ha kpucrax HaXoAsTCs AI€MEHTapHbIE YaCTULIbI (OKCUCOMBI), COCTOSIIIINE U3 TOJIOBKU



¥ HOKKH. Ha HUX MPOUCXOIUT COMpSIKEHHE MPOLIECCOB OKUCICHUS U (HOCPOPHIUPO-
BaHus. B o0mactu OKpyIJIoN TOJIOBKM YacTULbl ocyliecTBisieTcss cuHTe3 ATO u3
AlD.

Mumoxonopuanohviti Mampukc — TOMOTE€HHOE MEJIKO3EPHUCTOE BEILECTBO
YMEPEHHOW IUIOTHOCTH, 3aIllOJHSIOLIEE IMOJOCTh (BHYTPEHHIOK KaMepy) MHUTOXOH-
JpUU U COofiepIKalliee HECKOJIbKO COTEH (PEpMEHTOB: pacCTBOPUMBIEC (hEPMEHTHI 1IHUKIIA
Kpebca, hepmeHTsl, ydacTByIONIME B OKUCICHUH KUPHBIX KUCIIOT, (DEPMEHTHI OEITKO-
BOTO CHHTe3a. B MaTpukce HaXOAsATCs TakKe€ MUTOXOHAPUATbHBIE PUOOCOMBI, MUTO-
XOHJpUaabHble IpaHyibl U MUTOXOHApHanpHas JHK (uro ornmuaer mutoxoHapuu
OT BCEX OCTAJIbHBIX OpraHesll).

IlepBbIMU pearupyrOT Ha IOBPEXKAAIOIICE BO3ACHCTBUE MHUTOXOHIPHUH, C
(GyHKUIHEH KOTOPBIX CBSI3aHO HHEPreTUYECKOe 00ECHeueHHE MPOLECCOB KU3HEIEA-
TEJIBbHOCTH KJIETKH. YK€ 4epe3 HECKOJbKO MHUHYT, Yalle YacoB, BOSHUKAIOT U IPO-
IPECCUPYIOT HapyUIEHUsI CTPYKTYpbl U (yHKUIMUU opraHeil. HavyanbHble M3MEHEHHUSI-
XapaKTEepU3yIOTCs Ha0yxaHueM MUTOXOHIpHi (puc. 4, 9). [locnenoBarensHo pa3Bu-
BalOTCSl IIPOCBETIIEHNE MAaTPUKCA, HAPYIIEHUE CTPYKTYPbl MUTOXOHIPUATIBHON MEM-
OpaHbl, JECTPYKUUS U YMEHBIICHUE YMCIa KPUCT B MUTOXOHJPHUSIX, CHUKACTCS CO-
Jep’KaHue TIOCIIeTHUX B KJeTke (puc. 5, 6, 13 a, 16, 17, 18). 3HaunTeNbHO YBEIUYU-
BA€TCS YyBCTBUTEIBHOCTh MUTOXOHJIPHAIBHBIX MEMOpPAaH K HOHHOMY JETEPreHTy —
TpuToHy X-100 (MakcHMalbHBIN MOABEM AKTUBHOCTH B TOMOI€HATE€ MEYEHU MUTO-
XOHJIpHUAIbHBIX (DEPMEHTOB B OTBET Ha €ro JEHCTBHUE CIBUIAETCS B CTOPOHY Ooliee
HU3KOM KOHIEHTpauuu TputoHa X-100, 4TO CONpSKEHO C CYIIECTBEHHBIM Hapylle-
HUEM HMX IpoHunaemoctu). Takoro poga MOpGOCTpYKTYpHbIE U3MEHEHUS MUTOXOH-
JIpUi COMPOBOXKIAIOTCS CHI)KEHHUEM aKTUBHOCTH MUTOXOHAPHAIBHBIX (DEpMEHTOB
(puc. 19, 21 — nepBas cTaaus), yrHETEHUEM JIBIXaHHS U OKUCITUTEIBHOTO (hochopu-
mupoBanus (puc. 19, 21). [Magaer kosddummeHT ’HEpreTUIecKkol 3PGHEeKTUBHOCTH
mutoxoHapuit (KO3M) (puc. 17).

Kax npaBuiio, crycTsi HECKOJIBKO JHEH BCE OTYETIIMBEE MPOSBIISIIOTCS MpPOLEC-
Chl OPraHOUJIHOM U BHYTPUOPraHOMAHOW pereHepamuu (puc. 6, 11, 13 6, 14), 3Hame-
HYIOIIME cOO0M Havajo pa3BUTHs BTOpoi cTaauu. Husenupyercs HabyxaHue coxpa-
HUBLIMX >KU3HECMOCOOHOCTh opraHeil. CTpyKTypa MHUTOXOHIpPUN CTaHOBUTCS BCE
Oomnee u GoJyee coxpaHHOM. AKTUBH3UpPYETCsS (MHOT/IA BEChMa 3HAYMTEIILHO) CUHTE3
HOBBIX MUTOXOHJIpHM (opranounHas perenepaiusi). llosBisercss GoJblIOe YUCIO
MEJIKUX, MOJIOABIX ()OpM, TAaHTEIEBUAHBIX (HE pa3JeNUBILIUXCS) U KPYNHbIX (B psle
CJly4aeB TMTaHTCKUX) OpraHesul (BHYTPUOPraHOUAHAS perenepauus — puc. 14 a, 6).
3aMeTHO BO3pacTaeT YCTOMUYUBOCTh MEMOpaH MUTOXOHApUM K TpuToHy X-100 (cTa-
ownmzars MmemOpan). Bce 9T CTpyKTypHBIE CABUTH OOECIICYMBAIOT YBEIMYCHUE
(YHKIIMOHATBHBIX PE3€PBOB JaHHBIX CTPYKTYp (puc. 21 — 1-g Henenst), OTUETIUBYIO
UHTCHCU(PHUKAIUIO WX (YHKIMOHAIBHOM AKTUBHOCTH, KOTOpask OOBIYHO HE TOJIBKO



BO3BPAIIACTCS WIIA MPUOIMKACTCS K UCXOTHOMY YPOBHIO, HO Y 3aMETHO MPEBHIIIACT
ero. JTo Kacaercs aKTUBHOCTH MUTOXOHJApHUAIbHBIX (pepmeHToB (puc. 19, 21), mpo-
[IECCOB JbIXaHUS U OKUCIUTENbHOTrO (pocopumupoBanus (puc. 20, 21), KO3M (puc.
17, 18).

[Ipu 06paTUMOM MOBPEKICHUM KJIETKHU BBIIIECNEPEUUCICHHBIE U3MEHEHUS (HE
TOJIBKO TMAaTOJIOTMYECKOr0, HO U KOMIIEHCATOPHO-IPHUCIIOCOOUTEIBHOIO XapaKTepa)
MOCTEIIEHHO HUBEIUPYIOTCHI.

HeobOpaTtnMoe moBpexaeHue KIETKH XapaKTePU3YyeTCs TMOBTOPHBIMH eme 00-
Jiee PE3KO BBIPAXKEHHBIMU, YEM B IMEPBYIO CTaANI0, MOPGODYHKIMOHATBHBIMUA U3Me-
HEHUSIMH MUTOXOHJIpUM HeraTUBHOTO IuiaHa (puc. 8, 12, 15, 16, 17-22), 3aBepiaro-
IIUMUCS THOENBIO 3HAYMTEIPHON YacTH OpPTraHellT U JIMIIUBIIEHCS SHEPTeTUYECKOTO
oOecrieueHus1 KJIETKU B 11eJIoM. [1o00HbBINH (prHAT MOXKET HACTYNHUTh YK€ B MEPBYIO
CTaJIMIO MPOILIeCcCca MOBPEKIAEHUS, €CIIU OBPEKIAIOIIEE BO3ACHCTBUE OBLIO CIUILIKOM
CUJILHBIM, BBI3BaB KaTaCTPOPUUYECKHUIl MO 00bEMY IMOJOM CTPYKTYp, U KJETKa He
CMOTIJia, HE yCIela peajnu30BaTh B IMOJHOW MEpE CBOM KOMIIEHCATOPHBIE BO3MOKHO-
CTH.



2.1. MUTOXOH/IPUM B KJIETKAX UHTAKTHOI'O OPTAHA
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Puc. 1. OI' ne4eHn NHTAKTHOM KPBICHI: 3aCHATA YaCTh I'eMATOLUTA C AAPOM, MUTOXOHAPUSIMH, DIIe-

MEHTaMH 3HJI0IIa3MaTHYECKOr0 PETUKYIyMa U PO3€TKaMU IIMKOreHa. B MUTOXOHIpUSAX OTUeTIIN-

BO BHJIHBI XapaKTepHbIE JUIsl STUX OPTraHell KPUCTHI, IBYKOHTYPHOCTh MeMOpaHsl. X 12000. (A.A.
[Toxkposckwuii, JI.I1. Kpucres, 1977).



Puc. 2. Ol nmeyeHn MHTAKTHOM KPBICHI: @ — BUJHBI MUTOXOHJIPUU C JABYKOHTYPHOW MeMOpaHOH,
XOpOILIO BBIPA)KEHHBIMH KPUCTAMU; SHIOIUIA3MAaTUYECKUN PETUKYIYM (Y3KHE BBITSIHYThIE TPYOOUKH
YCBIMIAaHHBIE AJIEKTPOHHOIUIOTHBIMU YacTHLIAMU — puOOCcOMaMU (LIEpOXOBATBHIA HHIOMIIA3MATHYE-
CKUH PETHKYIYM), MEJIKHE HEeMpaBUWIbHON (OpMBI Tiagkue nmpodunu — (riagkuil sHa0MIa3MaTHye-
CKUH PETUKYIyM). O — CIIpaBa BBEPXY BHUJIHA YacTh Aapa (5), OKpyKEeHHOTro 000JI0YKON, K KOTOpOH
CO CTOPOHBI IUTOIJIA3MbI MPULIETJIEHB pUOOCOMBI, OOJIBIIAs YACTh IIUTOILIA3MBbI 3aHSTA IEPOXOBA-
TBIM SHJOIUIa3MaTu4deckuM perykyiaymoM (IIIDOP); Huxe sapa, cnpaBa, mutoxoHapus. [lnoTHbie
Macchl ciieBa — gacTuilel rmukorena (I'm). (Kpuctuan Jle Hros, 1987).
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Puc. 3. YapTpacTpykTypa MUTOXOH/IPUH I€NAaTOLNUTA IIEYUEHN UHTAKTHON KPBICHI IIPU 3HAUUTEIb-
HoM yBenuueHun (a — x 88000; 6 — x 176000);
MM — MUTOXOHApHAIIbHBIN MaTpUKC, MI" — MUTOXOHIpHaJIbHBIE IPEOEIIKN — KPUCTBI
(FO.M. Jlonyxusn, 9.M. Koran, f.J1. Kaparanos, 1977).
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2.2 CTPYKTYPHBIE IPEOBPA3OBAHUSI MUTOXOH/APUI MATOJIOT'AYECKOI'O U

KOMIIEHCATOPHOI'O XAPAKTEPA

a) B Pa3/inYHbIC 3TAIIbI PAa3BUTHUA IKCTPAIICICHOYHOI'0 X0J1€CTa3a,

3aBepmIaAIOImerocs JerajJbHbIM UCX010M.

) W ELEAS ] ’ »
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A

e
foee ASEY N

Puc. 4. MUTOXOHAPUY TEMATOLHNTA KPBICHI C 6-4aCOBBIM XOJIECTa30M: Ha0YyXIIIHe OpraHelIbl, Tud-
(dy3HOE IPOCBETIICHNE MAaTPUKCa, IETOCTHOCTh MeMOpaHbl coxpaneHa. ¥YB. 34000
(1.B. I'punbko, 1985).
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Puc. 5. MuTOXOHIpUM renaTouuTa MeUYeHU KPbIChI ¢ 3-CYyTOYHBIM XOJIECTa30M: HapyIIEHUE 1ie-
JIOCTHOCTH MeMOpaHbl oprasesul, Auddy3Hoe npocBeTiaeHne MaTpuKca, parMeHTanus 1 JeCTpyK-
uus kpuct. YB. 34000. (M.B. I'punbko, 1985).

Puc. 6. MuTOXOHIpHUM renaTonuTa NeYeHN KPbICHI C 1-HEeAeNbHBIM X0JIECTa30M: IPU3HAKH pa3BU-
THsI KOMIIEHCATOPHBIX PEaKLUi CO CTOPOHBI TaHHBIX CTPYKTYP — HapsiAy ¢ HAJIM4YUEM OTIAEIbHBIX
OpraHeI ¢ IPOCBETICHHBIM MAaTPUKCOM, AECTPYKLUEH KPUCT, B OONBIIMHCTBE MUTOXOHIPUI OT-
MEYaeTCsl OTHOCUTEIbHASL COXPAHHOCTh CTPYKTYPHI, MOSBUIMCH MEJIKHE MOJI0JIbIe (hOPMBI Opra-

et YB. 34000 (M.B. I'punbko, 1985).
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Puc. 7. MUTOXOHJIpUH TeNaTOIUTA MIEYSHU KPBICHI C 2-HEACIBbHBIM XO0JIECTa30M: IIOBTOPHEIE IPO-
SIBIICHHS «I10JIOMay, MTOBPEXKIICHHS — 04aroBbIC MPOCBETIICHUS MaTPUKCA, IECTPYKIIHSI KPUCT,
HapyIICHHUE [[EJIOCTHOCTH HAPYKHOH MEMOpaHBI; SIBIICHUSI KOMIICHCAIIMHA CO CTOPOHBI OpraHelll He
BeIpakeHbl. YB. 34000 (1.B. I'punbko, 1985).

Puc. 8. MUTOXOHIpUH renaTourTa NEYEHU KPBICHI C 3-HEAEIbHBIM X0JIECTA30M: PE3KO BBIPAKEH-
HBIE MPOSBIICHUS IECTPYKIIMN OPTaHEII, UMEIOIINX BUJI «ONTUYECKH MYCTHIX MEIIKOBY; IETOCTHO-
CTH HapyXHOU MeMOpanbl opraneut. YB. 34000 (M.B. I'punbko, 1985).
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0) B pa3jJM4HbIe TANbI PA3BUTHSI XPOHUYECKOTO MOPAKEHHUsI MeYeHH
renatorponHbiM sigom (CCls)

- iR R . R I O o
Puc. 9. MUTOXOHIpUH TENATOIMTA NICUEHH KPbIChI uepe3 1 yac mocsie 3arpaBku CCls: B eHTpe
pe3K0 HaOyXIIasi MUTOXOHPUs ¢ MU GY3HBIM MTPOCBETICHHUEM MaTpuKca 0e3 HapyIIeHHS 1IEJI0CT-

Hoctu MeMOpanbl. x 34000 (M.B. I'punbko, 1985).

Puc. 10. MuToXOHApHUH renaTonMTa MEYEHH KPBICH yepe3 | Mecsl CuCTEMaTHYeCKON 3aTpaBKU
CCly: yBenmueHHBIC B pa3Mepax OpraHesuibl C OTHOCUTEIBHO COXpaHHOM CTpyKTypoit. x 34000
(M.B. I'punbko, 1985).
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Puc. 11. MUTOXOHIpHUH TeMAaTOIUTA MIEYEHH KPBICHI Uepe3 4 Mecslla CUCTEMAaTUYECKOM 3aTpaBKu
CCly: BoIpaskeHHBIE MPOSIBICHHSI KOMIICHCAIUH — MHOTO MEJIKUX MOJIOJBIX OPraHesT C OTHOCH-
TeJIBHO COXpaHHOU cTpykTypoii X 34000 (U.B. I'punbko, 1985).

Puc. 12. MuTOoXOHApHUM renaToIUTa IEYEHH KPBICHI uepe3 6 Mecs1eB CUCTEMAaTUUECKOU 3aTpaBKU

CCls: moBTOpHOE 3HAYNUTENILHOE HAPYIICHHE CTPYKTYPhI OpPraHesll — BAKyOJIU3alus U JECTPYKIIHS

KPUCT, HapyIIEeHUE [IeTTOCTHOCTH MEMOPaH, pe3Koe MPOCBETICHNE MaTPUKCa OOIBIINHCTBA MUTO-
XOHJIpUH — «onTH4ecKku myctoie Memkn» (M.B. ['punbko, 1985).
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B) B pa3/IMYHbIE 3TANbI N0CJI€¢ YCUICHHOH (PM3NYECKON HATPY3KHU U APYTrUX
¢opm runoxcum:

Puc. 13. Hopmanusanus cCTpoO€HHsS MUTOXOHIPUI MBIIIEUHBIX KIETOK CEpALA KPbICHI IIOCTE YCH-
JeHHOHU (u3nyecKoil Harpy3ku — BHyTpuopranouanas perenepanus (/1.C. Capkucos, 1977):
a — Ha0yX11e MUTOXOHPUH, JIe30pTaHu3aIHsI KPUCT, IPOCBETICHUE MaTpHKCa Cpasy Mociie mpe-
KpallleHUs Harpy3KH; 6 — HOpMalu3alusi CTPOSHHUSI MUTOXOHAPUI uepe3 2-e CyTOK nocie Gpusnye-
ckoif Harpy3ku % 30000.
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Puc. 14. TuneptpodupoBaHHBIE MUTOXOHIPUH MBIIIEYHON KIETKU CEP/Illa KPBICH (BHYTPUOPTraHO-
WJIHAsI PETeHepallus): a - IITUTEIHHOE BpeMs moiBeprasiieiics ¢puznueckuMm Harpyskam (1.C.
Capxkucos, 1977); 6 - B OKOJIOHEKPOTUYECKOM 30HE CITYCTSI CYTKH MOCIIe BOCIIPOU3BEICHUS HH-
dapkra muokapaa x 26000 (T.H. Adanacrea)

r) y 00JIbHOr0, CTPAAAIOLIEro Ts:Ke 101 GOPMOii THPEOTOKCHKO3A !
<3 R4, O SR

LT

Puc. 15. OI nynkrara
NIEUYEHH YEIIOBEeKA: CUIIbHO
HaOyXxI11ue, MoTepsBIINe
MTOYTH BCE KPUCTHI MUTO-
XOHPUH, UMEIOIINE BT
«OTITHYECKH ITyCTHIX METII-
koB» X 20000 (A.D. bito-
rep u coaBT. 1964).
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A) NP «YMHPAHMM OPraHay»:

Puc. 16. Tleuenb KpbIChI Uepe3 yac MOCie «IepexuBaHus» opraHa B Tpyne. Habyxanue MUTOXOH-
Jpui, yMEHBIICHNUE YNCIIa TPUKPETUICHHBIX PUOOCOM B IIUTOILIA3ME TeNaToUTa U3 nepudepuye-
cKoi 30HBI eueHouHOM nonbku. X 48000. (FO.M. Jlonyxun, 9.M. Koran, f.H. Kaparanos, 1977).
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2.3. JTAHHBIE MOP®OMETPUHU U IIOKA3ATEJENA SHEPTETUUYECKON
AKTUBHOCTH MUTOXOH/JIPUI B XOJIE PASBUTHSI TATOJTOTHYECKOI'O

IMPOLIECCA
* 180 -

160

140 / ~. A\

100 -7 —— N7 N~ M,
80 D -t ST Nt — 2

- A=-3
60

40
20

0 1 vyac 2 Hefn 1 mec 4 mec 6 mec 8 mec

140

120

100
80

60
40

20

0 1 vac 2 Hen 1 mec 4 mec 6 mec 8 mec

%

180 ~
160
140
120
100
80
60
40
20

0 1 vac 2 Hen 1 mec 4 mec 6 mec 8 mec

Puc. 17. luramuka u3MEHEHHS OTACIbHBIX MOP(HOMETPUIECKUX MTOKa3aTeIe B X0/1e Pa3BUTHS
XTIIII: 1 — kommyectBo MX B OI'; 2 — muiomaab OJHOM MUTOXOHJPHUH; 3 - CyMMapHas Iionaab
MX B OI'; 4 — Ko1MUeCTBO KPUCT B 0AHOW MX; 5 — KOMTMYECTBO KPUCT B eAMHUIIE Tuiomaan MX;
6 — koappummenT sHeprerndeckoit apdexrnBHoctn MX. (M.B. I'punbko, 1985).
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Puc. 18. Usmenenne MmophoMeTpuueckix mokaszareneid Mx neueHu Kpbic (B % K KOHTPOJIIO) B X0J1€
pa3BUTHS BHEIIEUEHOYHOI 0 Xosecras3a: | — cpennee konmnuectBo Mx B OI'; 2 — cpennss cymmapHas
momans Mx B OI'; 3 — cpennsis momans ogHo Mx; 4 — cpennee konnuecTBO KpucT B OI'; 5 —
CpeaHee KOJIMYECTBO KPUCT B MX; 6 — cpeiHee KOJIMYECTBO KPUCT B €AMHUIIE TUTomaau Mx; 7 —
KDDBM; 8 — Sg/Sh x MXx.
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2.4. ®YHKIIMOHAJIBHASI AKTUBHOCTHh MATOXOHIPUM B TUHAMMUKE
PA3BUTUSA NATOJIOT'HMYECKOI'O TIPOLHECCA

_ F:Fﬂunﬂawnamnporanaaa. ol~KeTOr IyTOpR: eI POTeHAS A
HOE 140
120 120
106G 100
<0 Rems
BG eo |
=
¥ 0.0 uae.
Lixrparnerpaporesasa
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™ F b
-,

0L ATS - asa 7 120 | Bexok smroxoHppuit
100 L
B8l | | L

Puc. 19. Jlunamuka usmeHenuit (B % K KOHTPOJIIO) aKTUBHOCTH MUTOXOHAPUAIIBHBIX (PePMEHTOB

(—— MKT CBIpOIi IeYeHH, ------- MKI/MT O€JKa) U KOHLIEHTpalUK Oesika B MUTOXOHAPUSX IeUeHU

IPY IPOTPECCUPYIOIIEH HEJOCTATOYHOCTH KPOBOOOPAIIEHHUS IPABOXKENYI0UKOBOTO THUIIA Y cOOaK
(A.A. Kpusuuk, 1977).
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Puc. 20. I3sMeHeHHs OKUCTUTENBHOU, pochopriinpyromeil akTHBHOCTH MUTOXOHAPHUH MeYeHU U

Kod(duIIMeHTa CONPSKEHHOCTH TPU XPOHUYECKOM HapacTarolleM HapylIeHUH KPOBOTOKA B 3a/1-

Hell mosoii BeHe (B % K KOHTpouio): 1 - okucnaurenbHast; 2- Gpochopuimpyromas akTHBHOCTh MU-
TOXOHApUH; 3- K03 PuumeHT conpsixeHHOcTH (AaHHble A.A. KpuBuuk, 1973)
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Puc. 21. [lunamuka usmeHeHus (B % K KOHTPOJI0) TKAHEBOTO AbIXaHUs (A), OKUCIUTEIbHOTO
dochopunuposanus (b) MUTOXOHIpHIA, aKTUBHOCTH MUTOXOHApUANbHBIX (hepmMeHTOB (B) B X0-
ne passutust XTI 1 -26 cyt.; 2—6; 3 —10; 4 - 20 Henenb
(A.H. Xanxys, U.B. I'punbko, A.A. Kpusuuk, 1992)
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2.5. IMHAMUWKA W3MEHEHWSA PE3EPBHBIX BO3MOKHOCTEM
MUTOXOH/IPUI ITPY MIOBPEXXJIEHVUA OPTAHA

200 -

180

160 4

] CYKUMHaT-AgervgporeHasa

manargerngporeHasa

140 -

120 V

100 4=

T T T
3n0poBble 3cytkm 1 Hepens 3 Hegenu
KpbICbl

160+

1501

140

130 [[] CKOPOCTb AbIXaHUs Ha

3HpOreHHbIX cybcTpaTax

120

cBobogHoe okucneHue
CyKuMHaTa

110

100K

90"

80

340poBbIe 3 CYTKH 1 HepenA 3 Hepenu
KpbICbl

Puc. 22. '3ameHnenus: QyHKIMOHATIBHBIX PE3€pPBOB MUTOXOHIPUI MTEYEHU B Pa3IMUHbIE STAMbI Pé

BUTHSI SKCTPANIEYEHOYHOT'0 X0JIeCTa3a Y KpbIC: CABUTH (B % K COOTBETCTBYIOIIEMY CPOKY XOJIEC,

3a) moKa3aTesel: a - TKaHeBOTo AbixaHusd MX; 6- o01iel akTUBHOCTH MUTOXOHAPUATIBHBIX (e

MEHTOB B OTBET Ha «yJapHYIO» MEPOPATBbHYIO HArpy3Ky NeueHH renaroTpornHbiM oM — CCly
(A.B. I'punbko, 1985)
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Inaga 3. SIJIPO KJIETKU Y ET'O PEAKIIAS HA
MOBPEXJIAIOIIEE BO3JAENICTBUE

Pano pearmpyer Ha ACHCTBHE MOBpEXAAONIETO (BaKkTopa M SAPO KIETKH, C
GbyHKIIMEH KOTOPOTO CBS3aHBI HE TOJILKO XpaHEHHE, BOCIIPOU3BEICHNE U Iepeaada
HACJIEJACTBEHHOW WH(MOpPMAIMU, HO W OOECIeUeHHE IUIACTUYECKUM MaTepHaioM
(6enkoM) cHMHTE3a HOBBIX OpraHeN, MPOLECCOB (PU3HOJIOTUYECKON U MATOJIOrHye-
CKOMW pereHepanui, SBJICHUN aJanTalul 1 KOMIICHCAIUU.

Anpo (puc. 23) — BaXHEHITMH KOMIIOHEHT KJIETKH, COACP)KAIIMKN €€ TeHeTH-
yeckuid anmapar. @opma u 00beM siIpa pa3InYHBIX KJIETOK HeoAMHaKoBa. Bemman-
Ha OTHOCHUTEIBHO MOCTOSIHHAS JJIsI KQXXJIOTO TUIA KJIETOK, OJHAKO, OHA MOXET Me-
HATHCS B ONPEACIICHHBIX MpejeraxX, YBeJIUUnUBasCh MPU yCWICHUU (YHKIIMOHAb-
HOM aKTMBHOCTH KJIETKU U YMEHBIIASCh IPU €€ YTHETCHUHU.

SnepHas obonouka (kapuonremma) Ha CBETOONITUYECKOM YPOBHE MPAKTUUYECKU
He onpenensierca. [1o 2eKTpOHHBIM MUKPOCKOTIOM OOHAPYKUBAETCS, YTO OHA CO-
CTOMUT M3 2-X MeMOpaH — Hapy>XKHOW M BHYTPEHHEW, pa3/IeJICHHBIX MEepUHYKIeap-
HBIM IIPOCTPAHCTBOM U CMBIKAIOIIMXCS B 00JIACTU SAEPHBIX TOp. SnepHas 0005104-
Ka B KJIETKax >KMBOTHBIX U 4desoBeka coaepkut 10 2000-4000 mopoBbIX KOMILIEK-
coB. B a11po U3 nuTOMIa3Mbl Yepe3 HUX MOCTYIAIOT CUHTE3UPOBaHHBIE OETKH, B 00-
paTHOM HampaBiieHuu nepeHocsTcs moJiekyinsl PHK u cyOnequuuis: pubocom.

XpomatuH coctouT u3 komiuiekca JIHK u OGenka 1 cOOTBETCTBYEeT XpOMOCO-
MaM, KOTOpble B MHTepha3HOM sipe MPEeACTaBICHbI JIMHHBIMU, TOHKUMH, Tepe-
KpPY4YEHHBIMU HUTSIMHU.

Aapo CoNepXKUT OHO WU HECKOJIBKO SIApPBIIICK. Aopbluko 00pa3oBaHO Crie-
UATM3UPOBAHHBIMU y4acTKaMu (METISIMH) XPOMOCOM — SIIPBIIIKOBBIMU OpPTaHU-
3aTopamu. Y 4eloBeKa TaKue y4aCTKH UMEIOTCA B MSATH Xpomocomax — 13-i1, 14-i1,
15-#, 21-# m 22-#, T/Ie pacroiararoTcss MHOTOYMCIICHHBIC KOITUU T€HOB, KOIUPYIO-
e pudbocomanbusie PHK (pPHK).

OynkuuM siapeika 3akiovarores B cuHtese pPHK u ee cOopke B mpemie-
CTBEHHUKH pUOOCOMATBHBIX CYOhEINHUII.

DJIEKTPOHHO-MHUKPOCKOIIUYECKU TOBPEKJICHHUE SIpa XapaKTepU3yeTcsi KOH-
JICHCAIMeN XPOMaTHHA, CKOTUICHHEM €ro BO3JIe SIIEPHON 000JI0UYKH — MaprhHAIH-
et mocneaHero (puc. 24 a, 6); B 60see THKETBIX CIIydasX — BaKyOJU3aIuel; mpu
HEOOpaTUMOM TIOBPEKJACHUU — KapUOPEKCUCOM W Kapuoju3ucom (puc. 25).
OYHKIIMOHAIPHO — YTHETCHUEM aKTUBHOCTH T'€HETUYECKOTO arrmapara, CHUYKEHHU-
eM uHTeHCUBHOCTH cuHTe3a u coaepxkanusa PHK, JIHK, 6enka B kierke (puc. 36,
37). Ilpu pe3koil BBIPAKEHHOCTH 3THX SBJICHHUM IPOIECC 3aBEPIIASTCS THOEIBIO
KJIETKH (HeOOpaTHMOe TOBPEKICHUE) YKE B TIEPBOM CTAINU.

Ecnu pe3ynbrarhl mosioMa He CTOJb 3HAUUTEIBHBI, IEPUITUT OCIKa U HAKOTLIE-
HUE METa0OJIMTOB M3HAIIMBAHUS (COMPSKEHHOIO C IMOBBIIIEHUEM UHTEHCUBHOCTU
(YHKIMOHUPOBAHUS OCTABIIUXCS >KU3HECIIOCOOHBIX KJIETOK) BBICTYMAIOT B POJIU
UHAYKTOPOB, JEPENPEecCUpyst JOMOTHUTENbHYIO YaCTh CTPYKTYPHBIX T'€HOB (BTOpast
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cranus). MHTeHcuBHOCTh cuHTe3a u coaep:kanue PHK Bospacraer (puc. 28-37),
CUHTE3 Oelika yBEIUYMBACTCS, CO3/1aBasi MPEANOChUIKM K YCUIIEHUIO TTPOLIECCOB pe-
reHepanuu. B gype 3To BelpakaeTcsi B yBEJIMUEHUU 00BbEMa siJIpa WK YKCIIa SJIep B
KieTke (puc. 27 a), KOJIM4YeCcTBa SAPHIMICK B siape (puc. 27 6), ”HTEHCUUKAITIHT Pe-
mmmkanuu JIHK (puc. 36, 37), 9to co3maer emie Oosee HaASKHBIC YCIOBHS IS
MJIACTUYECKOTO OOECHEUeHHUsl Tpolecca pEreHepanuu CyOKIETOYHBIX CTPYKTYP
KJIETKH, B 3HAUUTEJIbHON CTENEHU CHUXasi, HUBEIUPYS PE3yJIbTaThl M0JIoMa, o0ec-
ne4yrBas 00paTUMOCTh MOBPEKICHUS HA YPOBHE KIETKU U OpraHa B LIEJIOM.

JlnutenbHas WM 3HAUUTENLHO BBIPAKEHHAsI aKTUBM3AIMsl TEHETUYECKOTO arl-
napara BeJIeT K HCTOIIEHHUIO €r0 CITIOCOOHOCTH MOCTOSTHHO TeHEpHUPOBATh «HApaboT-
Ky» Bce HOBbIX U HOBBIX konnuecTB PHK, JIHK u 6enka (puc. 36, 37). UnTeHcuB-
HOCTh CHHTE3a U COJEp>KaHUE MOCIECTHIUX BHOBH PE3KO Ma/laeT, UCUEepPIiaB BO3MOXK-
HOCTH SI7Ipa MOJIEPKUBATh KU3HEACATEIBHOCTh KIIeTKU. Kapuopekcuc u kapuoiu-
3HC siipa 3HAMEHYIOT c000ii rudenb nociennei (puc. 25).

A : Lk T T 4 : A ) J
Puc. 23. OI" neuenn nHTakTHOU KpBbIchl. SAnpo renarouuta: A/l — aapeimko, A1 — saepHblie nopsl B
YETKO KOHTypUpyeMmoi suepHoil obonouke X 19000 ( A.D. birorep u coast., 1964).
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3.2. CTPYKTYPHBIE IIPOSIBJEHUSA MOBPEXJIEHUSA SIPA
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Puc. 24 a, 6. BeipaxxeHHas KpaeBasi MapruHaIUs XpoMaTHa (OCHOBHAsI Macca XpOMaTHHA spa
KOHIICHTPHUPYETCS BO3JIE SACPHOM 000JIOUKH) B SpaxX KIETOK MEUYEHH: d — KPBICHI C IBYXMECSUYHBIM
XpOoHUYECKMM TokcuueckuM mopakenuem CCls; 6 — cobaku mociie IByX T03UPOBAHHBIX CIABICHUN

BopotHo# Bensl (JI.B. Padok) x 26000
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Puc. 25. OI' neuenu cobaku yepes 2 yaca 1ociie OJTHOMOMEHTHOH NIEPEBA3KH BOPOTHOW BEHBI: /1B
CMEKHBIX T€NAaTOLUTA C BBIPAKEHHBIM KAPUOMIMKHO30M M KAPUOPEKCUCOM. [ paHULIBI MEKY KIIET-
kamu HeueTkue (JI.B. Pauok, 1985). VB. 9000

Puc. 26. IIpenapar neyeHn MbIIIKA HA
4EeTBEPThIE CYTKH Pa3BUTHs renaTuTa
MblImei, mramm MHV3 .
PaspymenHble TenatouuTsl. B
LIEHTPE PACIIONOKEHBI OCTATKU MOJHO-
CTBIO PAa3PYILLIEHHOM KJIETKH, CPEIU KO-
TOPBIX COXPAHUIIOCHh CUIIBHO U3MEHEH-
HO€ MUKHOTUYHOE s1po (S1) 1 00OpbIBKU
UTOIIa3Mbl. B npueraronux kieTkax
€111€ MO’KHO Pa3JInYUTh 2JIEMEHTHI LIUTO-
1a3Mel [MuToxoHIpun (M)], a Takxke
IUTOTHBIE OKPYTJIble 00pa30BaHUs — allu-
nopunpHble (ruanuHoBbie) Tenbla (AT),
KOTOpPbIE BO3HUKAIOT MO Mepudepun
KJIETOK U3 CKOIUIEHUH arpaHyJIsipHON
nuroriazmMaruaeckon cetu. (A.D. biro-
rep u ap. 1964)



3.3. CTPYKTYPHO-®YHKIIMOHAJIbHBIE TPOSIBJIEHUS
KOMIEHCATOPHBIX PEAKIIUH SIJIPA HA IOBPEXKJAIOIIEE
BO3JENCTBHUE

3.3.1. U3meHeHHe yncJIa s1/Iep U siAPbIIIEK

Puc. 27. OI': a - neuenu cobaku mocie
3-KpaTHOTO JIO3UPOBAHHOTO 10 BPEMEHHU
ClaBJIeHUs BOPOTHOM BeHbI (20-e cyTku
0T Hayajla SKCIEPUMEHTA): JBYSJepHBIN
TeMaToONUT ¢ YeTKO OTPaHUYEHHONH MeM-
OpaHoii U kpynHbIMH siapbiikamu. (JI.B.
Pauox). VYB. 9800. 6 - KapAMOMHOLIUT
KPBICBI C IBYMSI SIIPBIIIIKAMH HA 3-H CYT-
KM TI0CJI€ OKKJIFO3MH JIEBOM KOPOHAPHOM
aprepuu (T.H. Adpanacbesa).
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Puc. 28. Bonpmioe uncio (6 BMecTo 2-3 B KOHTPOJIE) SAAPHIIIEK — ITIaBHBIX 1eHTpoB cuHTe3a PHK —
B siip€ TUIEPTPOPUPOBAHHOTO IEMaTOINTA.
Buytpuopranounnas perenepanus. YB. 15000 ([.C. Capkucos, 1977)
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3.3.2. AKTUBAIIUAl TEHETHYECKOr0 ANNAaPaTa KJIeTKU B OTBET HA
MOBPeXKIeHHE

Puc. 29. DneKTpOHHO-MUKPOCKOTMYECKUN painoaBTorpad rneyeHu KpbIChl OCTE 3aTPaBKH €€
CCl4: B sinpe remaTonuTa, Mo BEPruIerocs BEIPaXKEHHOM KUPOBOW AUCTPO(UH, OTMEUACTCS aKTHB-
Hbii cuHte3 PHK — MHOXecTBeHHBIE cKOoTUieHUd 3epeH. YB. 25000.

Bo3MosxHO, CO BpeMeHeM Takasi KJIeTKa MOTHOHET, HO MoKa OHa (PYHKIIMOHUPYET, HILTFOCTPUPYS
BBICOKHE BO3MOXXHOCTH BHYTPUKJIETOYHON HEPT€TUKU B OTHOIIEHUH KOMIIEHCAIIMH MaTOT€HHOTO
BozaeiictBus ([.C. Capkucos).
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Puc. 30. DneKTpOHHO-MHKPOCKONTUYECKHA panoaBTorpad meueHu KPbIChI MOCIE NHTOKCUKAIHH
CCly: uarencusnbiii cuate3 PHK B siipe remaronuTa, mMoABEPrIIerocs BHIPAKCHHON BaKyOJIbHOM
muctpopuu. YB. 20000. (I.C. Capkucos, 1977).
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Puc. 31. UIHTEHCUBHBIN CUHTE3
PHK B ueTsIpex saphIIKax
rUnepTpoGUPOBAHHOTO Tema-
tonuTa. ¥YB. 15000
(1.C. Capkucos, 1977).

Puc. 32. CxemaTnueckoe u300paxeHue
KOMITEHCATOPHO-TIPUCIIOCOOUTENTEHOM
peakuuu sApeIek (TunepTpodus u Tu-
TIepIUIa3us), COMPOBOXKIAIOIICHCS yBe-
JMYEHUEM KOJIMYECTBA Pa30BOr0 BBIXOAA
PHK B nuromniasmy 1 4acToThl 3TUX BbI-
xonoB (/1.C. Capkucos, 1977).
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Puc. 33. Ilepexon cunte3supoBanHoil B siape PHK B iuTonnasmy.
V8. 70000 (/1.C. Capkwucos, 1977).
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Puc. 34. SIapeIiko rematonuTa ¢ IByMsl 30HaMU T€TePOXPOMATHHA Y SAEPHON 000JI0YKH — MOIXO-
IS K siZIEpHOM 000JI0UKe, SAPHIIIKO Kak Obl cOpackiBaeT ¢ cedst cuaTesupoBannyro PHK. VB. 50000
(d.C. Capxucos,1977).

36



3.3.3. JlunaMuKa peakuy reHeTHYeCKOro anmnapara KJjieToK
NeYeH! B OTBET HA MOBPexAalolee Bo3aeiicTBHe

Puc. 35. Cunre3 JIHK B nedenu mpiieit B reuenue 3 cyt. mocie BeeneHust CCls. Peskuit momxbem
CUHTETUYECKON aKTUBHOCTH T'e€MaTOIIUTOB Ha 2-€ CYyTKHU:
a — onbIT; 6 — koHTpOoIb ([1.C. Capkucos, 1977).
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Puc. 36. N3menenue conepxxanus PHK, JIHK, 6enka, cuare3a PHK B nevyeHn B pa3iMuHbIe 3Tarmbl
HapacTarouei HeJ0CTaTOYHOCTH KPOBOOOPAIIIEHHUs TPABOKEITYI0YKOBOT'O THUIIA Y COOAK
(A.A. KpuBuuk, 1979).
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Puc. 37. Vzmenenne conepxxkanust PHK, JIHK, 6enka, orHomenunit PHK//IHK u 6enox//IHK nede-
HU B niporiecce pa3putusg X TIIII ¢ mepexoioM B Iuppo3 oprana y Kpbic (B % K KOHTpoio): 1 —
PHK; 2 — IHK; 3 — 6emok; 4 — PHK/JIHK; 5 — 6emox//IHK
(A.A. Kpuuuk, B.H. I'ananosuu, 1979).
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I'nasa 4. TU30COMAJIbHASI CHCTEMA H EE
PEAKIUSA HA ITIOBPEX/JAIOUEE BO3JAENCTBHUE

JInzocomMbl — BHYTPUKJICTOYHBIC OpPraHEUIbl, UMEIOIINE BaKyOJIECTOA00HYIO
CTPYKTYPY U XapaKTepU3YIOIIHECS 3HAYUTEIIbHON reTepOreHHOCTBIO.

JIuzocomanbHasi cucTeMa BKIIIOYAET B ceOsl CIEAYIONIME TPYMIbl JTH30COM:
NEepBUYHBIC, BTOPUYHBIE JTU30COMBI ayTO- U reTepo(arnyecKoro TUna U OCTaTOYHbIC
Tesbla (MOCTIU30COMbBI, MUETTUHOTIOJOOHBIE CTPYKTYPHI).

llepsuunvie 1u30combl 3aTIOJTHEHBI TOMOTEHHBIM MEJIKO3EPHUCTHIM MAaTPUKCOM
U OKPY>KEHbI OJJHOKOHTYPHOH JUMONPOTEMHOBOM MEMOpPaHOW, OTJEICHHOW OT MaT-
pHUKCa 3JIEKTPOHHO-TIPO3pavyHbIM opeosioM (puc. 38). IlepBuuHbIE TU30COMBI COJEP-
XKaT pa3HOOOpa3HbIe THIPOIUTHYECKHUE (PEPMEHTHI, KOJMYECTBO KOTOPHIX JOCTUTACT
80.

Bmopuunwie nuzocomsr (puc. 38, 39, 40, 41) 0O6pasyroTcs myTeM CIUsSHUA Tep-
BUYHOM JIN30COMBI C BaKyOJISIMH, COACPKAITUMU KOMITIOHEHTHI, TOJIeXkKAIUE JIeTrpa-
JAIUU KJIETOYHOro (ayTo(aroim30CoMbl) U BHEKJIETOYHOTO (reTepodaroyin30CoMbl)
MIPOUCXOKJICHUS.

Bropuunbie TH30COMBI HIMEIOT HEOTHOPOIHBIM MAaTPUKC, OKPY)KEHBI IBYXKOH-
TypHOH MeMOpaHO#, colep)kKaT, KaK ¥ TEPBUYHBIC JIM30COMBI, THIPOJIUTHICCKUC
(bepMeHTHI.

AyTodaroanzocomsl conepxaT yrpaTuBiiue (yHKIIMOHAILHOE 3HAYEHHUE CYO-
KJIETOYHBIE CTPYKTYPHI (MUTOXOHJIPUH, YYACTKH DHJIOTIA3MAaTUIECKOTO PETUKYITyMa,
MIEPBUYHBIC JIN30COMBI, BaKyOJIH), MOTYT JIOCTUTaTh OTPOMHBIX pa3MmepoB (puc. 39 a,
40, 41). lna rerepodaroii30coM XapakKTepHO HAIMUYWE AJIEKTPOHHO-TUIOTHBIX (TEM-
HBIX) KOJBLUEBUIHON WU OKpyrio (opmbl rpanyn (puc. 44). JlokanuzyroTcs: BTO-
pPHUYHBIE JIN30COMBI, IPEUMYIIECTBEHHO, OKOJIO KETYHOTO Kamwuisipa (nepudunmap-
Has 00J1acTh).

OcmamouHnvle menvya COIEPKAT HE MOAJNEKAlIue Aerpajalnuu cyOcTparsl,
KCEHOOMOTHKH | TIPEACTABIISIIOT COOOM BaKyOJIH, 3aMOJHEHHBIC TIJIOTHBIMUA M OCMHO-
bunsHBEIME TpanysaMu (puc. 43), uin MuenuHonoAo00HbIe Ghurypsl (puc. 42). ['mapo-
JuTHYeCKue (epMEHThI B HUX OTCYTCTBYIOT. OCTaTOUYHBIE TeNblla YAQISIOTCS W3
KJICTKH ITyTEM DK30IIMTO32, TTONaaas B )KSITYHBIA KaUJUISP.

B kieTkax medeHw 370pOBOTO OpraHWU3Ma COJICPIKATCS Kak IEPBHYHBIC, TaK U
BTOPHYHBIC JTU30COMBI. [Ipy MOBpEXKICHUH YHCIIO UX BO3PACTACT TEM 3HAYUTEIBHEE,
4eM CUJIbHEE MOBPEKICHHE.

e AyB, oTKpbIB B 1953 r. HOBbIE BHYTPUKJIETOUHBIE CTPYKTYPhl — JIN30COMBI,
roJiaraji, 4To TOCIEIHUE MPEACTABISIOT COOON «MEIIKW», HANOJHEHHbIE HAOOpOM
dbepMEeHTOB I «CaMOyOMICTBA KJIETKW». Takoe MPEeNCTaBICHHUE O POJH JIM30COM
IpeTepresio B MOCIEIYIOINIEM CYLIECTBEHHOe n3MeHeHHe. CerogHsi M3BECTHO, UTO
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TUAPONUTHYECKUE (PEPMEHTHI HEOOXOMMMBI JJIsi HOPMAIBHOU KU3HENEATCITLHOCTH
KJIETKH M OpraHa B IIeJIOM. B ompeneneHHbIX, CPaBHUTEIHbHO HEOOJBIINX KOJUYe-
CTBaX, OHU OCTOSIHHO MOCTYIIAOT U3 JIN30COM B LIUTO30JIb.

B ornnuue oT apyrux CyOKJIETOUHBIX CTPYKTYp, OOECHEUMBAIOIIUX MPEUMY-
IIECTBEHHO aHAOOIMYECKUE MPOLIECCHI, TU30COMBI OTBETCTBEHHBI 32 KaTabOIMUECKUe
npoiieccbl oomMeHa. OJTHO W3 OCHOBHBIX ()YHKIIMOHAJIBHBIX HA3HAYECHUM JIM30COM —
Jerpajanys yTpaTUBIIUX CBOE (DU3HOJOTHYECKOE 3HAYEHUE KOMIIOHEHTOB KJIETKH,
aKTUBHOE y4acTUE B JIMKBUAAIMN aBAPUIHBIX COCTOSTHUM.

[IponyKThI TUAPONN3A MOBPEKIACHHBIX CTPYKTYP KIETKU MPEICTaBISAIOT COOOM
MOHOMEpBI, KOTOpBIE SIBISIOTCS MCTOYHUKOM IUIACTUYECKOTO OOECTeUeHUs KIIETKU
JUISl IPOLIECCOB BHYTPHUKJIETOUHOW pEreHepalny U NMUTaHus. TeM cambIM JIM30COMBI
HE TOJIbKO OYMILAIOT KJIETKY OT MPOJYKTOB pacnaaa, HO U 00eCleUnuBalOT peyTHIIN-
3aIUI0 MOCIEIHUX, MPUHUMAS Y4aCTHE B KJICTOYHOM MUTAHUU.

JIumb 3HAYMTENIPHOE YBEJIMYEHUE JIM30COMAJIBHBIX TUApPOa3 THMOEIbHO IS
kJeTkd. OHO 00ecreunBaeT anonTo3 — IeHETUYECKU 3alporpaMMHUPOBAHHYIO, T. €.
OISITh-TAKU HYKHYIO Ha OMPEJEICHHOM JTare rudenb KieTku. Miu oka3biBaeT Hera-
TUBHOE pa3pylIAONIee JEHCTBUE HA KIIETKY MPU €€ MOBPEXKICHUU MTaTOr€HHBIM arcH-
TOM.

Takum 00pa3zom, B OOBIYHBIX (DU3UOJIOTHUECKUX YCIOBHSX JIN30COMBI BBITIOJI-
HSIOT 1O CYTH JIeJia POJIb CAHUTAPOB, OCBOOOXIask KIETKY (2 B ONPEIETIEHHOM CMBbIC-
Jie ¥ OpraH B LIEJIOM) OT OajljlacTa, HAaKaIJMBAOIIETroCs B MPOLIECCE KU3HEACSATEb-
HOCTH IOCJIETHEN.

C Takol TOYKM 3pEHHS U CIEAYET OLIEHHBAaTh W3MEHEHHS B JIM30COMAJIBHOU
CUCTEME, Pa3BUBAIONIMECS B PA3JIMYHBIE 3Tambl MPOILECCA MOBPEXKICHUS KIIETKH.
CyTb UX CBOJIUTCS K CICAYIOLIEMY:

B nepByto craauio nporecca NOBpEXKACHUS 3IEKTPOHHO-MUKPOCKOITUYECKH U
MOP(POMETPUYECKHA PETUCTPUPYETCS] CHUKEHUE B KIIETKAX OOILEro Yyncia JU30COoM 32
CYET MaJIeHUs IEPBUYHBIX (POPM, aKTUBHO MCIIOJIB3YEMbIX Ha ayTo- U rerepodarnye-
CKHE TPOILIECChl, YTO HECOMHEHHO CJIEAYEeT paclieHUBaTh Kak Hanbosee paHHee Mpo-
SBJICHHE HAa CYOKJIETOYHOM YPOBHE PEaKIMii KOMIICHCAIIMHU 332 CUET TOTOBBIX, MPE/I-
CYILIECTBYIOIIMX MEXaHU3MOB. JlaHHasi peakiysi HalpaBJieHa Ha «OUUILEHUE» KIIETKH
OT HAKaIJIMBAIOIINUXCS B M30BITKE MPOAYKTOB U3HAIIUBAHUS. Y JICIBHBINA BEC BTOPHUY-
HBIX JIM30COM (ayTO- U TE€TEPOJIM30COM) HECKOJIBKO BO3PACTACT B CHIIY YKa3aHHBIX
BbIIIE 00CTOATENBCTB (pUc. 45). OTHOBPEMEHHO € ATUM OBICTPO M PE3KO HAPACTAIOT
MPOSIBJICHUSI TI0JIOMA, TMOBPEKICHUS JM30COMaJbHBIX MeMOpaH. X 4yBCTBUTENb-
HOCTb K JICCTBHIO MOBpekarIiero areHra (tputona X-100) 3HaAUUTENHHO yBEJH-
yuBaeTca. MakcuManbHbIM oabeM HA ruapona3 Bo3HUKAET MpH 3HAYUTEIHHO 00-
Jie€ HU3KUX €ro KOHILIEHTpPAlUsX, & BBICOTA MOJbEMA CTAHOBUTCSA BCE MEHEE 3HAUM-
TenpHOU (puc. 46 a, 0, 8).
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[IpoHuiaeMocTh JIM30COMAIbHBIX MEMOpaH, KOCBEHHBIM IOKa3aTeleM KOTO-
POl SIBJISIETCS OTHOIIEHUE HECEIUMEHTUPYeMOU akTHUBHOCTH ruipoia3 (HA) k o6-
nieit (OA), noBblaercs Ha (oHE yBEIMYECHHS HECEAMMEHTHPYEMOM M CBOOOAHOM
AKTUBHOCTHU THAPOJIUTHYECKUX (pepMeHTOB (puc. 47, 48).

CrycTsi HECKOJBKO JHEW WM HeAeNb (BO BTOPYIO CTaJuIO MPOIEcca) KapTUHA
MeHseTcd. O0miee ynuciao IM30COM UHTEHCUBHO HapacTaeT (puc. 45). I xots yBenu-
YUBAETCS COJEp)KaHUE BTOPUYHBIX U MEPBUYHBIX (OPM, TJIaBHBIA BKJIAJ B 3HAYH-
TEJIBHBIM POCT YMCIIA JIM30COM OIISITh BHOCAT, KaK U B HOPME, IEPBUYHBIE JIN30COMBI,
CUHTE3 KOTOPBIX WHOTJA YyJIBaMBAETCA U YTpauBaeTCsA. 3aMETHO YBEIUYMBAETCSA
YCTOMYMBOCTD JIN30COMAJIbHBIX MEMOpPAH K MOBPEKIAIONIEMY BO3AeHCTBIIO. Makcu-
MajbHBI oabeM HA ruaponas nocne aeiictBus tputoHa X-100 caBuraercs B CTo-
poHy OoJiee BbICOKMX KOHILeHTpauui TputoHa X-100 (puc. 46 2), a BbIcoTa 3TOro
MOIbEMA MOCTENEHHO YBEIMYMUBAETCS, MPUOIMKASICh K YPOBHIO KOHTPOJIA (puc. 46 1,
e). [IpoHHIIaeMOCTh JIM30COMAIIBHBIX MEMOPAH €CIM U HE HOPMAIIM3YETCs, TO 3HAUU-
TEJIbHO MPHUOIMKAETCS K UCXOJHOMY YpOBHIO. CHUKAIOTCS, HEPEJIKO /10 MCXOJHBIX
3HAYEHU, BCE BUJbl aKTUBHOCTHU (HanboJiee 3HAaUUTEIbHO HECEAUMEHTUPYEMOM ) JIH-
30coMabHBIX epMeHTOB (puc. 47, 48). Crnenyer moa4YepKHYTh, UTO yaenabHas dep-
MEHTaTHBHas MOIIHOCTb JHM30COM, omnpenensemas oTHomenueM HA ruaponas k
CpPEIHEMY COJIEPKaHHUIO JIM30COM B KIIETKE, MHOI/A HECKOJIbKO CHU3MBLIASCSA B
NEPBYIO CTAJIMIO MPOLIECcCa, 3HAYUTENBHO BO3pacTaeT (CM. Tadi.), YTO CBUIETEIb-
CTBYEeT 00 YBEIMYEHUH (PYHKIMOHAIBHBIX PE3EPBOB JM30COMAJILHOM CHCTEMBI Ha
ATOM 3Tarle Mmpolecca.

B Tpetbto cTaamio mpolecca MoBpexIeHUs Ha (JOHE BCe ellle JOCTATOYHO BbI-
COKHX 3Hau€HUH OOIIETo YKciia JU30COM KOJUYECTBO MEPBUUHBIX (POPM PE3KO Majaa-
eT (puc. 45) 3a cyeT aKTUBHOTO UX MCIOJB30BAHUS B ayTO- U TeTepodarudecKux pe-
aKIUSIX M CHIDKCHUSI CHHTE3a HOBBIX opraHesl. [IpoHuIaeMocTh JIM30COMabHBIX
MeMOpaH U aKTUBHOCTh THpPOJIa3 B TOMOre€HaTe BHOBbL PE3KO Bo3pacTaeT (puc. 47,
48), yTO HapALy C KaTacTpOPUUYECKH HU3KUM DHEPreTUYECKUM M IIACTUYECKUM
oOecreyeHueM KJIETKH, SIBISIETCS BaXHOW COCTABIISIONIEH B MEXaHU3ME €€ TMOelu.
[IpoaomKUTENBHOCTD KaX/I0M U3 CTAIUN MpoLecca MOBPEKIACHUSI CUIIBHO BapbUPYET
B 3aBUCHMOCTH OT Kau€CTBEHHBIX OCOOEHHOCTEW, OIpeNeleHHON crneuu(puuHOCTU
MOBPEXKAAIOIIETO areHTa, ero J03bl, CUJIbl, KPATHOCTH U MPOAOKUTEIHHOCTH BO3-
neiictBusi. MiMeroT 3HaueHne M peakTUBHOCTh OpraHU3Ma, Pa3IMyHOTO poja JIOMOJ-
HUTEIbHBIE (PAKTOPBI, AKTUBU3UPYIOILIME WM, HAMPOTHUB, MOAABISIONIME KOMIEHCa-
TOPHO-TIPUCTIOCOOUTENIbHBIE PeaKuu. Mexay peakuusMHu pa3IuyHbIX OpraHesul Cy-
IIECTBYET TECHEWIIAsl CBSI3b U B3aMMO3aBUCUMOCTb.
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4.1. INBOCOMAJBHASI CHCTEMA B MHTAKTHOM OPI'AHE

CpCAHAA U3 KOTOPLIX MEPBUYIHAA, & OCTAJIbHBIC

b

JInzocomel

Puc. 38. OI' nedyeHn NHTAKTHOMN KPBICHI:

— BTOpUYHBIE. BUIHEI ente MUTOXOHIpUH, 39P 1 MUKpoTenbIe

1976)

B.A. TyxenbsH,

b

17}

(A.A. TTokpoBckH
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4.2. CTPYKTYPHBIE IPEOBPA3OBAHUSA JIN30COMAJIBHON CUCTEMBI

a) B pa3jiM4yHbIe dTANbl PA3BUTHS IKCTPANEUYEHOUYHOTO X0JIecTa3a, 3aBep-
[IAIOIIEroCs JIeTAJBHBIM HCXO0A0M.

o

Puc. 39. OT" neuenu kpbIChl ¢ 1-HEAETBHBIM X0JIECTA30M: @ - PE3KOE YBEJIIMYEHHUE YUCIIa IEPBUYHBIX
JIU30COM B TenaToNuTe (B IGHTPE — OrpOMHas ayTodaToan3ocoMa) u 0 - B Kyr(pepoBCKOM KIETKE
(B.IO. 3unoBkuna, 1982).
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Puc. 40. DI meueHn KPBICHI C 2-HEACTBHBIM XO0JIECTa30M: OTPOMHBIX pa3MepoB, ayTo(haroan3ocoma,
3aHMMAIOIIIAsl TOYTH BCE MOJIE 3pEHUsI, COoAepKallas MOBPEKICHHbIE MUTOXOHIPUH, YYACTKHU Tpa-
HYJISIPHOW DHIOTUTA3MATHYECKOM CeTH, TICPBHYHBIC JTM30COMBI, YACTHYHO IepeBapeHHbIC (pparMeH-

ThI; OKpPY>KE€Ha XOPOIIIO 3aMETHOM JBYXKOHTYpHOI MeMOpaHnoii (B.1O. 3unoBkuna, 1988).

Puc. 41. OI' meuenu KpbICHI ¢ 2-HEACTBHBIM X0JIECTA30M: YBETUUCHUE YHUCIIa BTOPHYHBIX ayTO-
¢daronmmzocom (3 B mone 3penust). (B.FO. 3unoBkuna, 1988)
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Puc. 42. OI" nedenu KpbICHI ¢ 2-HEACIBHBIM X0JIECTa30M: OIPOMHBIX pa3MepPOB MOCTIM30COMA WU
OCTaTOYHOE TeJblle (MUETHHONO100Hasa cTpykTypa) (B.1O. 3unoBkuna, 1988).

Puc. 43. OI' nedyenu ¢ 3-HEAEIbHBIM XO0JIECTA30M: B IEHTPE OIPOMHOE OCTATOYHOE TEJbIIE, COJIEp-
JKalee JEKTPOHHOIUIOTHBIE TPaHYyJIbl; PSIZIOM MHOMXKECTBO OCTATOUHBIX TEJICL] MEHBIIIUX Pa3MeEpOB.
(B.1O. 3unoBkuna, 1988)
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0) mocJie NpoBeieHUA MPOLeYPbl TeMOCOPOLMH:

Puc. 44. OT" neyeHu KpbIChI OCIIE MPOBEACHUS IBYXKPATHON reMocopO1nu, coueTaromeics ¢
BHYTPUBEHHBIM BBEICHUEM I'€MO/Ie3a: @ - yJaCTOK KyIN(epOBCKOM KIETKH C YBETMYEHHBIM YHCIOM
JIM30COM, CPEIM KOTOPBIX MPEe00IalaloT BTOPUYHbIE — IeTepodaroan30coMbl, colepKaline reMo-

ne3; O - y4aCTOK renaTronuTa, CoaepKamui 2 nepBUYHbIE U 2 BTOPUYHBIE reTepodaroan30CoMbI.
(1.B. I'punsbko, 1985)
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4.3. JTAHHBIE MOP®OMETPHUU U TOBPEKJIAEMOCTH

JIN30COMAJIBHBIX MEMBPAH
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Puc. 45. IameHnenue o011ero yucia 1u30coM (B % K KOHTPOIII0) U COOTHOIICHHUS
X TIEpBUYHBIX [_| ¥ BTOpHYHBIX [] GOpM B AMHAMUKE PA3BUTHUSL:
A - skctpanedeHouHoro xojnectasa (B.1O. 3unoBkuna, 1988); b - xpoHuueckoro renatura ¢ nepe-
XO0JIOM B LIUPpO3 Ne4YeHU U B - moaneueHouHoi popMbl HOPTAIBHOMN TUIIEPTEH3UH
(JI.LU. Payok, 1985).
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4.4, JTMHAMUKA U3MEHEHUA MIPOHULAEMOCTHU JIMN30COMAJIbHBIX
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Puc. 46. I3menenns HA xucion JIHK-a3sl ipu 1elicTBUM HapacTaOMMX KOHIIEHTPAUUKA HENOHHO-
ro gereprenra TputoHa X-100 B romorenare ne4eHu Kpoic ¢ paznuuHbiMu cpokamu X TIIII:
— —VHTAKTHBIA KOHTPOJIb;, === X TTII1 @ — 7, 6 — 26 nueli; 6 — 6, 2 — 10, 0 — 20, e — 36 Henmenb.
ITo ocu aberuce — HA (B % K HCXOAHOMY YPOBHIO); TI0 OCH OpJIMHAT — KOHIIEHTPALlUU TPUTOHA, X
—100: 0,005; 2 - 0,10; 3 -0,020; 4 — 0,050; 5 —0,100; 6 — 0,200; 7 — 0,500 %. (T.H I'mmuckas,

1992).
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4.5. @OYHKIAOHAJIBHASL AKTHBHOCTb JIN30COMAJIBHOH CHCTEMBI B
JUHAMMUKE PA3BUTUSA TATOJIOI'MYECKOI'O ITIPOLUECCA
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Puc. 47. lunamuka usmeHeHust HecermeHtupyemoit aktuBHoctd (HA) ruaponas neyenu (B % k
KOHTPOJIIO), KOCBEHHO OTpa)karoliee MPOHUIIaeMOCTh TU30COMaIbHBIX MEMOpPaH, B Mpoliecce pas-
BHUTHS DKCTparneueHoyHoro xoiecrasa y kpoic (B.1O. 3unoBkuna, 1988): 1 — kuciple KaTerncuHbl; 2
— xucnast PHK-a3a, 3 — kucnas JIHK-a3a, 4 - /] ranakro3uaasa, 5 — kucnas ¢pocdarasa.
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Puc. 48. VI3ameHeHMs MPOHUIIAEMOCTH JIN30COMANIbHBIX MeMOpaH KJIETOK redeHH (B % K MCXOIHOM
BEJIMYMHE) TIPH MPOTPECCUPYIONICH 3aCTOMHON HEJOCTAaTOYHOCTH KPOBOOOpAIIEHUS MPABOXKETY-
JIOYKOBOTO Tuma (Tpu BEHO3HOM 3acTtoe meueHu) y cobak: 1 — CA/OA, 2 — CA/OA ]JI-
rajaKkTo3u/]1a3bl IEYEHHU; aKTUBHOCTh CHIBOPOTOUYHBIX KaTterncuHoB (3). (A.A. Kpuuuk, 1973).
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YciaoBHast (pepMEHTATHBHAS MOLIHOCTD JIU30COMBbI

(cTeneHb HACHIIEHUS THAPOJIA3aMH) MeYeHH KPbIC B Pa3IuYHble CPOKH Pa3BU-
THS JKCTpanevYeHo4Horo xojecrasa (B.FO. 3unoBkuna, 1988)

Cpoku Kuciabie «-PHK 2351 k-THKa3b1 B, A- Kuciaas
IKCNEPUMEHTA | KaTeNnCHHBbI rajakro3uaasa | ¢pocdaraza
KonTpoJas 9,3 (100%) 1,8 (100%) 4,3 (100%) 4,5 (100%) 1,8 (100%)
IX —12 gac 7,5 (80%) 1,8 (100%) 5,7 (133%) 3,7 (82%) 2,0 (56%)
IX —1 Hen. 8,0 (86%) 1,5 (83%) 3,6 (84%) 4,1 (91%) 1,5 (83 %)
X — 2 Hen. 14,4 (155%) 2,3 (128%) 5,7 (133%) 7,6 (169%) 2,3 (128%)
X — 3 Hen. 106 (114%) 1,8 (100%) 7,4 (172%) 6,4 (142%) 2,1 (107%)
KOHTPOJIBHBIE BOITPOCBI

1. Ilepeuncnure OCHOBHBIE CTPYKTYpPHBIE OTIMYUTEIbHBIE OCOOEHHOCTU MUTO-
XOHJPUI HHTAKTHOTO OpraHa.

2. HazoBute Hambosee paHHUE CTPYKTypHblE U3MEHEHHUS MUTOXOHIPHUM NpuU
MOBPEXKICHNUN KIIETKH.

3. OxapakTepu3ynTe JUHAMHUKY CTPYKTYPHBIX U3BMEHEHU MUTOXOHJIPUN B XO-
JI€ pa3BUTHUS XPOHUYECKOTO MOPAKEHUS OpPraHa.

4. YeM XapakTEpHU3YIOTCS CTPYKTYpPHbIE M3MEHEHUS MUTOXOHIPHUA MpU MO-
BPEKICHNUN KIETKA?

5. Uto oTpaxaeT BbIpaXXEHHUE «MUTOXOHAPHUMU THUIA ONTUYECKHA MYCTHIX MeELI-
KOB»?

6. laiite rpadguueckoe U300pakeHUE TUHAMHUKU W3MEHEHUs 4ucia MUTOXOH-
JPHil B IPOLECCE XPOHUUYECKOIO TOKCUYECKOTO MMOPAKEHHsI OpraHa, 3aBEpIIArOIIero-
Csl €10 TUOEIIBIO.

7. Haiite rpaduyeckoe M300paxeHHe TUHAMHKUA MU3MEHEHHs CPEIHEro 4ucia
KPUCT B MUTOXOHJIPUSX MOPAKEHHOI'O OpraHa B Pa3ju4HbIE dTANbl pa3BUTHUS IIPOLEC-
ca.

8. [aiite rpaduueckoe n3o0pakeHue TMHAMUKYA U3MEHEHUS CpEeIHEN MII0Iaau
MUTOXOHJPHUIA B MPOLIECCE XPOHUUECKOTO TOKCMYECKOTO MOPAKEHUs OpraHa, 3aBep-
HIAIOUIEr0Cs BBI3IOPOBICHUEM.

9. Haueptute rpaduk, oTpaxawomuid auHamMuky usMmenenuss KOOM B xoxe
Pa3BUTHUS XPOHUYECKOTO MOPAXKEHHUSI OpraHa, 3aBepUIAIOLIErOCs €ro ruoenblo.

10. [aiite rpaduueckoe H300pakeHUE IMHAMHUKUA HM3MEHEHHUS aKTHUBHOCTU
MUTOXOHJIPHAJIbHBIX (DEPMEHTOB B XOJ€ Pa3BUTHS XPOHUUECKOTO MOPAXKEHHs Opra-
Ha, 3aBEPIIAIONIETOCS: a) BBI3IOPOBICHUEM U 0) THOCIBIO TUIOA.

11. Jla#ite rpadudeckoe n3o0pakeHNE NTUHAMHUKNA U3MEHEHHS (yHKIIMOHATb-
HBIX PE3€PBOB MUTOXOHJPHI B XOJE PAa3BUTHA XPOHUYECKOIO MOPaXEHHs OpraHa,
3aBEPIIAIOIIETOCS: a) BRI3IOPOBIICHUEM U 0) THOEIIBIO OpraHU3Ma.
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12. Tlepeuucnure MpU3HAKHU, OTPAKAIOIINE KOMIECHCATOPHBIE PEAKLIUU MHUTO-
XOHJIpUI B OTBET HA MOBPEXKICHHUE KICTKH.

13. Kak kimaccupuuupyroTcsi CTpyKTypHbIe 00pa3oBaHus JIM30COMAJILHON CH-
CTEMBI?

14. Kakue nu30coMbl (TIEPBUYHBIEC WJIM BTOPUYHBIE) Mpeo0IagaloT B MHTAKT-
HOM oprane?

15. Kakue ¢popMbl BTOpUYHBIX JTU30COM MPe00IiajaloT B UHTAKTHOM OpraHe?

16. OxapakTepusyiiTe AMHAMUKY CTPYKTYPHBIX W3MEHEHUN JTU30MAaJIbHOM CH-
CTEMBI B X0JI€ Pa3BUTHS ATOJOTMYECKOIO MpoIiecca B OPraHe.

17. Haueptute rpaduk, oTpaxaroumii 1nHaMuky u3Menenuit HA runponas B
JUHAMUKE Pa3BUTHUS MATOJIOTMYECKOTO MpoLiecca B OpraHe, 3aBepLiatolierocs ruoe-
JIbIO0 OpraHu3Ma.

18. Haueptute rpaduk, oTpakaromuid JMHAMUKY U3MEHEHUH MPOHHUIIAEMOCTH
JIU30COMaJIbHBIX MEMOpaH B JUHAMHUKE Pa3BUTHUS MATOJOTMYECKOTO IMpoliecca B Op-
raHe, 3aBEpIIAIOIIEroCcs: a) BbI3I0POBICHUEM U 0) THOEIbI0 OpraHu3Ma.

19. Kakoe cBOMCTBO JIM30COM OTpakaeT rpoda ¢ TputoHom X-100.

20. JlaifTe maTOreHeTUYECKYIO OLIEHKY PE3KOT0 YBEITUYCHUS YHCia BTOPUYHBIX
JU30COM Ha (JOHE YMEHBILIEHUS YKCia MEPBUUYHBIX JTU30COM.

21. JlaliTe TaTOr€HETUYECKYIO OLIEHKY YBEJIMUYEHUsS OOLIEro 4Mcia JIM30COM C
MPEUMYIIECTBEHHBIM POCTOM YHCJIa IEPBUYHBIX (HOPM.

22. Jlaite rpadudeckoe M300pakeHHEe TUHAMHKKA M3MEHEHHI 00Iero 4mcia
JU30COM, YIEJIBHOTO Beca MEPBUYHBIX M BTOPUUYHBIX UX (OPM B X0JI€ pa3BUTHS Ma-
TOJIOTHYECKOr0 MPOLECCa B OpraHe, 3aBepUIAIOLIErocs ero ruoenblo.

23. TlepeunicnuTe OCHOBHBIE CTPYKTYPHBIE OCOOEHHOCTHU SApa KIETKH WHTAKT-
HOTO Oprasa.

24. HazoBuTE CTPYKTYpHBIC H3MEHEHHS Spa P 0OpaTUMOM M HEOOPATUMOM
MOBPEXKICHUN KIICTKH.

25. Kakue u3MeHeHus B AJIpe KJIETKH SBISIOTCS MOP(HOJIOTHYECKUM BBIpaXKe-
HUEM KOMITEHCATOPHBIX PEAKINI MpU MOBPEKICHUN?

26. Kakue n3MeHeHusl B siipe KIETKH BeAyT K ee Truodenu?

27. Jlaitte rpaduyeckoe M300pakeHHE NUHAMHKUA W3MEHEHUS COJACpP)KaHUS B
romoreHanTe oprana PHK B xozxe pasButus mpoiiecca, 3aBepiiaronerocs: a) ruoe-
7610 ¥ O) BBI3OPOBICHUEM OpPraHU3Ma.

28. Jlaiite rpaduueckoe M300pakeHWE NTUHAMUKH U3MEHEHUS COJICp)KaHUs B
romoreHante oprana JIHK B xone pa3Butus mporiecca, 3aBepliarolierocs: a) ruoe-
7610 U 0) BBI3OPOBIIEHUEM OpraHU3Ma.

29. llaiite rpaduueckoe M300pakeHWE NTUHAMUKU U3MEHEHUS COJICp)KaHUs B
TOMOTE€HAHTE OopraHa OejKa B XOJie pa3BUTHs MPOIECcca, 3aBEPIIAIOIIECTOC: a) rude-
7610 U 0) BBI3OPOBIIEHUEM OpraHU3Ma.

30. [lepeuncnure Mopdonorudeckue (CTPYKTYpHBIC) NPU3HAKH W3MECHCHHIM
CYOKJIETOUHBIX CTPYKTYP KJIETKH IPU 0OPaTUMOM €€ MOBPEKIACHUH.

31. 3akpbIB MMOAPUCYHOUHBIE TOJITUCH, IMOCTAPANTECh TPAMOTHO (IIPABUIIBHO)
MIPOKOMMEHTHPOBATH CYTh U3MEHEHUN CO CTOPOHBI CYOKJIETOUHBIX CTPYKTYp Ha MPH-
BEJICHHBIX B «ATJIace» 3JEKTPOHHOTpaMMaXx, M IaTh UM IMaTOT€HETUYECKYIO OLIEHKY.
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