8.9. [Jeessmasi Memadpa3sa (y3): asepucynpakoHmyp SBPUOPIrAHU3 M-

KIIETKU-3

8.9.1. O6bwas cxema

B s1o#i Metadaze B ponm menesamaromiero (B manHoMm ciydae 3Bpu-OYBU, mm SBPUT'EI'EMOHA)
ypoBHs BeicTynaeT yposenb DBPUOPI'AHU3M, unn v;-OPI"TAHU3M, cooTBeTcTByIOLIUE Apycy «0» B uepap-
xuu. B pomu D9BPUMHJANBUIAOB Brictynator KJIETKH-3 (1.€. 6onee cnoxubie, uem KIIETKU-2): apyc «-3»
(puc. 8.15). Crpykrypuzauusi BHyTpu SBPUOPTAHU3MA mnojiHas: B HEM BBIIENEHBI Kak spyc DBpUTPUO
(«OBpuTKaHEi», T.€. «Y3-TKaHeW»), Tak U Apyc IBpHKACT («DBPHOPraHOBY», T.€. «}3-OpraHoBy»). Becpma cyiie-
CTBEHHO, YTO BO3HUKHOBEHUE HOBBIX IBPUCTPYKTYD («Y3-TKaHEN» U «Y3-OpraHOBY») He 03Hauaem 3IVMUHALUY,
yCTpaHEHMs paHee BO3HUKIINX MCEBJO- U KBA3UKIETOUHBIX CTPYKTYP KaK MPOSBICHUN NEATENBHOCTH MpeLle-
CTBYIOLIUX B MeTa’Bodtouuu xuoro ncespocymnpakontypa [ICEBAOOPI'AHU3M-KJIETKHM-1 u xBasucyn-
pakonTypa KBA3MOPI"”AHU3M-KJIETKU-2.

8.9.2. O6bwas xapakmepucmuka

Jlannas meradasza OMO-METa’BOMIOLNMU — TPeThs, KoTopyto peanusyior MHAWMBUBI-KJIETKU (3BKa-
puotndeckue kiuetku) B pamkax OBPUI'EI'EMOHA B ux mMMaHEHTHOM CTpPeMJICHHH K B3aWMOJCHCTBHUIO H
00BEIMHEHUIO B CPABHUTEILHO CIOXKHBIE U CTPYKTypHUpoBaHHBIC COBOKYIHOCTH — DBPMOPI'AHU3MbI (mipo-
CTeHIIe MHOTOKJIETOUHBIE OPTaHU3MBbI), — CIIOKHBIE CTPYKTYpHI, 00pa3oBaHHBIE «IBPUCYOKOMIIAPTMEHTAMHU
OpraHn3May («Y;-TKaHAMN») U « DBPUKOMIAPTMEHTAMU OPTaHU3May («Y3-OpraHaMm» ).

OHna ompenenser AeBATHIN 3Tall MOCIEA0BAaTENBHOIO BO BpEMEHH BO3HMKHOBEHUS *kuBoro. Ilpu stom y
ykazanHoi coBokymHoctd KJIETOK-3, noapasnenenHol Ha cyOOIOKH — «Y3-TKaHW» (DBPUTPHUOBI) H OJIIOKH —
«ys-opraae (OBpukacTsl), Ha sipyce DBPUI'EI’EMOHA mpouncxoaut mepMaHeHTHOE OIIEHUBAHHE HE TOJBKO
unousudyanvbHo2o nosedenus xaxnoit uz KIIETOK-3 u epynnosozo nogedenusi IBpUTPUO C uHmezpanvbHol no-
3uyuU, HO U 2PYnno8o2o nogedeHusi IBPUKACT C TOW ke Mo3UIHMH. Ha 3Tol OCHOBE OCYIIECTBISFOTCS BIUSHUS
Ha TpoI1iecc TeHepanuu noseaeHus He Tonbko Kaxaon u3 KIIETOK-3, Ho u kaxaoi U3 «Y;-TKaHei» U Kaxa0ro
U3 «Y3-OpraHoBy». IHepIIMOHHOCTD NMOJ00HOTO OLIEHWBAHUS XapaKTepHa /Ul «yHUBEPCAILHOTO» CYNPaKOHTYpa.
BcnencrBue 3ToT0 M yKa3aHHBIC BIMSHUAS BIIOJHE () QEKTHBHBI.

ITocnenHee B 3HAYNTEIIBHON CTEIICHH OMPEIEIICTCS CUTyaITUeH ¢ TpaHullel (orpaHnIUBaIoNIe TOBEpX-
HOCThI0) 3BpucynpakoHTypa 9BPUOPI'AHU3M—KIJIETKU-3. B nannoii Meradaze mosiBisIeTCss BO3MOKHOCTh
e€ ¢opmupoBanus (cuHTE3a) B (hOpME €ro COOTBETCTBYIOIIETO 8HYmMpeHHe2o 0JI0Ka — DBPHUKACTHI (T.€. B (hopme
COOTBETCTBYIOIIEH OPraHN30BaHHONH KOMOMHAIIMU «Y3-TKAHE» M «Y3-OpTaHOB» — CI0XKHOM CTPYKTYpBI, pean-
3YIOIIEH KO’KHO-BOJIOCSHON MOKPOB, MIKYPY, KOpy, etc.). KauecTBo Takoro o0pa3oBaHus MOIHOCTHIO 00ecTieyn-
BaeT JOJDKHYIO 3aIIUTy BHYTPEHHUX aJallTUBHBIX MEXaHU3MOB 3BPUCYIIPAKOHTYPA OT BHEITHUX BO3MYIIIAFOIINX

—338 -



BiausHuil. Hakonen, Ha naHHOM MeTadasze OMO-METaIBOIIOIMK B OMOCHUCTEME BIIEPBBIC MOSBIIETCS CeMUApyc-
Has CUCTEMHAs «MEXbIPyCHasD» MaMATh:

O mamiTh «D-KOMIAPTMEHTOB-0» (MHULMUpyeMasi LEJIEeBbIM KPUTEpPHUEM — OTpaHUYEHHSIMUA THIA Hepa-
BeHCTB — cympakoHTypa-6 DJIEMEHTOH-6—-CO®EPbl ATOMOB), orpannunBatonias u (puKcHpyomas
pasHooOpa3ue BUPTYaIbHBIX «J-CyOKOMIAPTMEHTOB-0%» TOIBKO TEMH UX peali3alusMi, KOTOPbIE HE Ha-
PYLWAIOT YKa3aHHOTO LIEJIEBOTO KpUTEpHH,

o mnamare DJIEMEHTOHA-6 (nHunmMupyeMas 1eneBbIM KPUTEPHEM — SKCTPEMaIbHOTO THIIA — CYIpPaKOH-
typa KIIETKA-3-3JIEMEHTOHbI-6), orparnunBaromas u GUKCHpYIOIIas pa3Hoo0pa3ne BUPTYaTbHBIX
«9-KOMIapTMEHTOB-6» U «I-CyOKOMIIaPTMEHTOB-6» TOJIBKO TEMU HX pealn3alrsiIMHU, KOTOPbIE HE MPOo-
TUBOpeYaT (B CpeAHEM) YKa3aHHOMY LIEIEBOMY KPUTEPHIO,

o mnamarh «K-cyOkommapTMmeHTa-3» (MHHUIMUpyeMas ILIEJI€BBIM KPUTEPHEM — OIpaHMYEHUSIMHM THUIA pa-
BeHCTB — cynpakoHTypa-3 KJIETKA-3-3JIEMEHTOHBI-6), orpannuuBatomias u GUKCHpYIOIIas pa3Ho-
obpasue BuptyansHeix DJIEMEHTOHOB-6, «3-koMIapTMeHTOB-6» U «3J-CyOKOMIapTMEHTOB-6» TOJIb-
KO TEMH UX peanu3alsiMi, KOTOPbIE He HAPYLIAIOT YKa3aHHOTO LI€JIEBOTO KPUTEPHS,

o mnamiarh «K-xomnaprMmeHTa-3» (MHHIHUpPYeMas LEeIeBbIM KPUTEpUEM — OTPaHUUYCHUSIMH THUIIA HEPABEHCTB
— sBpucynpakonrypa KJIETKA-3-23JIEMEHTOHBI-6), orpannunBatomnias u ¢puKcHpyromas pazHoodpa-
3ue BHUpTyanbHbIX «K-cyOkommaptmentos-3», DJIEMEHTOHOB-6, «3-koMmapTMeHTOB-6» u «O-
CyOKOMIIapTMEHTOB-6» TOJBKO TEMH MX PEaTM3aLUsIMH, KOTOpbE HE HApYIIAOT YKa3aHHOTO II€JIEBOIO
KpUTepus,

o mnamars KJIIETKH-3 (uaunuupyemas neiaeBsIM KpUTEPUEM — 3KCTPEMAIBHOTO THIIA — I3BPUCYIPAKOHTYpa
OBPUOPI'AHU3M-KIJIETKHU-3), orparnunBaromas 1 GUKCHpYIOmas pasHooOpa3ue BUPTYaATbHBIX «K-
KoMIapTMeHTOB-3», «K-cyOkommaptmentoB-3», DJIEMEHTOHOB-6, «3-koMmapTMeHTOB-6» H «O-
CyOKOMITapTMEHTOB-6» TOJNBKO TEMU X pealu3alusiMHi, KOTOpbIE HE MPOTUBOPEYAT (B CpeJHEM) yYKa3aH-
HOMY LICJIEBOMY KPHUTEPHIO,

O mamATh «OBPUTKAHW» (MHULMUpPYeMas LEeJeBbIM KPUTEpUEM — OIPaHMYCHUSIMH TUIIA PABEHCTB — IBpU-
cynpakontypa OBPUOPI'AHU3M-KJIETKUN-3), orpannumBaromas u ¢(ukcupyoomas pasHooOpasue
BupryanbHbix KJIETOK-3, «K-xommaptmentoB-3», «K-cyoxommaptmentos-3», DJIEMEHTOHOB-6,
«D-KOMIIapTMEHTOB-6» U «3-CyOKOMIAPTMEHTOB-0» TOJIBKO TEMH HX PEalu3alusiMU, KOTOpble HE HapY-
IIaI0T YKA3aHHOTO IEJIEBOT0 KPUTEPHSL, U

O «BLIPOAHCOEHHAR» NAMAML «IBPUOPTraHay (MHULUUPYEMasi LIEIEeBbIM KPUTEPUEM — OTPAaHUYCHUSIMH THIIA
HEpaBeHCTB), OrpaHMYMBAIOLIAsl M (UKCHpYIOLIas pa3HooOpa3ue BHPTyalbHbIX «OBpHuTKaHei», KJIE-
TOK-3, «K-xommaptmentos-3», «K-cyoxommaprmentos-3», QJIEMEHTOHOB-6, «3-koMnapTMeHTOB-
6» 1 «D-CyOKOMIMapTMEHTOB-6» TOIBKO TEMH MX peaM3alisiMU, KOTOpbIE HE HapyIIAlOT YKa3aHHOTO
LIEJICBOTO KPUTEPUSI.

8.9.3. Tunu4yHble NpocmpaHcMeeHHbIe XxapaKkmepucmuku

Pazmep stueitku SBPUOPI'AHU3MA coBnagaer ¢ pa3MepoM sSTUSHKHA COOTBETCTBYIOIIETO SIpyca B «yHH-
BepcaIbHOW» Hepapxuu (nopsaka mempos). Pazmeps! stueexk DBPUHNBU/IOB (KJIETOK-3, mopsnka co-
meH Mukpomempog), IBpUTPHUO («Ys3-TKaHEW», TMOPIIKa MULIUMEMPO8) U DBPUKACT («)3-OpPTraHOBY», MOPAIKA
Oeyumempos) TaKKe THIINYHBI JJ151 COOTBETCTBYIOLINX SIPYCOB «YHHUBEPCAIEHOT0» CYIIPAKOHTYpA.

8.9.4. TunuyHble epeMeHHbIe U nosedeHYecKUe xapakmepucmuKu

B uH(OpMaTHKO-KNOEPHETHYECKHX TepMUHAX BO3HHUKHOBEHHE »BpHCcynpakoHTypa DBPUOPI'AHU3M—
KJIETKHM-3 MOXHO omucaTh Kak 3aKIIOYUTEIBHBIN IMar K yCIOKHEHHUIO MPOCTEUIero ((pakTHIeCcKu, BHIPOK-
JIEHHOTO) MEePapXUUECKOTO KOHTYpa IMOUCKOBON ONTHMH3AINH, XapaKTEPHOTO IS MPEANISCTBYIOMIEH MCeBI0-
MeTadasbl, — T.€. 3aKIFOYUTENBHBIA IIar yCIOKHEHUS CTPYKTYpHl 0OJee pa3BUTOr0 HEepapXHUECKOTr0 KOHTYpa
TTOMCKOBOH ONTHMHU3AITIH, XapaKTEPHOTO JUIS MpeAIecTByomei kazumeradassl. [Ipu aTom:

9 T
O KOMIIOHCHTHI MaTPUIIbI TIOUCKOBBIX MEPEMEHHBIX _3S[_‘23 _]1 o, EPBOTO («BHEIIHETr0») CyOKOHTYpa 3TOro CyI-
PaKOHTypa MPEICTABIIOT co00i KOI(PPHUITUEHTH TYBCTBUTEIHLHOCTH K CITEITM(DUISCKUM BXOJTHBIM BO3CH-
creusiMm  Ha OBPUMHIAMBUJIBI (KJIETKHM-3), T.e. Kk BO3ACHCTBUAM, NPOAYIHPYEMBIM IPYyTUMHU

KJIETKAMU-3 (XapakTepHOEe BpeMs M3MEHEHHs KOTOPBIX COCTAaBIAET BeIHUMHY mopsaaka 10 cexyms, Tu-
MUYHYIO IJIS1 «YHUBEPCAILHOT0» CYIIPAKOHTYPA);

9plT
0O KOMIIOHEHThl MAaTPHIIbl IOMCKOBBIX INEPEMEHHBIX _, P_[fo] BTOPOTO («IIPOMEKYTOUHOTO») CYOKOHTYypa
MPECTABNISAIOT cO00M KOA(GHUIIMEHTHI YYBCTBUTEIBHOCTH K CIEIU(PUISCKUM BXOJTHBIM BO3JICHCTBUAM Ha
OBpUTPHOBI («IBPUTKAHNY, WA «Y;-TKaHHUY), T.€. K BO3ICHCTBUAM, MPOAYITUPYEMBIM IPYTUMH DBPUTpHUOa-

MH (XapaKTepHOe BPeMs M3MEHEHHs KOTOPBIX COCTABIACT BEIMUMHY Topsnaka 107 ceKyHJ, THIMYHYIO s
«YHHMBEPCATBHOTO» CYyNPaKOHTYPa);
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MPUMEYAHUME. Tabnmua cooTBETCTBMSA M30OpaXeHWn xapakTepHbiX BpemeH [..T] n BpemeHu B cekyHaax:
LT LT LT LT LT | LT | LeT] | T | LT | LT | [LT] | LT | LT | [GT] | [pT]
~1012 ¢ |~10" ¢.|~1010 ¢.|~107 c. |~107 c.|~100 c. |~10% c. |~10*c.|~103 ¢c. |[~10" ¢c. | ~10%¢c. | ~10' c. | ~10%¢c. | ~10% c. | ~10* c.

[LT1 | [LT] | LT | LT | LsT] | LT | LLT] | L] | LeT] | LT | Loy T | Lp T | LT | [ TD | LysT]
~10%¢c. | ~107c.| ~10%c. | ~10% c. |~10"0 ¢.|~10"2 c.|~10"3 c.|~10" c.[~10" ¢.|~10' c.[~10'7 ¢c.|~10"9 ¢.|~10%0 c.|~10?! ¢c.|~10%2 c.

IRI-T]
0O KOMIIOHEHTBhI MaTPHIIBI IOUCKOBBIX nepeMeHHBIX _ R ' TpeTpero («BHyTpeHHEro») cyOKOHTypa Hpen-

CTaBJISIIOT c000# K03(h(PUIIMEHTH! YYBCTBUTEIBHOCTH K CIIEM(UIECKUM BXOAHBIM BO3ACHCTBUAM Ha DBpU-
KacThl («IBPHUOPTaHBI), WU «Y3-OpraHbl), T.e. K BO3ACHCTBUAM, MPOAYLUPYEMBIM IPYTHMH «IBpPHOpraHa-
MI» (XapaKTepHOE BpeMs M3MEHEHHsS KOTOPBIX COCTABIIACT BEMMUMHY mopsiaka 10° cekyHa, THIMUHYIO st
«YHHMBEPCATBHOT0» CYyNPaKOHTYPa);

O wneneBas (PyHKLHUS CONSPAKUT BCE 3 KOMIIOHEHTBI: IKCMPEMAIbHO20 TUIA (?QE;T I orpanmuenus thna pa-

9 T 9 T
B6EHCM6 ()GE; ] " OrpaHUYCHUSA TUIIA HepaseHCcme 0H£[1] ], C XapaKTCpHbIMU BpEMCHAMH U3MCHCHUA COOT-

BercTBeHHO mopsaka 107 cek., 10° cex. n 10* cek., THIIMYHBIMU IS «yHHBEPCAILHOTOY» CYMPAKOHTYPA;

O uHH i 9271 9 [T] 9_[oT]
[UUPYEMbIC STUMH KOMITOHCHTaMH 1IeJIeBON (PYHKIIMU CUTHAIIBI SU3 7, LU "o Uz, Hemocpen-

CTBEHHO YIpaBISIOIIME TeHepauuell mouckopbix nepemeHHsix OBPUMHIANBUIAMU _2 S[—ZJ;]IO’ OBpUT-

9P[,2T] 9R[_1T]
pubamu L, n OBpUKacCTaMH aRg COOTBETCTBEHHO, TAaK)KE TUIIMYHBI IJIS1 «yHUBEPCAJIBHOI'O» CYII-

PaKoOHTYPAa;

0 cucremuas mamiats DBPUMH/INBUJIOB (KJIETOK-3) jq[u"” (mopsinka 10° cex.) THIIMYHA IS «yHHBEp-
CaIbHOT0» CYIIPAaKOHTYPa;

O cucTeMHas MmaMsTh DBPUTPUO («IBPUTKAHEH») _3 g[U"T] (mopsinka 10 cex.) THIHYHA 17151 «yHHBEPCATBHOTOY
CYIIPaKOHTYpa;

O cucTeMHas HaMsiITh DBPUKACT («IBPHOPTaHOB)) _?hh"” (Taoke mopsamka 10° cex.) swiporcdena, HO npu

9TOM OHA, GHEPEblE 6 X00€ MEMAIGOIIOUUU HCUBOZ0, PYHKUUOHUPYEM He MONbKO GHYMPU ApYCa @ uepap-
Xuu, HO U Mexucoy apycamu; BeCbMa BAXKHO, UTO IPOCTUpACTCA €€ BIUSHHUE TONBKO 10 HUXKEJIEeKAIEero
ypoBHS («2-CyOKOMIIAPTMEHTOB-6», WIN «Y3-OPTaHMUYECKHUX» MOJIEKYJI), TIOCKOJIbKY CIEAYIOIINN ypOBEHb
COEP ATOMOB He obnamaer 10CTaTOYHBIM pa3HOOOpa3HeM CBOMX DIIEMEHTApHBIX COCTABISIOIIUX JUIS
TOT0, 9TOOBI 3TO MOTJIO MTOCTYKUTh HOCUTENIEM MaMSITH;

0 cucremuas namsite DBPUT'ETEMOHA (OBPUOPI"AHU3MA) g k([J”T] TaKKE «8bIPOANCOEHA» U COCTABIISICT

Bemmunny mopsmka 10° cexyrn (okono 1 roza); oHa sIBIAETCS MPOSBICHHEM ONTHMHU3AIHOHHOTO TIPOIecca
B BBINIENIEKAIIEM TICEBOCYIIPAKOHTYPE CUCTEMBI IPUPOJIBI (XapakTepHOe BPEeMsl TOMCKA, OCYIIECTBIISIEMO-
ro OBPUI'ETEMOHOM, BeicTynaromuMm B ero pamkax yxe B kauectse [ICEBJIOMHAMBUJA, npen-
CTaBIIsIeT cO0O0H y)Ke HE CIEKTp, a BIOJHE onpedenerHoe N TUITHYHOE ISl «YHHUBEPCAIBHOT0Y» CYIPAKOHTY-
pa Bpemst mopsiaka 10 cex.).

B menom ontuMH3anMOHHOE MOBEACHUE JIIOOOTO IBPUCYIPAKOHTYPA MOXKHO OLEHHTH KaK OOCMAMOYHO
aghpexmusHoe, a B 4eTHIPeXOAIUTbHON mIKane — Ha «4» («xopomio»). U ¢ 3Toit TOUKHM 3peHrsT BOZHUKHOBEHHE
IBPUCYNIPAKOHTYypa oOTpaxkaeT (akT 3aBepiieHUs GOpMHpPOBaHUS Hambosee 3PPEKTHBHOW TpPEX3BEHHOU
CcmpyKmypul paccMaTpUBAEMOro CymnpakoHTypa. Ho mpornece paroHaabHON HACTPONKH MOBEACHYECKAX MeXa-
HU3MOB TPOLIECCOB aJaNTallK HOCIEAHEro OyIeT MpoJOJDKEH: B BEChMa CYIISCTBEHHOW CTENEHH — Ha MOcIe-
nyroreit meradase (Ha HEl CYNMpaKoHTYp IEMOHCTPHPYET OLIEHKY «5 — OTJIMYHO» CBOETO ONTHMH3AIIHOHHOTO
TIOBEJICHUS), M B 3HAYMMOW CTEIICHH — Ha BCEX MOCIEAYIOMHUX MeTadazax OMOIOTHYECKOW METa’BOJIONUU (C
oleHkamu 5+, 5++ u 1.1.).

8.9.5. lNouckoebie cmpykmypbl ABPUOPIrAHU3MA
IIpexxne Bcero, ciemayeT OTMETUTh, YTO MOUCKOBBIE CTPYKTypsl DBPUOPI'AHU3MA «y;-TKaHUY, «Y3-
oprase» u «Y;-coma DBPUOPI'AHU3MA» B paMkax HacTOAIIEH KOHIEHIIMA MOTYT OBITh Ha3bIBAEMBI U TI0O-
Ipyromy: Kak ¢ «toukd 3penus» MHJAMBUIOB uepapxuueckoro KoHTypa ontumusanuu, Tak u ero I'EI'E-
MOHA. 15151 3TOro MOHO HPEII0KUTh CIEeIyIONINe HAUMEHOBAHMUS:
O «Y5-TKaHU» UNU (Y3-MKAHEBble CMPYKMYPbl MHO2OKIEMOUHO20 OPSAHUSMAY — «Y3-CIAOUIbHbIE 08V Xb-
ApyCcHble KOJIOHUU Y3-98KAPUOMULECKUX KIEMOK,
O «Y3-OpTaHbl» Ul «Y3-OP2aHHbIE CIPYKIMYPbL MHO2OKIEMOYHO20 OpPeaHUIMA» — «Y3-CAbOUIbHbIe
MPexvAPYCHble KOTOHUU Y3-98KAPUOMUUECKUX KIIEMOK),
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o «y;-coma OBPUOPTAHU3MA» — «Y3-cmabuibhas uemvipexvapyCHas KOAOHUSL Y3-38KAPUOMULECKUX
K1emoK».
B cBoro ouepensp, ¢ Toukn 3penus [ ETEMOHA ux M0OXHO Ha3bIBaTh COOTBETCTBEHHO:
O  «Y3-CYOKOMRAPMMEHMAMU MHO2SOKIEMOYHO20 OP2AHUSMAY,
O  «Y3-KOMNAPMMEHMAMU MHO2OKIEMOYHO20 OP2AHUIMAY,
O  «Y3-MHO2OKNIEMOUHBIM OP2AHUSMOMY .

Takum o00pa3om, MPH BBHISIBICHUH OMOJIOTHMYECKHUX AaHAJOTOB TEPEYHCICHHBIX MOAENBHBIX CTPYKTYP
MO>KHO ITOJIb30BaThCS Cpa3y YETHIPbMsI PSAAAMU COOTBETCTBYIOLINX TEPMUHOB.

UYro e KacaeTcs npeganupyrowell menoeHyuy pa3BUTUSI OMO0OBEKTOB paccMaTprBaeMoll MeTadasbl, TO
e€ MOYKHO OTIPEeNEeINTh KaK ¢opmuposanue odvedunenuti uz com IBPUOPI'AHHU3MA. To ecTh peambHO Takoe
(dbopMupoBaHIe HAUYHETCs Ha cieaytonlel Mmetadase, HO U STOro Ha JaHHOW MeTadase TOJDKHBI CO3PETh HE0O-
XOJUMBIE yCI0BUA. IMEHHO B yKa3aHHOM CMBbICIIE 371€Ch U TIOHUMAeTC TeHAEHIUS IPeBaTUpPOBAHHUS.

8.9.6. BpemeHa 803HUKHOB€EHUSI/OOMUHUPOBaHUS

Hcxons u3 monyveHHoH BhImIe (CM. moapasen 7.8) mpHONMU3UTEIhHON OIEHKM MOMEHTa €ro BO3HHKHO-
BeHMsI (Hagana 9-if Metadasbl METadBOIIONNN KUBOTO Ha 3eMiie), OyIeM CUUTaTh, YTO ATO MPOU3ONILIO OKOJIO
1,59 mupa. net Hazan. BpemeHeM 3aBepiiieHUs NIEPUOAA €T0 QOMUHUPOSaHUs Ha 3eMile OyJeM CUMUTaTh pacyer-
Hoe Bpems: 1,59 mupa. — 0,004 mupa. = 1,58 mupa. net Hazaz.

Taxum o0pa3oM, IUIHTETHLHOCTH 9-1 MeTadasbl CTOJIh Maia 10 OTHOIICHHIO KO 8-i, H TeM Oojiee — K 7-1,
YTO COMYTCTBYIOIIUE € MpOoIlecChl MOXHO paccMaTpwBaTh — B MaciTabe BpPEMEHH METad’BOIIOLUU Y-
cympaxontypa MHOTOKJIETOYHBI OPTAHU3M-CJIOXHBIE KJIETKU B 1enoM — Kak HEKHil «B3pHIBY,
10 CBOMUM OCHOBHBIM XapaKTEPUCTHKaM OJU3KUI K TaK Ha3bIBAEMOMY «KEMOPHUICKOMY» B3pHIBY, KOTOPEIA Oy-
JIET pacCMOTPEH HUXe, B noapaszaene 8.12.

8.9.7. BrioxxeHHble cmpyKmypbl

Crpykrypamu, BinokeHHBIMH B OBPUMHJIMBUW/] (KJIETKVY-3) maHHOTO CympaKoOHTypa, SBISIOTCS
CTPYKTYpHI, OOpasylollue JBa BIOKEHHBIX Ipyr B JApyra cynpakoHTypa: «K-xommapTMmeHTHI-3», «K-
cyoxommnaptMenTsl-3», DJIEMEHTOHBI-6, «3-koMnapTMeHTHI-6», «O-CyOKOMIIApTMEHTHI-6» M, HAKOHEIl,
COEPBI ATOMOB (60nee riry00Ko BIOXKEHHBIE CTPYKTYPBI IO IPUYMHAM, H3JI0)KEHHBIM BBIIIE, 3/1eCh HE pac-

o9 [T
cMaTpuBarotcs). IIpu oToM cucTeMHas namaTh « OBpUTKAHEN» _, g[U0 ] (mopsinka 10* cek.) BrepBEIe B MeTa’BO-

JFOIIMU MIPEOJIOJIEBAET CBOIO GbIPONHCOCHHOCHb U TIPUHUMAET 3HAYEeHUE, TUIIMYHOE I «YHHBEPCAIBHOTO» CYII-
pakoHTypa. ['maBHBIM 00pa3oM 1O 3TOW MPUUYMHE ONTUMHU3AIMOHHOE ITOBEACHNE CyIPAaKOHTYpa-3 (HemocpeacT-
BEHHO BJIOKEHHOTO B PACCMaTPHUBAEMBIi) MOYKHO OLIEHUTH B LICJIOM KaK oueHs dghhekmueroe, NIn Ha «S5++».

K mpyrum nmpuumsam nosblmieHUs 3()()EKTUBHOCTH ONTHMHU3ALHMOHHOTO MOBEACHHUS HBPUCYIIPAKOHTYPA
OBPUOPI'"AHU3M-KJIETKH-3 oTHOCSTCS BOSHUKHOBEHHE JTOTIOJHUTEIBHBIX BXOJIOB Y T€HEPATOPOB ITOUCKO-
BBIX NIEPEMEHHBIX BCEX BIOJKEHHBIX B HETO CYMPAaKOHTYpOB (Ha cxeme puc. 8.15 — 6moku 1): Ha sipyce « IBpHT-
KaHel» Ux 4mcio Bo3pactaer 1o 2-X, Ha spyce KIIETOK-3 — no 3-x, Ha spyce «K-koMmapTMeHTOB-3» — 110 4-X,
Ha sipyce «K-cyOkommaptmeHnToB-3» — a0 5-th, Ha spyce DJIEMEHTOHOB-6 — no 6-tu, Ha spyce «O-
KOMITAPTMEHTOB-6» — 10 7-MH, Ha sipyce «-CyOKOMIapTMEHTOB-6» — 110 8-MHU.

Taxum 00pazom, moBsieHHE 3PPEKTUBHOCTH ONTUMHM3ALMOHHOIO MOBEICHHUS YKa3aHHBIX JIEMEHTap-
HBIX €IMHMII OKa3blBa€T CBOE BIMSHHE M Ha CaMblii «IJIyOMHHBIN» M3 BIIOXKEHHBIX CYIPaKOHTYD
SJIEMEHTOHBI-6—-CO®EPHI ATOMOB. Kak pe3ynbraT, XapakTepucTuki 3)(HEKTHBHOCTH ONTHMHU3AIIMOHHO-
T'0 TIOBEICHHSI TOTO CYIPAKOHTYPa MOTYT OBITh OLICHEHBI Ha «S+++++%.

8.9.8. MapannenbHbie u cumbuomu4yeckue cmpyKkmypbi

[TapanenbHO M OXHOBPEMEHHO CO BJIOKEHHBIMH OJHA B JPYIYI0 CTPYKTYpaMu 3BpPHUCYIPAKOHTYypa
OBPUOPI'AHU3M-KIJIETKU-3, cynpakontypa-3 KJIETKA-3-DJIEMEHTOHBI-6 u cynpakoHTypa-6
OJIEMEHTOH-6—-C®EPBI ATOMOB - sipyca «0» («Y;-opranusmMamm»), sipyca «-1» («ys-opraHammy»), spyca
«-2» («y3-TKaHAMMIY), spyca «-3» («Ys-KIETKaMu»), sipyca «-4» («Y3-KJIETOUHBIMH KOMIIApTMEHTaMM»), sipyca
«-5» («Y3-KIETOYHBIMH CYOKOMIAapTMEHTaMmn»), Apyca «-6» («Y;-yIabTpacTpyKTYPHBIMH BHYTPUKICTOYHBIMH
JNIEMEHTAMI»), Spyca «-7» («Y3-MaKpOMOJEKYJIaMu») U spyca «-8» («Y;-OpraHMYeCKHMW» MOJICKYJIaMH) —
CYLIECTBYIOT U ()YHKIHOHUPYIOT, KaXK1asi HA CBOEM SIpyCe B UEPapXHHU KUBOTO, CIEIYIOLINE CTPYKTYPHIL:

1) xBazucynpakoutyp KBASHMOPT' AHU3M-KIJIETKU-2, cynpakontyp-2 KJIETKA-2-3JIEMEHTOHBI-
5 u cynpakoutyp-5 DJIEMEHTOH-5—-COEPBI ATOMOB — ctpykTypsl kBazusipyca «-1+0» («y,-OpraHu3MbD»
wm «y,P-npumutieasie  combl KBASMOPIAHM3MAy), Bimouatomero sipyc «-1» «p'V-npumurnBHbIe
OpTaHb»), a TaKKe CTPYKTypaMH sipyca «-2» («Y-TKaHU»), sipyca «-3» («y-KIeTKH»), apyca «-4» («}p-
KJIETOYHBIE KOMOAPTMEHTBI»), sfpyca «-5» («}-KJIETOYHbIE CYOKOMIApTMEHTBI»), spyca «-6» («Ya-
YIBTPACTPYKTYPHbIE BHYTPUKJIETOUHBIE 3JIEMEHTBI»), Apyca «-7» («Y,-MaKpOMOJIEKYJbI») U fApyca «-8» («Yr-
OPTaHUUYECKHE» MOJICKYJIbI);
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2) ncenocynpakoutyp [ICEBJIOOPI"’AHU3M-KJIETKU-1, cynpakontyp-1 KIIETKA-1-DJIEMEHTO-
HbI-4 u cynpakontyp-4 DJIEMEHTOH-4-COEPBI ATOMOB — ctpykTypsl mceBmospyca «-2+0» («yi-
oprarmmey win «Y; " -npotocomer ICEBJIOOPT AHU3MA), BKmouaromiero spyc «-1» «y,®-mporoopransi»
u spyc «-2» «y,'V-IpoToTKaHmMY, a TaKKe CTPYKTYpaMHu spyca «-3» («yj-KIeTKHy), Apyca «-4» («y3-KIeTouHbIe
KOMITAPTMEHTEI»), spyca «-5» («Y;-KIETOUHBbIE CYyOKOMIIAPTMEHTBI»), sipyca «-6» («Y;-yIbTpacTpyKTypHEIC
BHYTPHUKJIETOYHBIE 3JEMEHTHD»), sdpyca «-7» («Y;-MaKpOMOJEKYJIbI») U sfpyca «-8» («Y-OpraHuYEeCcKHe»
MOJIEKYJIBI);

3) aspucynpakontyp DBPUKIIETKA-DJIEMEHTOHDI-3 u cympakontyp-3 DJIEMEHTOH-3—-C®EPHI
ATOMOB - ctpykTypsl sipyca «-3» («[B3;-Kiaetkn»), B coctaBe spyca «-4» («[;-KIeTouHble KOMIApTMEHTBI»),
spyca «-5» («PBs;-kiaetouHbie CyOKOMMApTMEHTBI»), sipyca «-6» («PB3-yabTpacTpyKTypHbBIC BHYTPHKICTOYHBIC
AIIEMEHTBI»), pyca «-7» («B3-MakpoMOJIeKyIbI») U sipyca «-8» («[3-opraHudeckue» MOJIEKyYJIbl);

4) xBasucynpakoutyp KBA3UKJIETKA-DJIEMEHTOHBI-2 u cynpakonryp-2 DJIEMEHTOH-2—-C®E-
PbI ATOMOB — cTpykTypb! KBaszuapyca «-4-+-3» («Py-kinerku» umu «P,>-npumurusnsie comst KBA3UKJIIET-
K/»), BKIOYAomero sApyc «-4» «P,"-IpuMUTHBHEIC KIETOUHEBIE KOMIAPTMEHTEI»), 4 TAKKE CTPYKTYphI Apyca
«-5»  («Pr-kiIeTOuHBIE CYOKOMIIAPTMEHTBI»), sipyca «-6» («P,-yIbTpacTpyKTypHbIE BHYTPUKICTOYHBIC
AIIEMEHTBI» ), spyca «-7» («B2-MaKpoOMOIIEKyIIb») U spyca «-8» («[3,-opraHu4ecKne» MOJIEKyJIbl);

5) mncesmocynpakontyp I[ICEBJIOKJIETKA-3JIEMEHTOHDBI-1 u cympakontyp-1 SJIEMEHTOH-1-
CDEPBI ATOMOB — cTpyKTyphI niceBiospyca «-5+-3» («B-knetkn» uma «B;”-nporocomsr [ICEBJIOKJIET-
KW»), BKmoudaromero spyc «-4» «B,*-xnerounsie mpotokommaprMenTh» H sApyc «-5» «B;‘P-k1eTounsre
IPOTOCYOKOMIAPTMEHTBI», a TaKXKe CTPYKTYphl sipyca «-6» («Pi-yabpTpacTpyKTypHbIC BHYTPHKJICTOUHbIC
AIIEMEHTBI), Apyca «-7» («31-MakpoMoeKybI») U sipyca «-8» («[3;-opraHnvecKkue» MOJIEKyJIbl);

6) ospucynpakoutyp OBPUDJIEMEHTOH-C®EPBl ATOMOB - crpykTypel spyca «-6» («Os-
MIPOKAPHUOTHUYECKHE TUEHKI»), B COCTaBE Apyca «-7» («0i3-MaKPOMOJIEKYJIBI») U spyca «-8» («0l3-OpraHuYeCKue)
MOJIEKYJIBI);

7) xBasucymnpakortyp KBA3UDJIEMEHTOH-C®O®EPBI ATOMOB — cTpyKTyphl KBasusipyca «-7--6»
(«0,L-OMOXMMIYECKHE STYSHKUY HITH «(Xz(z)—l'[pI/IMI/ITI/IBHBIC comel KBA3UMDJIEMEHTOHAY), BKIIOYaroIIero
apyc «7» («o,'-IpUMHTHBHEIE MaKpOMOJIEKYJIb»), a TAaKXKe CTPYKTYPHI Apyca «-8» («Ol-OpraHMYecKHe»
MOJICKYJIB);

8) ncesnocynpakontyp [ICEBJIOQJIEMEHTOH-C®EPEI ATOMOB — cTpyKTypHI niceBaosapyca «-8+-6»
(«ot-xumudeckne staeiikiy mwm «oy-mporocomsr TICEBJIODJIEMEHTOHAY), BKIIOHAIOMIETO Spyc «-7»
«0u®-IpoTOMaKpOMOTIEKY B 1 SAPYC «-8» «0u'-TIpoTOOpraHIUecKre» MOTEKYIIbL.

TeppuTopualibHO yKa3aHHbIE CTPYKTYphl MOTYT pacrojiaraTbCsi B OAHOM M TOW K€ MPOCTPAHCTBEHHOU
siyeiike (COOTBETCTBYIOLIETO sipyca B Mepapxun). CTeneHb B3aUMOACHCTBUS MEKAY MOJO0OHBIMU CTPYKTYpPaMHu
MOJKET U3MEHSTHCS B IIMPOKOM Hana3oHe oT MHAU((PEPEHTHOCTH 10 «IIOTHOT0» CUMOHO3a.

8.9.8.1. buornoeu4eckass mpakmoeKa

1) cpemHepa3sMepHBIE «Y,-OpraHU3MbI», BCTPAUBAsCh B (IIPH COOTBETCTBYIOIIUX YCIIOBUSIX) B MPOCTPaH-
CTBEHHBIE (pa3MepoM 0 METpOB) 0Opa3oBaHus, 0003HAUEHHBIE KaK «Y3-OpTaHU3MBD», TEOPETHUYECKH MOTYT BBI-
CTyrIaTI) B pOJII/I nux (('Y3-0pFaHOB>> IIOCJIICTHHUX

2) Majopa3MepHBIE «Y|-OpPTaHU3MBD», BCTPAUBAsACh B «Y3-OPTaHU3MBD», TEOPETHIECKH MOTYT BBICTYIIaTh B
POJIH UX «Y3-TKAHEW»;

3) nosHOpa3MepHbIe «[33-IBKapHOTHYECKUE KIICTKWY, BCTPAUBASICh B «Y3-OPTraHU3MBbI», TEOPETHUCCKHA MO-
TYT BBICTYNATh B POJIA UX «Y3-KIIETOK» — 3TO COOTBETCTBYET ONPEICICHUIO KIEMOUHO20 IHOOCUMOUO3A,;

4) cpenHepasMepHbIe «[3,-3BKapUOTHUECKUE KIIETKMY, BCTPAUBASICh B «Y3-KIIETKH» «Y3-OPTaHU3MOBY, TE€O-
peTquCKH MOFYT BBICTYHEITI) B pOJII/I nux ((’Y3-KJI€TO'—IHBIX KOMHapTMeHTOB»;

5) manopasmepHbie «[3;-3BKapHOTHYCCKUE KIETKH», BCTPAHBASCH B «Y3-KJIIETKH» «Y3-OPTaHU3MOBY», TEO-
PETHYECKH MOTYT BBICTYTIATh B POJIA UX «Y3-KIETOYHBIX CyOKOMITAPTMEHTOBY;

6) TOIHOpa3MEpHBIE «O3-TPOKAPHOTHIECKHE SYCHKH», BCTPAUBAsCh B «Y3-KIIETKM» «Y3;-OpTaHH3MOBY,
TEOPETHUYECKH MOTYT BBICTYIIATh B POJIM HX «Y3-YIBTPACTPYKTYPHBIX BHYTPUKIETOUHBIX 3JIEMEHTOB» — 3TO CO-
OTBETCTBYET ONPEICICHUIO NPOKAPUOMULECKO20 IHOOCUMOUO3A,

7) «IIpOTOMaKpPOMOJIEKYJIbD), CHHTE3UPOBAHHEIE B «0,-OMOXMMHUYECKUX sYEHKax», TEOPETUIECKH MOTYT
BCTPAaMBATHCSA, HAPAAY C «Y3-MaKpOMOJIEKYJIaMU», B CTPYKTYPHI «Y3-yIbTPACTPYKTYPHBIX BHYTPUKIETOYHBIX
BJIEMEHTOBY «Y3-KJIETOK) «Y3-OpPTaHU3MOBY;

8) XUMHUYECKUE MOJICKYJIbI, CHHTE3UPOBaHHbIC (A0MOTEHHO) B «Ol-XUMHUECKUX STYCHKAX», TCOPETUUCCKH
MOTYT BCTPauBaTbCs, HApALy C «Y3-OPTaHHYECKHMHU» MOJIEKYJIAMH, B CTPYKTYDPBI «Y3-YIBTPACTPYKTYPHBIX
BHYTPUKIIETOYHBIX JJIEMEHTOBY «Y3-KIETOK» «Y3-OPTaHU3MOBY.
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8.9.9. Mamemamu4eckoe npedcmasesieHue
Jna sspucynpakontypa 9BPUOPT AHU3M—-KIJIETKH-3 utepaTuBHBIN npolecc NOMCKOBOM ONTHMHU3A-
LUK MOKHO 3aIMCaTh CIEAYIOMINM 00pa3oM:

9 4

-3.0

9 [ ,T] 9 [37T] _ . 9

0053 (—3 S, o) ™ egitljﬂ— min = 58, 1,
38, 106 3Q

9A»
-2.0
971 9 plaT] B
0G5 (LPLG,) — canon=0 (8.9-1)
LPh e Q
917oT1 971 0t .
oGRS > fimit20
170 -1

3732}

(yTeBBINl BepXHUH HHIEKC «9» 371eCh 0003HaYaeT MIMEHHO « 9-70» MeTada3y METa’BOJIOIHH KHUBOTO, CHUMBOJT
o 9] T
— 3HAYCHHUE TIEPEMEHHOM, COOTBETCTBYIOIIEE IKCTPEMYMY LEICBON (DyHKITHH g QE; h.

IIpu sToM:

9 [LT] _ 9T 9laT]

005 =005 (738723,71,0) (8.9-2)
IQLsTT _— 9QIsT] INST]T 94T 9 pglsT1 9 [LT]( 9 T]

585 0= 5850 (—3 O, G, JH Y, Juy (OQ_32 )) (8.9-3)

9O 7. 9 (9 [.T] 901 970471 O m. ¢ 9 m{ 9 [oT] 97[oT] 9O m. 9 gm( 97[,T]
73,0A -{73,014 (73qul > 281 s 71hu0 )}, 72,0A -{72,014 (7zgu0 > 71]%0 )}, 71,0A -{71,014 (71hu0 )} -
MHOYKECTBA XapaKTEPHBIX IS 9-i MeTadaszbl METAIBOIOLNN MEXAHUIMOE NEPAPXUUECKON TIOMCKOBON OIITUMHU-

3aluy, 33JJaHHBIX Ha CyOKOHTypax, oOpasyemsbix spycamu OBPUMH/IMBUIOB «-3» — 3BPUT'EI'EMOHA
«0», OBpuTpub «-2» — SBPUT'EI'EMOHA «0» 1 OBpukact «-1» — SBPUT'ET’EMOHA «0» coOTBETCTBEHHO;

Sap" =g (005") (8.9-4)
8= 2 (26" 89
SR = np (oHY!) (8.9-6)
20 2sm (2a, g SH), 250 (S 2 Sh) i (V=1 ) - ofnacns
JIOTYCTHMBIX 3HAYEHUIl TONCKOBO# TIEPEMEHHON ) S[—ZJ;]IO (8.9-7)

7;) n —uaucino OBPUMH/IMBU/IOB y nannoro 9BPUI'ETEMOHA;

Gl = )G (SPLET) (8.9-8)
SR = SR (58T, Sul (065 M)); (8.9-9)
N (8.9-10)

'0” .| 9,,@)mi 9glol]  9ploT] 9 _ () 9glo?l  9ploT1Y |. P 9
LQ": [_2 plio (_ gy, iy ), LD (_2 gy, iy )] ; (Vi=1,..., ,n) —06macTs 10MyCTUMBIX
3HAYEHHIi TIOMCKOBOI IIEPEMEHHOMH ) PEI’fOT ] (8.9-11)

_;n —uncno IBputpud y nanHoro OBPUTEI'EMOHA;

JHY = CHUT(CRET (8.9-12)
SR = RET( 584 SPOET Suld Y (HY)); (8.9-13)
S8 = 8T (38t (8.9-14)
SPOET = SpOLT (P (8.9-15)
5Q7: [ S (R, S (R | (=1, ) (8.9-16)

o o o 9 T 9
— obnacTh AOIMYCTUMBIX 3HAUCHHUU IMOUCKOBOU IMECPEMCHHOU —IRE)I ], | — Yucio SBPI/IKaCT Yy AaHHOTO

OBPUI'ETEMOHA.

CpaBHeHHE C paHee MpUBEACHHBIM oOmmM BuIoM (7.1) aHaJOTMYHBIX 3aBUCUMOCTEH  IUIS
«YHHMBEPCAJIBHOIO» CYIPAKOHTYpa SAPKO IEMOHCTPUPYET IIOYTH IIOJHOE COBNAJECHHE MAaHHbIX cxeM. Mx
pasnryune B OCHOBHOM COCTOHMT B OTCYTCTBHHM BIMAHUHN Ha 3BpucynpakoHtyp 9BPUOPT AHU3M—-KIJIETKU-3
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CO CTOPOHBI CHCTEMHBIX IaMATEH BBICIIMX YPOBHEH/SPYCOB B HEpapXuHu, IOKa OTCYTCTBYIOIIMX HAa 3TOH
Metadaze wmeradBodrONMU. [lapaMeTpudYecKkd ke JaHHas cXeMa ToKa el OTIMYaeTcS OT CXEMBI
«YHUBEPCATBHOI0» CYNPaKOHTYpA.

Kpowme Toro, mist kasxcoozo n3 9BPUMHIAMBUOB (KJIETOK-3), Bxoasmux B gansabii DBPUT'ELE-
MOH, cnenyer BbIMHCaTh €ro COOCTBEHHBIH HTEPATHBHBIA TPOLECC TMOMUCKOBOM ONTUMH3ALUHM (KaK JUIst

I'EF'EMOHA-3 Hmxenexaiero B uepapxuu CylnpakoHTypa), T.€. emé _3 7l UTEPAaTUBHBIX COOTHOLIEHUN BUJA:

9
A
9T og-+"! - 9
L0 ( S_5,_4,_3) - egxtr]—mgln: S 54,3
S5 438 69
9 ”
9AlT] 9plsT] -
LG P4 3) —> calf[l%r]l 98 (8.9-17)
—4,-3 -5
9 ”
4,
JHPT(GREM) —> limit >0
R[AT] Q
-4 €4
ITpu 3toM:
9Tl — 9T (7]
205 = 2057 (sl ) (8.9-18)
0QlTl  — 9QlT] T1  9AlaTl 9yl Tl [T
S-56-4—3 S-56-4—3( -6 fl—— G GHS —6“—65 (3Q ; )) (8.9-19)

9 4. 94 [T] T1 9ploT] 7] 9 [o7]
63 A {6 54 ( 6qu4 > 5gu ,4h N —3qul s 281 s 1hu )}a
9 7] 9p[oT] _ 97 [T
-5, 3A { -5, 3A ( ng3 s ol —Squ ’—ZgUO ’—thO )}’
_45_9A”' s A'”( jhu*zT , _zqu*‘r , _2 g&f , _?h[“ﬂ )} — MHOXECTBA XapaKTepHbIX A 9-i MeTadasbl MeTa’BoO-

JIOIIAH MeXaHU3M08 UEPAPXUICCKON MOUCKOBOI ONTUMHU3AIINH, 3aJaHHBIX Ha CyOKOHTYpax, 00pa3yeMbIX spy-
camun MHAVMBUJOB-3 «-6» — TETEMOHA-3 «-3», Tpu6-3 «-5» — TETEMOHA-3 «-3» u Kact-3 «-4» —
I'ETEMOHA-3 «-3» COOTBETCTBEHHO;

oa = 2a (505") (8.9-20)
Sel = e (36T) (8.9-21)
jh T °h 7] (jHE;fT]) (8.9-22)
S0 s (2l S S, e el ),
_;)SE'S)TZX_} (_zq[U,A 0 gU ) _3h[u—zT], _gq[U,IT]’ _g gEJO , th )i|, (Vi=1,..., _6911) — 00macTte JOMYCTHMBIX
3HAQUYECHUN MOMCKOBOM MepeMeHHOMN 6S 5‘ 43 (8.9-23)

n —gucno MHAMBUOB-3 y nannoro 'ETEMOHA-3;

G = GE(PLT) (8.9-24)
P = P28, a6 ) (8.9-25)
LSWT = 8w 28l ) (8.9-26)
30 2pme (2, SHET, 2, ek, ),
s p£2m§X ( zg[_;T _Zh[U*ZT], _gq[U*‘T], K gEfT], _?hh"ﬂ )}, (Vi=1,..., {n) — obnacth JOMyCTUMBIX 3HAYEHHii
MTOMCKOBOH MEPEMEHHOM _2 P£45_T3] (8.9-27)
9n —yucno Tpu6-3 y nannoro '[EI’EMOHA-3;
JHT = JHUT(ORGT (8.9-28)
SR = RG89, SRR, Sl (JHN)); (8.9-29)
9801 = SSOLN( 95 ), (89-30)

345



SPGET = PO (Pl (8.9-31)
95y .| 9.min [ Ip[LT] 9. [T1 9.[oT] 97,[07] 9 (Hmax [ 9p[oT] 9 [.T1 9.l 97 [oT]
L, -[—4”—(3) (—4h[ ]>—3q[u ]> 2g51 ]> 1h ) (3) (—4h[ ]>—3q[u ]a_zg[u > 1h )]
Vi=1,..., 411) — 00J1aCTh TOTYCTUMBIX 3HAYCHHM ITOMCKOBOM TIepeMEHHOI 4R[ 3“T] (8.9-32)
_Zn —yucno Kacr-3 y nannoro '[ET’EMOHA-3.
Takum o6pazom, moaoe uncio DJIEMEHTOHOB-6, Bxogsmux B oqua DBPUOOPI'AHU3M, moxHO

9 9
OLICHUTB CBEPXY KakK IIPOM3BEACHHUE: N X _ N .

N npanee: mnsa xaocooeo m3 DIIEMEHTOHOB-6, Bxomsamux kak MHJIMBUJIbBI B cympakoHTyp
KIIETKA-3-3JIEMEHTOHBI-6, cnemyeT BeImucath €ro COOCTBEHHBINH UTEPATUBHBIN MPOIECC TTOUCKOBOU OTI-

tumuzarun (kak ausi TECEMOHA Hmkenexaiero B uepapxuv CymnpakoHTYpa), T.€. eIme [—11+—9?” UTEpaTHUB-

HBIX COOTHOIIICHUHN BUA:

QA/
g o l-1ro) 71\ (119176 . 9 c*
—6Q 1—— 119158 -7 -6 - e)[([grl;ﬁr]nln = 9D 876
9 y 97
114915876  E[-11:-97€2
8 9A
-8,-6
9~ Ty 9l
LG (GPLT) =0 — canon=0 (8.9-33)
AP e R
9 m
-7,-6
CHSN(ORY™Y >0 - limit>0
SR e 97
7R -7
Hpn 3TOM:
[ 7] [ 571 9 o)T']
- ?1——9 —eQ 817—9 ([—117— S—[sl—l7g—6 ) (8.9-34)
9Qli-t—o 7] _ 9IQli-11-9171 9 __[_T] 91171 9 7-[ oT]
[—11+—9]S—8,—7,—6 = [-11+-9] st -7,-6 ([711+79]0-[71”1+79]’[711+79]7[[71]01+79]a[711+79]K[7?4+712]’
[ 7] 971
[~ 11—-9]“[ 811——9]( Q[_181+_9])) (8.9-35)
Tl _ [-nT] 9 Qli-14e-12171
- 11——9]0- 1”1——] [=11+-9] O-[ ill—— ]([-14+-12]S[—11+—9] ) (8.9-36)
T _ 9[0T 9 [ 7]
[~ 117—9]75 11017—] [—11+—9]7[[—H+—9]([—1 1:-9101= i117—9]) (8.9-37)
9 Lol 9 L oT] 9_[_0T]
[711+79]K7i4+712] = [711+79]K[:i’4+712] ( [711+79]7[[7101+79]) (8.9-38)

9 9 9 [T]
[—11+-9],— A { [—11+-9],— A ( 1197 A[ 2 15-9] )},
9 . [L6T] 9y [-sT] Tl 9. [5T]1 9p[LT1] T 9. [oT1 97,[0T]
oA '{—8,—6 ( 8% ohy” -6‘1@4 58, 4hy? -3qu1 281y )},
9 . 9 m( 99.[_T] [T] T 9n[LT] T1 9. [oT]1 97.[.T]
56 AT A (—7hU5 , 6qu“ , .82 ,_4h 2, 3qU‘ DS AT thO )} — MHOXKECTBA XapaKTEePHbBIX IS

9-ii MeTada3bl METadBOIIOLUU MEXAHUZMOE UEPAPXUIECKON MOMCKOBOIM ONTUMH3AINH, 33/IaHHBIX Ha CYyOKOH-
Typax, obpaszyemsix spycamu UHAWMBUIOB-6 «-11+-9» — TETEMOHA-6 «-6», Tpn6-6 «-8» — TETEMOHA-
6 «-6» u Kact-6 «-7» — TETEMOHA-6 «-6» COOTBETCTBEHHO);

11——9]q 71T11— = [-11-9 q[771T1——9 (—6Q[ ﬁ—— ) (8.9-39)
g = aey (_EG_;T) (8.9-40)
(LoH%™) (8.9-41)

9 [sT] _ 9l sT]
—7hU5 _—7hU5
9

9 (i)min 9 [T] 9 _(i)max [5T] . . 9
11——9]Q [ 11+—9]S—8,—7,—6([—11+—9]q[ 11——9]) > [-115-9]5-8,-7, 6( ~11:-9] (I[ 711—— )i|,(Vl —la~-~a[—11+—9]”) (8.9-42)

— 001acTh JONMYCTHMBIX 3HAYECHUH TOMCKOBOH TNEPEMEHHOM | . _99 S_glf{”z] , TIpHYeM [—11+—9?n — YHCIIO
VHJIUBUJIOB-6 (COEP ATOMOB) y nausoro TEFEMOHA-6;
769G£§7T] 9GL7T]( 91)[ sT] (8.9-43)
9Pﬂﬂs 9P778T6](7gs(§)[_ﬂ ’ 8“ 8 ( 9G 7T])) (8.9-44)
-8 -8 [(=11e017]
9S(P) 7] 9S(P) T] ([—11+—9(;S—[8,—7,—]6 ) (89-45)
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9 0 T] 9y [ T] 9 [T [T 9p[T] 9. [.T] 9.0 [oT]
Q [— —l7rilgl( Sg—86 7hui a—eqUA —5guz :—4h BRI | (TR 47y a—1hu0 )7

00 (N e e T S S ) (sl (5940
— 00JIacTh JTOMYCTHUMBIX 3HAYCHHWH IMOMCKOBON IMEPEMEHHOM _zPE;fg, _89n — uncino Tpu6-6 y maHHOTrO
I'ETEMOHA-6;
CHY = JHUT(CORGT (8.9-47)
SR = ORI 980T, @t Suld Y ( 2H ) (8.9-48)
SSG = 28T ([—11+—9(;S[—[§,1f77,9—]€]) ; (8.9-49)
PO = pOLTI( SpLiT) (8.9-50)
50 e (T, 2 g S, e, el Sk,
0 (nG, g, gl S, e, g, THT) | (Vi= 1., Sn) (8.9-51)
— 00JIacTh JTOMYCTHUMBIX 3HAYCHHWH IMOMCKOBON IMEPEMEHHOM _3R[_*67T], _79n — uyucno Kacrt-6 y maHHOro

I'ETEMOHA-6.
Takum oOpazom, momHoe uyucio ATOMOB, Bxomsnmx B ogun DBPUOPI'AHU3M, MOXHO OLIEHUTH

9 9 9 o o
CBEPXY Kak MPOU3BENCHHC: 1 X (N X, o . KOHKpeTHBIH BuA 3aBucHMOCTeH (8.9-1/-51) Moxer ObITH

YCTAHOBJICH — IOCJIC BBIABJICHHA B OKCIHCPUMCHTAJIBHBIX HCCICAOBAHUAX HCO6XO)_'[I/IMLIX KOJIMYCCTBCHHEBIX CO-
OTHOIICHUH — B mnmpouecce nmoCTpoCHUus Moz[eneﬁ YKa3aHHbIX 01000BEKTOB.

8.9.9.1. Kpamkut kommeHmapud
Tunmaselil coryacHO 3aBucUMOCTH (8.9-1) mMeHHO I 3BpEMeTadasbl BHI COCTABIISIONINAX IEICBOM
(hyHKIIMH: 3KCTPEMAILHOTO THIIA ngng ! orpanmuenwii THIA paBeHCTB ngg‘” W OTpaHWYCHHUU THUMA Hepa-

9 T o
BCHCTB OHE? 1_ COOTBCTCTBYCT HanOoJee CIOKHOU (HO CPaBHCHUIO C TUIUYHBIMU I IICEBAO- U KBA3NUMCETa-

(ha3) CTpyKType CynpakoHTypa ONTHUMH3AIMU. 3/IECh TEMITbl H3MCHECHUST YKA3aHHBIX BEJIIMYMH TAKKE pa3iinda-
IOTCs, TIPHYEM Ha XapakTepHoe BpeMs (B maHHoM ciydae [,T], [ T] u [(T] coorBercTBenHO). [logobHas curya-
WSl paHee B MPAKTHUKE PEmIeHHs TeXHUYEeCKHX IKCTPEMANbHBIX 3a/lad, HACKOJBKO HM3BECTHO, TeM Oojee He
BCTpevanack. M3 dero cieayeT caenaTh BBIBOJ O TOM, UYTO JJISI MOAETUPOBAHUS OHOIOTMYECKUX OOBEKTOB, Ha-
XOJSIIIUXCST HA 3BpuMeTadasze CBOe METa’BONIOINH, HEOOXOIUMO pa3padaThIBaTh CIIEIUANBLHBIE TTOUCKOBBIC
ONITUMHU3AIMOHHBIE MEXaHU3MBI (BIIpPOYEM, OOIaJaloNIfe TeMH K€ CBOMCTBaMHM, UTO M JJIS paHee TMPOUCXOIs-
mwux dBpuMeTadas).

8.9.10. Uumepnpemayus cmpykmypbl U noeedeHust aspucynpakoHmypa 3BPUOPIA-
HU3M-KJIETKU-3 e 6uoniocuyeckux mepmuHax
Jloruka HacTosIIeH KOHIENIMH O3BOJISIET IPEANIOI0KHUTh, YTO IIEpexo.l OMOIOrMUECKON METa3BOIIOLUN
u3 kBazuMmetadaspl (T.e. cymecrBoBanuss KBA3MOPIAHU3MA) B sBpumeradaszy (T.e. CyHIECTBOBaHHS
OBPUOPI'AHU3MA) 5KBHBaJIEHTEH COBEPIICHHUIO TPEX OIMPENEISIFOIINX COOBITHIA:
¢ HOBOMY IIary B yCJOKHEHUH KBasuspyca KBasurpu0 (T.e. ypOBHS B MEpapXuH, Ha KOTOPOM paHee yoice
Cc(OPMUPOBAIUCH KIIPOTOTKAHU» U «Y,-TKaHW») 00JIee CIOKHBIX «Y3-TKaHEH»;
< Beigenenuto u3 sipyca KBASUT'EI'EMOHA npeapiaymiero kBasucynpakoHTypa (T.e. sipyca, Ha KOTOpOM pa-
Hee yorce cHhOpMHUPOBATICS P «IPOTOOPTaHOB») COOCTBEHHO sipyca DBpU-O-KOMIApTMEHTOB («Y3-OPTaHOBY)
BHOBb BO3HMKAIOLIETO IBPUCYIIPAKOHTYPA;
¢ (opMupoBaHHE CTPYKTYp, OTHOCSIMXCS K coOctBeHHO sipycy DBPUOPI'AHU3M, T.e. opeanusoeannoll
COBOKYNHOCMU DIIEMEHTOB BCEX BXOIIINX B HErO HEPAPXUUYECKUX SIPYCOB, KOTOPYIO MOXHO pacCMaTpUBAaTh
Kak BITOJTHE YPPEKTUBHBIN Mexanu3zm peaau3annuy npucrnocooutenpaoro nmosenenus 9BPMOPI'AHU3MA B
cnienupuuecKor BHELTHEH cpelie.
OHH cOnpoBOXKAAIOTCS €€ HIECTHIO BAKHBIMU MPOIIECCAMU — CIEAYIOIMMU IIaraMu B YCIOXHEHUU:
spyca TETEMOHA-2 KJIETKHU-2 — Bo3aukHOBeHHEeM Ooiee cinoxkHBIX KIIETOK-3 («y;-Ki1eTok»);
spyca Kacr-2 KJIETKU-2 — BO3HHKHOBEHHEM 00JI€€ CIIOKHBIX «Y3-KIIETOYHBIX KOMIAPTMEHTOBY;
» sipyca Tpu0-2 KJIETKHU-2 — Bo3HUKHOBEHHEM 00JIe€ CIOKHBIX «Y3-KIETOYHBIX CyOKOMIapTMEHTOBY;
sapyca DJIEMEHTOHA-5 — Bo3HUKHOBEHHEM 00JI€€ CIOXKHBIX «Y3-YJIBTPACTPYKTYPHBIX BHYTPUKIETOUYHBIX
37eMEHTOBY («y3-YBD») aBkaprnoTHUecKuX KIETOK, cocTapistomux 9BPUOPI' AHU3M;
% sipyca Kact-5 DJIEMEHTOHA-5 — Bo3HHKHOBEHHEM 00Jiee CIIOKHBIX «Y3-MaKpOMOJIEKYI» B OTHX KJIETKaX;
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s spyca Tpu6-5 DJIEMEHTOHA-5 — Bo3HUKHOBEHHEM 00JI€€ CIOKHBIX «Y3-OPraHHMYCCKUX» MOJIEKYJ B 3TUX
KJIETKaX.

EctecTBeHeH BoOIpoC: Kakol OMOIOTHYECKHit 00BEKT COOTBeTCTBYeT NoHsaTHio DBPUOPI'AHU3M? s
OTBETa Ha HEr0 HEOOXOAUMO YUECTh CIICAYIONNE OCHOBHBIE (DaKTOPBHI:

1) BpeMs ero mosBIeHHs, T.€. 0KoJo 1,59 mipa. ner Hazaf,

2) XapakTepHbIe pa3Mepsbl, T.€. OKOJIO Mempos, U

3) BBICOKYIO 3(PPEKTHBHOCTH €r0 (DYHKIIMOHUPOBAHUS KaK aBTOHOMHOTO ONTUMHU3UPYIOLIETocs: 00heKTa
B COCTaBe BKJIIOYAIOIINX €T0 SUPMYAIbHbIX OMOIOTHUECKUX 00pa3zosanutl (He cucteM!) BBICIINX ypOBHEW WH-
terpanun: «BupTyanbHeix 73-BMOI'EOLIEHO30B» u «Buptyansuoit y;-bBMOC®EPHD» 3emnu (koTopsle, 1o
OoNBIIOMY CYeTy, U Ha3blBaThCA YKa3aHHBIMH TEPMHUHAMHU — 0€3 MPUCTABKH «Ys-» — HE JOJDKHBI ObUTH OBI, 1MO-
CKOJIBKY CHCTEMaMHl HOKA HE SIBIAIOTCA, MO0 M3 BCEHl COBOKYITHOCTH CHCTEMHBIX CBOMCTB XapaKTepH3YIOTCS
TOJIBKO OJTHUM — IIPOCTPAHCTBEHHBIM Pa3MEPOM).

Otcroga HE0OXOIUMO MPUXOJUM K BBIBOLY O TOM, YTO YKa3aHHBI OOBEKT — ATO MOTHOLUCHHBIH MHO20-
KJ1emouHblil Op2AHU3M, TOUHEE €T0 nepeuuHas (opma.

8.9.10.1. YUmo makoe MHO20KITeMOYHble Op2aHU3MbI

CoBpeMeHHasi CUCTeMaTHKa ONpeAeNsieT MHOTOKIETOYHbIE OpraHnu3Mbl kKak [loamapcTBo MHoroxieTod-
HBIX (Subregnum Metazoa). Tak, 1.A.Muxaiinosa u O.b.bonaapenko mumyT: «K noguapcTBy MHOFOKNETOUHbIX
OTHOCSITCSI XXMBOTHbIE, TENO KOTOPbIX COCTOMUT M3 GOMbLIOro Y1cna KrneToK, criaratolmnx TKaHu U opraHbl U Bbl-
NOMHALWMX pasnuyHble dyHkumn. o ypoBHIO cTpoeHus Metazoa nogpasgenstoTca Ha gBa Hagpasgena:
Parazoa — npumnTMBHbIE (HeHacToswwme) n Eumetazoa — HacTosiLmMe MHOrOKNETOYHble. Y NepBOro M3 HasBaH-
HbIX HaJpasaenoB OTCYTCTBYET HEPBHAas CMCTeMa, a y BTOpOro umeetcs (...) Hactosime MHoroknetouHble 06-
nagatoT cTabunbHoi AnddpepeHumaumen KNeTok, ¥ HUX UMELOTCSA TKaHW 1 opraHbl, B ambpuoreHese 3aknagbl-
BalOTCHA [Ba WNW TpW 3apofbllLeBbIX NUCTKA. [N 9TUX XMBOTHBLIX XapaKTEPHO BHEKINEeTOYHoe "pesepByapHoe”
nuLLeBapeHune, Npomcxoasilee B eAMHON NULLEBApPUTENBHOW nonoctu, nubo B cepun nonocten, obpasyoLmx
nuLLeBapuTenbsHyto cuctemy. Mpu Takom TUNe NULLEBapeHnNs pa3Mep NOrnoLwaemMbIixX NULLEBBLIX YaCTUL, HE 3aBU-
CUT OT pa3MepoB KINeTKM, YTO pe3Ko NoBbIlLaeT KOpMoBYto 6a3y, a oTcioga U Bce MeTtabonuyeckne n dpuamono-
rMyeckme npouecckl. TeM He MeHee, COXpaHAETCA BHYTPUKIIETOYHOE M NPUCTEHOYHOe nulieBapeHue (...) Haa-
pasgen (Superdivisio) Eumetazoa B COOTBETCTBUM C TUMOM CUMMETPUM U YUCITIOM 3apOablLLEBBIX JIMCTKOB pac-
cmaTpuBaeTcs B cocTaBe AByx pasfenos. K mepBoMy OTHOCATCS XMBOTHble, obnajatolume paguanbHOn Cum-
mMeTpuen 1 nvelolume B ambpuoreHese ABa 3apofbilleBbIX NMMCTKa. Ko BTopomy pasgeny npuHagnexart opra-
HW3MbI, N1 KOTOPbIX XapakTepHbI ABYCTOPOHHSAS CUMMETPUS U 3aknagka B aMOpuoreHese Tpex 3apoabllleBbIX
nUCTKOB. [1ByXCNOMHbIE HAxoOAaTCA Ha 6onee HWU3KOW CTYMEeHW, YeM TPEXCIOoWHble, MOATOMY HepedKo roBopuTCS
0 HU3LLMX U BbICLUMX HACTOSILLMX MHOTOKMNETOUHbIX» [Muxaiinoea, bonoapenxo, 1999].

Cpasy ke X04YeTcs OTMETHTh, YTO YKa3aHWe JTHX aBTOPOB Ha «0Oojiee HU3KYIO CTYTCHB» (Pa3BHTHS)
«OBYXCIMOMNHbIX» cUIbHO HanmoMmuHaeT xapakTtepuctuky KBASMOPIAHU3MA, chopMupoBaHHOTO Ha MpEAbl-
oyieit Metadase U AeHCTBUTENHHO 00Jiee TPUMUTHBHOTO 10 CPABHEHHIO C pacCMATPUBAEMBIM B JTAHHOM TIO-
pasznene 9BPMOPI"AHM3MOM. Ho, koHeuHO, OTHECEHNE TNOO HEOTHECCHUE «HU3LUMX HACTOSILLIMX MHOTOKIe-
TouHbIx» K KBASUOPT'AHU3MAM TpebyeT B KaKI0M CiIydae MPOBEACHUS CIeIMaIbHBIX UCCIEeIOBAHNM.

3nech BecbMa BaXKHO €Il pa3 yKas3aTb, YTO € MO3MLMH NMpeasaraeMoil KOHLIENIIMA MHOTOKIIETOUHBIH Op-
TaHW3M (HJTH, KaK YIIOMHUHAJIOCH BBIIIE, (PAaKTHUECKU «MHO200P2AHHbII» OPTaHNU3M) — 3TO HE TOIBKO COOTBETCT-
BYIOIIIMI OMOOOBEKT KaK TaKOBOHM, COCTABIISIEMbII (MepapXUYeCKH MOCIEAO0BATEIbHO) OpTaHaMH, TKaHSIMH, IB-
KapHOTHYECKUMH KJIETKaMH U T.JI. B NefCTBUTETBHOCTH OH MPEACTABISIET COO0H cOBOKYnHOCHYb 8cex buoaocu-
yecKux 00vEKMOo8 pA3HOU CMeneHu UHmezpayuU, Cyuecmeyiowux i QYHKYUOHUPYIowux 6 0aHHoM o0veme
npoOCMpancmea, 6He 3a8UCUMOCIU OM CIMeNneHU A8MOHOMHOCIU NPUCTIOCOOUMENIbHO20 NOBEOCHUSL KAHCO020 U3
maxux 6uoobvexkmog. [1o100HBINH paKypc B paCCMOTPEHUHU CYIIHOCTH OpraHH3Ma MPHUCYTCTBYET U B OMOJIOTH-
Yyeckoi muTeparype. BoT uro, HampuMep, NHIIET 1O MOBOY JaHHOH mpobnemsbl ['.A.3aBapauH: «CnoxusLueecst
B XIX Beke npeacraBneHne 06 3BOMIOLMU Pa3HOOOPa3ns Ha NpUMepe MUpa XUBOTHBIX B BbICLUEN CTENEHU yC-
noBHo. OHO yHacrneaoBano KraccugUKaLMOHHYIO NIMHWUIO Ha YNOpsifOYEeHNe MHOXEeCTBa 06beKToB. B aTtom oT-
HOLLEHUW OHO He-CUCTEMHO. BaxHO MMeTb B BMAY, YTO XMBOTHLIE, Kak NPaBuIo, MOpgo102u4ecKu 0ghoOpMIIEH-
Hble coobujecmsa c 83s8wWUM Ha cebsi buogusuyeckue yHkyuu xo3suHom (kypcuB moit — C.I'.). ®yHKumo-
HaslbHas CYLLHOCTb XWBOTHOIO — €ro NuLLeBapuTenbHbIA TPaKT — NPeACTaBnsieT MecTo obutaHna cumbroTnde-
cKoro coobLuiecTBa MUKpoopraHMamoB. Camoe NpoucxXoxaeHne XMBOTHBIX OT unodaros npegnonaraeT BKIO-
YyeHue B MULLEBAPUTENbHBIA TPaKT MUKPOOPraHW3MOB, CMOCODOHBIX NPOAyLMpOoBaTh BCACbIBAEMble OCMOTUYeE-
CKMUM MyTeM MpoayKTbl U3 MexaHn4Yeckn pasapobneHHbIX YacTuL, nuwm. MHoTobrnonormieckoe XMBOTHOE — oYe-
BUAOHbIN apTedakT» [3asapzun,2001a].

C )Z[perfI CTOPOHEI, CTOJIb K€ BAKHO IMOAYEPKHYTh, YTO — B OTJIMYUEC OT CUMOMOTHYECKHUX KOMIIOHEHTOB
— nepapxuueckue cocrapisiomye DBPUOPIAHU3MA cymectBeHHO Oojiee yCIOKHEHBI, YeM TaKOBbIE IS
KBA3UOPI'AHU3MA, TICEBAOOPI'AHU3MA, a Taxxe mist O9BPUKJIETKH, KBASUKIIETKU u IICEB-
JOKJIETKU. Ilpocnemuts «rpaduk» HTOTO YCIOKHEHHS JOBOJIBHO CIIOKHO, HO TOAOOHBIC TIOIMBITKH
nenarotes. « CuHmes buoxumuyeckux coeOuHeHuUl, pa3sumue COMpsXKeHHbIX peakyul u rnosierneHue buoxumu-
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YecKux cucmem peakyuli 00/mkHbI bbinu 6bimb €80UCMBOM MUKpocucmeM (MUKpOKanerb, KoauepBaToB, MUK-
pocdep, Npeaduonornyecknx cuctem u 1.n.), a He beccmpykmypHot cpedsi (kypcus aBTopa — C.I7.). Mpu npu-
MUTUBHOM CMOCOBEe pasMHOXEHUS MWUKPOCUCTEM COXpaHEeHWe BO3pacTaBLUENW CTPYKTYPHOW UM XMMUYECKOW
CMOXHOCTW B MOCNEAYLUMX NOKONEHNAX, NO-BUAMMOMY, ObINio HeHadexHbIM. 3TO noTpeboBano ANMTENbLHOro
nepuoga HereHeTM4YeCckon 3BonoumMn MukpocmucteM. Mukponckonaemole, Hanpumep ot 2,5 go 3 mnpg. net gas-
HOCTW, MOryT MpPeAcTaBnsaATb COOON pasnuyHble CTagum 3BonuMM Mukpocuctem. o cTpykType Hambonee
OpeBHUEe MUKpoMCKonaeMble Donblue HarnoMUHAIOT CKOMIEHMS HEKOTOPbIX MUKpocdep Pokca, YeM NPUMUTMB-
Hble Bogopocnu (...) MoOHO-, ANM- N OMUIOHYKNEeoTWUAbI, NO-BMOUMOMY, Urpanu CyLLECTBEHHYIO POfb B XUMWM
MUKPOCKCTEM BCe BO3pacTatollen cnoxHocTu. Kak, korga u B Kakor ponu B XMMMUKO MUKPOCUCTEM CTanu BKITHO-
4YaTbCH MOMMHYKNEOTUAbl U HYKINIENHOBBIE KMCIOThl — yCTaHOBUTL TpyaHo. OgHako Gonee NornmyHbiM nNpeacras-
nsieTcs NpeanornoXeHne, YTo HYKIMENHOBbBIE KUCIOThl BOLLSN B XMMMIO MUKPOCKep Kak YacTb Unm crie4cteme mx
3BOJTIOLNOHMPYIOLLIEN CITOXHOCTM, YEM AOMNYyLLEHME, YTO HYKINEMHOBbIE KMCNOTbl BO3HUKIN HE3aBUCUMO U CMOH-
TaHHo, Oyay4um “npegHasHayYeHHbIMU” 45151 BbIMOSTHEHUS CITOXHBIX XMMNYECKUX YHKLUIN MUKPOCUCTEM. ABNSASICh
pe3ynbTatoM XMmudeckon akmusHocmu (KypcuB Mo — C.I'.) MUKpOCUCTEM, HYKIENHOBbIE KUCINOTbI AOMKHbI
ObINM oTpaxaTb UX XUMMYeckne ocobeHHocTU. BHe3anHoe OrpoMHOE yBenuueHve Yucna BUaoB, HavyaBLueecs
OKOJ10 OHOro MUNMapaa neT ToMy Hasag, fnyywle o6 bACHUTb NOABNEHNEM KOAUPYHOLLMX HYKITENHOBBIX KACIOT
B YK€ XMIMWUYECKM CIOXHbIX MUKpOCUCTEMAX, YeM MMMoTe30M, COrnacHo KOTOpon 3To BbINo cBa3aHo ¢ npuobpe-
TEHVMEM OKUCIUTENbHOro MeTabonunamMa yxxe XopoLuo CHOPMUPOBABLUMMUCS reTepoTpPodHbIMY KneTkammy [Ke-
ocan,1975]. C mo3uruii HacTosIIe KoHmenuu 3ToT BeiBoA k. KeocsHa mpeacTaBiseTcs BIOTHE JTOTUIHBIM,
XOTSI JUIsl CPAaBHEHUSI TOUYEK 3pEHUS 37eCh MOKHO IponoixkuTh nuraty E.H.Ilanosa u3 moamynkra 8.3.10.1 oT-
HOCHUTEIIBHO TJIMKOJIN3a: «... B 30OPOBOW KINETKE MHOFOKNETOYHOro OpraHu3ma rimkona CryXuT Nyl Havarb-
HOW CTaauen B mpouecce BblpabOTKM 3HEPrUM, a OCHOBHOW 3HEpPreTmyeckuin BbIxod o6si3aH mocrneayoLen
CMOXHeNLLen Lenn Boxummnyeckux peakuuin ¢ yqyactuem kncnopogay (/Ilanos,2001], ctp. 58).

ITockonbKy «... MpUMEPHO K cepeanHe npoteposon (1,7-1,8 mnpa. net Hasag) “kMcnopogHas peBorio-
umns” B Uernom 3aBepluaeTca U Mup ctaHoBMTCA adpobHbiM» [Ecwrog, 1999], a Mbl celiuac paccMaTpUBaeM
HMEHHO «CepeaynHy NpoTepo30s» — pacueTHOE BpeMs 0KoJo 1,6 MIIp. JIeT Ha3ajl, — TO BIOJIHE MOXKHO MPEJIo-
JIOXHUTh, YTO UMEHHO K 3TOMY BpeMeHH (B 3BKapuotnieckux kietkax DBPUOPIAHU3MA) yxe chopmupo-
BaJics (BO3MOXKHO, JIMIIL B OCHOBHOM, 0€3 KaKHX-TO JICTAJICH...) TOT MEXaHU3M OKUCIHTEIBHOTO (ochopuu-
pOBaHUsA, KOTOPHIH Ha TOPSIOK ddexTuBHEe TIuKoNm3a («B pacyéte Ha 1 Monekyny rroKo3bl FMKONU3 AaéT
2 monekynbl AT®, a doccopunupoBaHne B AbixaTenbHow Lenu — 34 monekynbl AT®» [Ocmpoymos, BCO,
1974]), 1 KOTOPBIN XapaKTepeH AJS COOTBETCTBYIOLIUX MpeACTaBUTENEN OKpY KaroIled Hac )KUBOM MPUPOJIBI U
ceituac. BeisicHeHne Oosee WM MeHee TOYHOTO MOMEHMA BPEMEHHU ero BOZHUKHOBEHUS (XOTS ObI C TOYHOCTHIO
JI0 KOHKPETHON MeTada3bl METadBOIIOIHH JKUBOTO, MEXAY 3-ei U 9-0it) TpeOyeT JOMOIHUTETHLHOTO HCCIICIO-
BaHUS C MIOMOIIBIO COOTBETCTBYIOIIHUX CIICIUAIUCTOB-OMOIHEPTETHKOB, (DU3UOJIOTOB KJICTKHU U T.I1.

8.9.10.2. O spemeHu nosieneHuss SBPUOPIMAHU3MA

Hamnbonee paHHIOIO OLEHKY 3TOro MOMeHTa («He nos3gHee 1,8-2 mnpd. neT ToMy Hasaa») Oaer
A.1O.Pozanos. 1o ero MHeHHUI0, «Nepexoq OT npeobnagaroLlen npokapuoTHon Guocdepbl K aykapuoTHOW 3a-
hmKcMpoBaTh Ype3BblHanHO TpyaHo. NMoaxoabl 34eck MOryT ObiTh pasHble, HO HM OAWMH U3 HUX HE OaeT OOHO-
3HayHoro otBeTa. Bo-nepBbix, MOXeT ObiTb BaXeH pPa3MEepHOCTHbIN MOAXOA, MOCKOMbKY OOHapyXvuBaewmble
chepoungHblie obpasoBaHusa pasmepom > 60-100 MK yalle MOryT Okas3aTbCsl dykapuoTamu, YeM NMpoKapuoTamu.
Bo-BTOpPBLIX, WapoBmaHble hopMbl gaxe HeOOMbLIMX pa3mMepoB C PasnMYHOro poAa LmnamMm u BblpocTamm Tak-
Xe cKopee crniefyeT cuMTaTb 3yKapuoTuyeckuMu opraHmamamu. Mcxogs w3 atmx CoobpakeHun unu cylecT-
BYIOLLIMX HAxXo4oK KpymHbIX M "wmnacteix" ¢opmM, Hanbornee pacnpocTpaHeHO NpeacTaBfieHne, YTo 3yKapuoThbl
NosIBUNMUCb, MOXET ObITb, B paHHEM MPOTEPO30e, HO AOCTOBEPHO HauyuHas ¢ 1,4-1,6 mnpg. neT Tomy Hasag.
OpHako Takue, XoTa U Hanbornee pacnpocTpaHeHHbIe, NPEeACTaBNEHNS HAXOOATCA B NPOTUBOPEYMN C MaTepua-
naMmy no nosiBreHuto elé Gonee cnoxHbix opraHnamoB. Ewé 30-35 neT Hasag MOCKOBCKMM reoriorom
A.JleiiTecom B Tak HasblBaeMoWn ygokaHckon cepun Cnbuvpu Obinn obHapyxeHbl TpybkonogobHble obpasoBa-
HWs1, Ha3BaHHble MM Udocania problematica, KoTopble ¢ camoro Ha4ana ogHu UCCregoBaTENN COYNM OCTaTKamu
YyepBeW UIN KULLIEYHOMOSOCTHbIX, a OPYr1e XeCTKO BCTanu Ha Mo3uuMIo MX HEOPraHNUYEeCKOro NPOUCXOXOEHNS.
lMocnegHne cuntanu, 4To 3TN TPYOKM ABNAOTCA NceBgoMopdm3amMm Mo KpUcTaniam Kakmx-to MuHepanos. Of-
HaKO U3y4YyeHne 3TOro matepuana ¢ NOMOLLbIO AMEKTPOHHOr0 MUKPOCKOMa, nokasano, YTo Mbl UMeeM Aerno He
TONbKO C 3yKapuotamu, HO u ¢ Metazoa, TO €CTb MHOTOKIIETOYHBIMUN XUBOTHBIMU U, KDOME TOrO, CO CKENETOM.
Haxe ecnu cuntatk, 4TO Bo3pacT nopog ¢ Udocanian He npesbiwaeT 1,4 Mnpa. NeT, 3To NIoOX0 cornacyeTcd ¢
npeabliaywyMy BblBO4aMy O BpeMeHW NOsIBNEHUst aykapuoT. Hago 3amMeTuTb, Y4TO B MOCRefHUe rogbl Takux
OaHHbIX cTaHOBUTCA Bce Gonblue n Gonble. MNMonbckMe n poccunckne uccnegoBateny obHapyxunm B MeTa-
mMopcmdecknx nopopax dyHaameHTa BoctouHo-EBponerickon nnatdopmbl ¢ Bo3pacTom 3aBegomo Gonee 2
MIIpA, NeT He TOMbKO HUTK LiMaHODaKTepUn, HO 1 NceBAOMOPdO3bl MO KOHMAUAM (cnopam 6ecnosioro pa3mHo-
XKEHMWS) HECOBEPLLEHHbIX rpMboB. He MeHee MHTepeCHbI pe3ynbTaThl aHann3a CcneaoB XU3HeAeAaTenbHOCTH op-
raHMamoB. VIx dopma B psge CnydaeB MOXET C HECOMHEHHOCTbIO YKasblBaTb HA MX YPE3BbIYANHO CIIOXHOE
MHOFOKIIETOYHOE YCTPOWCTBO. Takune crefbl Obinn 0GHapyXeHbl HOBOCMOUPCKMMU UccregoBaTensaMy B paHHe-
cpegHepudenckmx oTnoxeHuax Mrapo-Hopunbckoro panoHa. HegaBHo onyGnvKkoBaHbl U MaTepuarbl COBMECT-
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HbIX aMepMKaHO-POCCUNCKNX M3bICKaHWIA, TAe nokas3aHo, 4To creabl Metazoa obHapyxeHbl Ha AMEPUKaHCKOM
KOHTUHEHTe B nopogax ¢ Bo3pactom 1,4 mnpa. net. Bcemn npmsHaHHble ocTtaTkM Metazoa yctaHoOBnEHbl B
BepxHem pudee (~ 800 mrH. neT) ceBepa EBponerickon Poccun. OHu npeacTaBneHbl XMTUHONOHbIMU TpyOKamm
(caHTUMeTpoOBOK pa3mepHOCcTM). Takum obpasom, criegyeT NPeanofiokWTb, YTO JYKApWUOTbl MOSBUMMCH He
nosgHee 2,2-2,5 mnpg. net TOMy Hasag, a MHOrOKIETOYHbIE OpraHn3mbl He no3gHee 1,8-2 MnpA. neT ToMmy Ha-
3ag. OgHako, ecnun obpaTUTbCH K BONbLUMHCTBY COBPEMEHHBIX Y4EOHMKOB U HayYHbIX 0630pOB, MOXHO YBUAET,
yTo nosiBneHue Metazoa cBs3bIBaeTCA TOMbKO C BEHAOM (BEHO0-3Amakapckon chayHown)y [Pozanos, 1996].

B cBoeit Oonee mo3aHe cTaThe ATOT K€ aBTOP HECKOJIBKO YTOYHSET CBOIO MO3MUIIMIO, CHUMAsI OTOBOPKY
«axe €Cu...» OTHOCUTEIHLHO BPEMEHU HaXOXKJEHHSI HECOMHEHHBIX MHOTOKJIETOUHBIX 3BKApUOT, U MIpejJiaraet
0oJiee MO3IHIOI €ro OIEHKY: «ELLé HeCcKonbKko NeT ToMy Hasaz cuuTanoch, YTO NEepPBblE MHOIOKINETOYHbIE Op-
raHMambl NosiBUNMUCL Nuwb B BeHAae (~ 650-550 MrnH. neT), a OgHOKMETOYHbIE 3yKapuoThbl - NpUBNN3MTensHO
1,2-1,3 mnpa. net ToMmy Hasag. Tenepb Mbl y)Ke 3HaeM O Haxogkax HM3LWKMX rpubdoB B Nopodax, Bo3pacT KOTO-
pbIX COCTaBMNSAET OKOMO 2,2 MNpa. NeT, 1 NepBbIX MHOMOKNETOYHBIX XXMBOTHBIX 1 UX CNIEAOB B Nopoaax, Yeln Bo3-
pact oueHuBaetcsa 1,4 mnpa. net (...) CoBpeMeHHble JaHHbIE NMO3BONSAT BHECTU CyLLECTBEHHbIE KOPPEKTUBDI.
B OCHOBHOM OHW CBSI3aHbl C MOCTENEHHBIM "yApEBNeHneM" HaxoOoK, CBUAETENbCTBYIOLMX O MOSABEHUN 3yKa-
pWOT, MHOFOKNETOYHbIX OpraHu3moB 1 T.4.» [Pozanos, 1999].

Heckonpko nHyI0 0o11eHKY 3TOr0 HHTepBana naeT M.A.denoHkuH: «BbICOKMI ypoBeHb AnddepeHLmaumm
KMBOTHOro Mupa BeHackoro nepuoga [Cokonos 65.C. 1984. BeHdckuli nepuod 8 ucmopuu 3emsu. npupooa,
Ne12, ¢.3-18, Cokonoe 6.C. 1998. Ouepku cmaHoeneHusi eeHO0a. Mockea, KMK, 155 c.] onpegeneHHo yka3biBa-
eT Ha Gonee apeBHWe KOpHM MeTasoa. O6 3TOM e roBopAT M Noka peakne Haxoaku bornee apeBHUX, puden-
CKuX ©ecno3BOHOYHbIX. [JaHHbIE MOMEKYNAPHON OUNOreHETUMKN N MOAENb MOMEKYNSAPHbIX YacoB Takke onpe-
OEeneHHO CBMAETENbCTBYIOT O JOBEHOCKOM MPOUCXOXOEHUMN MHOFOKNETOYHbIX XXUBOTHBIX, XOTS B 3aBUCUMOCTU
OT MeTOAa M Krnacca MOJEKyr, BOBIIEYEHHbIX B aHan1M3, MOMEHT NMOSABIEHNs MeTa3oa onpeaensdeTcs B LUMPOKUX
BpeMeHHbIX pamkax — oT 1500 go 700 mnH. net Hasag. eonornyeckas neTonucb rOBOPUT O TOM, YTO IU3NKO-
XMMMYecKkMe napameTpbl 6uocdepbl B Havane v B KOHLUE 3TOro MHTepBana BPEMEHM CyLLECTBEHHO pasnunya-
nueb (...) B nonbiTke onpeaenuTe MOMEHT NOSIBMEHUS MeTa3oa NPEAIOXEHO HECKOMbKO OpUrMHasbHbIX NOAXO-
nos. Tak, [bk.BaneHTtanH nonaraet, 4TO ANS pelleHns 3TOW 3ag4adn MOXHO Mcnonb3oBaTb runotesy k. bow-
Hepa O TOM, YTO KOMNMYECTBO TUMOB KIMETOK B OPraHU3Me MOXeT CryXuTb KpuTepueM ero crioxxHoctu [Valentine,
J.W. 1994. The Cambrian explosion. In: Bengtson, S. Early Life on Earth. Nobel Symposium No. 84, Columbia
University Press, New York, p.401-411]. [lecTBUTENbHO, COBPEMEHHbLIE MIlekonutatowme nvetot donee 200
TUMOB KIETOK, MOMMIOCKM U YneHucToHorne 6onee 50, nnockue yepsu n rpebHesmkn 20, Kopansbsl 1 Meaysbl 7,
a rybku m Toro MeHbwe — 5. Mo MHeHnto BaneHTanHa, Hanbonee paHHue crniedpl Non3aHusa OblNn OCTaBMEHbI
6€eCcno3BOHOYHBIMY BEHACKOIO nepunoda okorno 560 MNH. NeT Ha3ad, U 3TV XXMBOTHbIE JOIMKHbI ObiNM NMETb He
meHee 30 TMMNOB KMNeToK. PeTpocneKkTMBHas 3KCTpanonsiuus OT cCOBpeMeHHOoro yenoseka (210 TMNOB KNeTok) K
T€M OTHOCUTENbHO MPOCTbIM XMBOTHBIM MPMBOAUT K BbIBOAY O TOM, YTO MCTOPUS MeTa3oa B JOKEMOPUN O4eHb
KOpOTKa — NnepBble MHOTOKIMETOYHbIE XXMBOTHbIE NOABUIMCEL NpubnunantensHo 680 MnH. net Hasag (...) Peskun
BbI30B BbiBoAaM BaneHTtanHa n Cenkocku nocnegosan co CTOPOHbI MONEKynsipHon 6uonornn. CornacHo moge-
N «MOMEKYMNAPHbIX YacoB», OCHOBAHHOW Ha NPeAnonoXeHUn O CTaTUCTUYECKN NOCTOSAHHON CKOPOCTU U3MEHe-
HWUSi TEHOMa B TeYEeHWEe BPEMEHU IPOMaHON MPOTSHPKEHHOCTU, MHOTOKIETOYHbIE XUBOTHLIE MOIMN MOSIBUTLCS
AoBoNbHO paHo. OgHaKko MOMEHT WX MOSIBNEHMS OaTUPYeTCs B OYeHb Wnpokux npegenax — ot 1500 go 700
MITH. neT Hasag. Tak, .Ypsin ¢ coaBTopaMu HaxoaMT BeCbMa BECKME AoKa3aTenbCTBa B MOSb3y OYEHb paHHEro
NPOUNCXOXAEHUS MHOMOKIETOMUHbIX XXMBOTHbIX — He nosgHee 1,5 mnpa. net Hasag [Wray G.A., Levinton J.S.,
Shapiro L.H. Precambrian Divergences Among Metazoan Phyla. Science. 1996 274: 568-573]. CpaBHUTENbHbIN
aHanm3 ceMu reHoB, KoaupylLwmux Takue 6enku, kak rmobuHel, nokasar, YTO 3BOSOLMOHHbIE BETBM Gecrno3Bo-
HOYHbIX M XOPAOBbIX Pa30LLMMCb OKONO Murnapgda net Hasag. [NepBuyHOpOThIE OTBETBUIUCH OT fMHUK, Be-
AyLwen K xopgoBbiM, 3a40ro 40 Urnokoxux okono 1200 mnH. neT Hasag. Bce aTo roBopuT 0 NpogoSmKUTENBHOM
NCTOPMM CTAHOBJIIEHNSI OCHOBHbIX TUMOB XUBOTHBIX M NPOTMBOPEYUT rMNoTe3e O KEMOPUNCKOM «3BOJTIFOLMOHHOM
B3pbIBEY», Ha4yaBwemcs 544 MrH. net Ha3ag v AKOObl AaBLUEM Hayano COBPEMEHHBLIM TUMaM XMBOTHbIX. Crie-
OyeT 3aMeTUTb, YTO yKasaHHble aBTOPbl AATUPYIOT BPEMS PACXOXOEHUSA FTEHETUYECKMX NIMHUA OCHOBHbIX TUMOB
6€ecno3BOHOYHBIX, — MOPAONOrMYecKMe YepThbl, XapakTePU3YIOLLNE COBPEMEHHbIX XMBOTHbIX, HAaNpumMmep, ckenet
B LIENTOM, MOTN BO3HMKHYTbL MHOFO no3xe» [@edonuxun,2000].

C touxn 3penus A.}JO.XKypasneBa, «ApeBHeNLLIME MHOTOKIIETOUHbIE XMBOTHbIE, CKOpee BCero rybku, cyas
no 6uomapkepam (24-usonponunxonecreHam) cywecteoanu yxe 1,8 mnpa. net Hasag [McCaffrey M.A. et al.
// Geochim. Cosmochim. Acta. 1994. V.58. P.529-532]. 310 6onee 4yeM Ha MunnuMapa neT npeBbIlIaeT BO3pacT
[OCTOBEpHbIX TyOOoYHbIX ckeneTHbix ocTatkoB» [JKypaenes A.,2003]. K.IO.ECbKOB NPUBOAMUT CIETYIONIYIO
crpaBky: «HepasHo B cdopmaumm Bent B Ckanuctbix [opax (Bo3pacTt — 1,4 mMnpa. net) 6binu o6HapyXeHbl
cneppbl NepeaBUXeHNst MO OCaAKy KaKOro-TO MaKpOCKOMUYECKoro opraHunamay [Ecoxos, 1999].

ITo muenuto I'.B.BoliTkeBruUa, «NOSBNEHNE 3yKapuoT CO34arno BaxHY NPeanochbinKy AN 3apoXaeHus B
paHHem pudpee (okono 1,3 Mnpa. NeT Hasag) MHOTOKNETOYHbIX PACTEHUI U XUBOTHbIX. [ns 6enTtckon cepumn 13
Aokembpus 3anagHbix wratos CesepHon Amepuku nx onucan ewé Y.YonkoTT. Ho K kakomy Tuny Bogopocnew
OHM oTHocsTCA (Bypble, 3eneHble UNu KpacHble), eLé HescHo (...) No MHeHuto akagemuka b.C.Cokonosa [Co-
konoe b.C. lNaneoHmornozausi dokembpusi u paHHe20 kembpus. J1.: Hayka, 1979. C. 5-16], MHOrOKneTo4YHbIe pac-
TEHMWS U XKMBOTHbIE NOSIBUNMCL MNOYTN OOHOBPEMeEHHO» [Boiimxesuu, 1988];
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TLIT.®ununmnoB npuaepKUBaeTCS MHOM TOUKH 3peHus: «Ecnm cpaBHMTb OOHO- M MHOTOKINEeTOYHbIe opra-
HU3Mbl MO CTEMEHN CIIOXHOCTU NX MeTabonmyeckux nyTen B npegenax oOgHOW KIeTKM, TO OKaXeTCH, YTO pasnu-
4yne mMexagy HUMU He CTOMb YK U pasnTenbHo. 10 NaneoHTONorMyeckMm gaHHbIM, OOHOKIETOYHbIE, CPaBHMMbIE
Mo YPOBHIO OpraHmsaLumn ¢ coBpeMeHHbIMK BakTepusamun, nossunuce npumepHo 3,5 mnpd. net Hasag. OgHako
nepBble MHOMOKMETOYHbIE OPraHM3Mbl BO3HWKNW NUWb cnycta eweé 2,5 mnpa. net [Ansbepmc u dp.,1994].
MoXHO NpeanonoXuTb, YTO STOT MMraHTCKUA NPOMEXYTOK BpemeHu notpebosancs MMeHHo ans obbeanHeHus
OOHOKINETOYHBIX OPraHN3MOB C YXXe BMOJSIHE COXMBLUMMCA MeTaboM3mMOM B MHOTOKNIETOYHOE MX COobLLEeCTBO.
Onsi Toro 4To6bl MHOTOKNETOYHbIN OPraHM3M MOTr BO3HUKHYTb U 3aTeM YCrMELLHO CyLLeCTBOBAaTb, MCXOOQHO OfHO-
KrneTouYHble OpraHvMambl JOMMKHbI ObINy Hay4MTbCs "goroBapmBaTtbes” Apyr ¢ APYroM Tak, YToObl NX meTabonuam,
nponudepauuns n rmbenb, Nokanua3aums B TOM UM MHOM OpraHe Uinmn TKaHu, Npoydre Ux pyHKUMnM 1 xapaktepu-
CTUKM MOOYMHANMCE NPEXAEe BCEro MHTepecam KneTtoyHoro coobuiectsa. B utore B 310poBOM KIIETOYHOM CO-
obLecTBe, KaKOBbIM ABMSIETCA MHOTOKNETOYHbIN opraHuam (), HabngaeTcs rapMoHUst MEXAY ero YrieHamu, B
YaCTHOCTU CyLLEeCTByeT onpedeneHHoe paBHOBECUE Mexay npoueccamu nponudepauun KneTok U ux ectect-
BEHHOW rmbenblo, anonTo3om. Ecnu KOHTPOmb 3TNX NPOTMBOMOMOXHO HanpaBfiEHHbIX MPOLECCOB HAaPYLLUEH, TO B
cnyyae npeobnagaHusa anonto3a HacTynaeT AereHepaums TKaHewn; ecrnin xe nobexgaeT KNeTOYHbIA UHOUBU-
Ayanunsm u nget 6esyaepxHasa nponudepauuns KNeTok - 3T0 pak, a 3HauuT, rmbenb Kak camoro opraHvuama, Tak
N BbllLeLWmMX M3-NoJ KOHTPOS COCTaBMSAOWMX ero MHanBMAYymoB» [@uiunnos, 1998].

H.H.Mopnauckuii naet Hanboee 6oee MO3AHIOI0 — XOTS U «BEPOSITHYIO» — OLIEHKY JJaHHOTO MHTEpBaJa:
«BeposartHo, 700-900 mnH. neT Ha3ag Ha 3emre NoSIBUNUCH NEPBbIE MHOMOKIETOUHbIE XXMBOTHbIE U pacTeHus. Y
pacTeHun BO3HWKHOBEHME MHOIMOKETOYHOIO YPOBHSI OpraHu3aummn, BEPOSTHO, NPOM3O0LLMO Ha ocHoBe andde-
peHumaunmn neHToobpasHbiX KONoHMIN, 06pa3oBaBLUMXCA NyTEM BOKOBOrO CpacTaHUs NPUKPENMEHHbIX HATYaTbIX
dopm unun Gnarogapst 4eNeHno KNeTok NocrneaHux B ABYX B3aUMHO NepneHanKynApHbIX HanpaBreHusax (B oa-
How nnockocTw) (...) MNepBble nckonaemble crneapbl XU3HELEATENbHOCTN YepBeOOpasHbIX MHOMOKNETOUHbIX XKW-
BOTHbIX U3BECTHbI 13 NO3AHEPUdENCKNX OTNOXeHW. B BeHackoe Bpems (650-570 mnH. net Ha3ag) cyLlecTBo-
Banu y>xe pasHoobpasHble XMBOTHbIE, BEPOATHO NpUHAaAnexaBLlme K pa3nuyHbiM Tunam (...) MNockonbKy BeHA-
ckasi dpayHa CTONMb pa3Hoobpa3sHa M BKIOYaeT AO0BOSbHO BbICOKOOPraHW30BaHHbIX XUBOTHbIX, OYEBWUAHO, YTO
00 eé BO3HMKHOBeHUS aBonoumnsa Metazoa npopormkanach yxe oveHb Jonro. BeposaTHO, MHOrOKNETOYHbIE XK-
BOTHbIE MOSIBUNNCh 3HAYUTENbLHO paHblue — rae-to B npomexyTtke 700-900 mnH. neT Hasag (HegaBHO MOSBM-
nncb NepBble AaHHble 06 UCKOMAaeMbIX OCTaTKax MHOMOKITETOYHBIX XXMBOTHbIX, HanAeHHbIX B KaHage v B Kutae B
nopogax, MMeLLMX TakoW reoslorMyecknin Bo3pacT U OTAEMNEHHbIX OT NOPOA C ocTaTkamu 34MaKapcKux opra-
HU3MOB CrOSIMU NTEAHMKOBLIX OTNOXEHUN (TMnNnutoB)). Takum obpasom, B no3gHem npoteposoe (600-650 MnH.
neT Hasad) yxe CyLlecTBOBanu Takme rpynnbl MHOTOKMETOYHbIX XMBOTHbIX, Kak rybKu, KULLIEYHOMOMOCTHbIE,
NMOCKNE 1N Konb4yaTble YepBu M Jaxe, BO3MOXHO, Npeakun yneHuctoHornx. Cyasa no 4OCTUrHYTOMY YPOBHIO Op-
raHvu3aumm, MOXHO npegnonaratb, YTO K 3TOMY BpeMeHU 060cobunnmcb Takke 9BOSMIOUMOHHBIE CTBOSbI HUTYa-
Tbix Yepsen (Tun Nemathelminthes), npeakoB MONMOCKOB U NPeaKoB BTOPUYHOPOTLIX XUBOTHBLIX — OfIUroMep-
HbIX YepBew» [Hopoanckuii,2001].

Taxum 00pa3om, MONMydeHHass B pamMKax IpemaracMoi KOHIIEIIIHH pacueTHas Iudpa 3TOro COOBITHS
~1,59 mupa. meT Ha3za; OKa3bIBAETCS CYIIECTBEHHO OJIMKE K HUKHEH TpaHUIlE AMAama3oHa BBIMICTPUBEICHHBIX
orenok 2,0-1,8-1,6—-1,5-1,4-1,3-1,0-0,9-0,7 mapa. neT Ha3aj, 4TO, B MPUHLHUIIE, JOIKHO HHUIIMHUPOBATH MPO-
BEJICHUE JOMOTHUTEIBHOTO aHAIN3a UMEIOUINXCS SKCIEPUMEHTAIbHBIX JAHHBIX U MIOMCK HOBBIX.

8.9.10.3. O xapakmepHbix pasmepax SBPUOPITAHN3SMA

Pacuernbie pazmepsl OBPMOPI"TAHU3MA («ys-opranusma» op2anino2o ypOBHsI OpraHU3alin) — MOpsaKa
METPOB.

DTHX pa3MepoOB MOCTHTAIOT HekoTopkie I'onoBonorne moimmocku (Cephalopoda), ¢ pasmepamu ot 1 cm 10
18 m; Hanpumep, Architeuthis sp., ¢ anuHOM TynoBuma 1o 6,6 M; Peiosl (Pisces) ¢ pasmepamu ot okomno 1 cm —
osr1ok Pandaka pygmaea, mo 15 m — kuroBast akyna Rhineodon typus; HekoTOpble UCKOTTaeMbie 3eMHOBOTHBIC
(Amphibia) ¢ pasmepamu 10 5 M (MacTomOH3aBp ¢ AIWHOMN depemna 6omnee 1 m); Ilpecmbikarommecs (Reptilia),
Hanpumep, Jleraromue siiepsl, ntepo3aspsl (Pterosauria) ¢ pasmMaxom KpbuUibeB 0osiee 7 v (nTepaHoioH), JuHo-
3aBphI (Dinosauria) — Crero3aspsl (Stegosauria) ¢ pasmepamu 10 6 m, [Iposayponoas (Prosauropoda) ¢ pa3me-
pamu oT cpenHuX (OKOJIO 2 M) M0 KpyIHBIX (CBEIMe 6 ) 1 3ayponos! (Sauropoda), ogHu U3 KPyMHEHIIHX (110
30 M) )KUBOTHBIX, KOTAa-1u00 cyiecTBoBapiux, Kpokoauisl (Crocodylia, uinu Loricata) ¢ mymHo#i 10 2—5 m u
naxe 6 m, u ap. Cpean coBpeMeHHBIX mMiekonuraonmx (Mammalia) K MOJTHOpa3MEpHBIM OTHOCATCS: XHIIHbIC
(Carnivora) ¢ anmuHoU Tema 1o 3 m (Measenu), Kutel, kutooOpasnsie (Cetacea) ¢ pasmepamu ot 1,2 mo 33 M,
Jlactonorme (Pinnipedia) — Mopsx (Odobaenus rosmarus): mirHa Tella camiioB a0 3,7 M, camok 1o 3,3 M, Yma-
ThIC THOJICHH, yinacThie TosieHH (Otariidae): cuByu (Eurnetopias jubatus), anuHa Tena camiioB 10 3,5 M, CaMOK
1o 2,5 M; KoTukK, Mopckoi kotuk (Callorhinus ursinus), AyMHa Tena B3pOCIBIX caMIOB 10 2,25 M, caMok Jo 1,6
M, Tromenu, Hactosmue T. (Phocidae): xacrmiickuit TroeHs (Phoca caspica), mmuaa Tema 120-148 cM, Mopckoii
3as1, naxrak (Erignathus barbatus), mmmHa 2,2-2,6 M; Xo6otHbele (Proboscidea), npeBHelimye mpeacTaBUTeIH
KOTOPBIX OBUTH CPaBHUTEIBHO MEJIKHUMH KMBOTHBIMH, OoJiee MO3IHHE — KPYMHBIMH (4,5 M BBICOTHI), & MacTO-
JIOHTHI BBICOTOH 1,5-3,2 M; Mopckas kopoBa, cremepoBa kopoBa (Hydrodamalis stelleri, wim H. gigas), nimnaa
Tega KoTopoi mocturaia 8 M; HemapHokombiTHBIC, HemapHomansie (Perissodactyla) — Jlomamguasle, iommaam
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(Equidae): Jlomanu (Equus), mmrHa Tema mxo 2,5 M, BeIicoTa B Xoike 10 1,6 M, ['mmmapwuon (Hipparion), pox mc-
KOIaeMbIX TPEXMAaNbIX Jolnaael, Beicota B xojke a0 1,5 m, Hocoporu (Rhinocerotidae), muna Tena 2,5-4 M,
BbIcOTa B Xouike 1-2 M, Tamupsl (Tapiridae), qmaa Tena 180-250 cMm, BeicoTa B x0nke 75-120 cm; [TapHOKOMBIT-
Hble, napHonainsie (Artiodactyla) — beremotsr (Hippopotamidae), mqumHa Tena B3pocioro camma a0 4,5 M, BBICO-
Ta B meyax okoio 1,5 M, Ceunbu (Suidae), pasmepsl cpennue. Kaban, aukas CBUHbBsI, BENpb, (Sus scrofa), mim-
Ha TeJa Jo 2 M, BeicoTa B xoJke 10 1,2 M, Onenbku (Tragulidae), mmna Tena 45-100 cM, Boicota B Xonke 20-36
cM, Onenn (Cervidae): Jlans, gaauaiab (Cervus dama), mmmHa Tenma camiioB okosio 130 cM, BBIcOoTa B XONKe 85-
90 cmM, Jlock, coxaTtsrii (Alces alces), mmHa Tena camiia 10 3 M, BEICOTa B XoJke 1o 2,3 M, Butopor, BuHTOpOTas
antwiona (Antilocapra americana), amuna Tema 100-130 cm, Beicota B miuedax 80-100 cwm, Ilomoporue
(Bovidae): 3yop (Bison bonasus), mmHa Tena caMmioB 10 3,5 M, Beicota B xouke 1,6—1,9 M, Kosner (Capra):
be3oapossrit ko3€m, 6oponaTeii kK03én (Capra aegagrus), [UTHHA Tela B3POCIBIX caMIloB 10 1,5 M, Buntoporwuii
ko3&, mapxyp (Capra falconeri), myinna tena o 1,7 M, Beicota B tiedax 90 cMm, bapanbl, ropHbIC, HIIM KaMEH-
Hele, 6apansl (Ovis), nmuHa 1o 140 cM, BeicoTa B miedax oT 65 mo 120 cm, Aatuions! (Antilopinae): Jxeiipan
(Gazella subgutturosa), qmmHa Tena 95—115 cm, Beicota B xonke 60—75 cMm, Kanna (Taurotragus oryx), minHa
tena 1o 3,5 M, BeicoTa B xonke mo 1,8 M, XKXupadsr (Giraffidae): O6sikaoBenHas XK. (Giraffa camelopardalis),
BBICOTA B X0JIKe 110 3,7 M, pocT 5—6 M., Okanu (Okapia johnstoni), JyinHa Tella OKOJIO 2 M, BBICOTa B XOJIKE JI0
1,2 M, a Taxke mpUMaThl pazMepoMm 1o 175 cu u Gonee (ropuina cros), u pan npyrux [BCI].

Takum 00pa3oM, MOJHOpa3MEpHBIE OPTaHU3MBI MPENICTABIAIOT COO0H BechMa 3aMETHYIO TPYIITY CPeIu
COBPEMEHHBIX MHOTOKJIETOYHBIX 3BKAPHOT. BIIOJIHE MOXKHO CUMTATh, YTO UX Pa3MEPhl TATOTCIOT «B CPEAHEM» K
OpUEHTHPY B 4,2 M, paCCUNTAHHOMY Ha OCHOBaHHH COOOpa)KEHWH, BBIIBUHYTHIX B PaMKaX MpeajiaracMoil KOH-
IETIIIAA. DTO e KaCaeTCs U UCKONAeMblX TIOTHOPA3MEPHBIX OPTaHU3MOB, MOAXOSINNX «HA poiiby DBPUOP-
IFAHU3MA («y;-opranuzmay).

WHTEepecHo, 9TO cpean COBPEMEHHBIX HaM XHBOTHBIX TOJBKO XUBYIIHE B BOJE KHUTHI (TOUHEE, HEKOTO-
pble U3 HUX — KUT CUHUH AIUHOW M0 33 M, KUT TPeHNIAHACKUN, 10 21 M, U T.I1.) UMEIOT JUIMHY, CYIIECTBEHHO
MIPEBBIIANONIYI0 YKa3aHHBI OPUECHTUPOBOUYHBINA «HJCALHBIN» pa3Mep. BONBIIMHCTBO K€ OCTAIBHBIX CBEpPX-
KPYITHBIX CYIIECTB — TaKHX, HaIpUMep, Kak racTuHokadepHbie peiobl Carcharodon megalodon mmnoi mo 33
M, IIpecMmbIkaromyecs: AMHO3aBPBI JUILTONOK (110 28 M), Opaxuo3asp (10 27 M), 6poHTO3aBp (110 22 M) U THpaH-
HO3aBp (10 16 M), Miekonurarouii nckonaembiii Hocopor Baluchitherrium (mymnHoii o 8,5 M, BeicoTOM 5,5 M)
u np. [Flindt, 1988(1992)] — Beimepnu! C mo3unuii HACTOSAIICH KOHIEHIIMHM 3TO BIOJHE MOXHO OOBSCHHUTH
CJIMIIIKOM OOJIBIIIMM TIPEBBIIICHUEM CpeoHuMU Pa3MEpPaMH YKa3aHHBIX OMO000BEKTOB «HICATHHOTOY» (ONTHMAITh-
HOT0) pa3mepa MHOTokIeTouHoro opranuzma (OBPUOPT"AHU3MA) kak TakoBOro.

8.9.10.4. O6 onmumu3ayuoHHbIx 8oamoxxHocmsix SBPUOPIAHU3MA

MHOTOKIIETOYHBIE OPTaHU3MBI (B 9aCTHOCTH) AEMOHCTPHUPYIOT TaKHe CBOWMCTBA, KaK BHICOKAas IPHUCIIO-
COOJISIEMOCTh K U3MEHEHHSIM BHEIITHEH CPe/Ibl M )KUBYYECTh (ILTIOC aBTOHOMHOCTh U BO3MOXHOCTh CAMOBOCHPO-
uzgedenus). Hemapom Bpemsi MX CYIIECTBOBaHUS HA 3eMJIe COCTaBIsAET Okojio 1,6 mupn. aer. Yto ke MOXKeT
obecrnieunBaTh MOAO0HBIE UCKITIOUYUTENHFHO Ba)KHBIE KauecTBa?

B paMKax HaCTOHIHefI KOHICHIUHA MOCTYJIUPYECTCA, UTO 3THU aJalITUBHBIC CBOMCTBA OMpEACIAOTCA HAJIN-
gneMm B cTpykrype DBPUOPI'AHU3MA («y3-opranmsma») COOTBETCTBYIOIIETO MEXaHW3Ma ONTHMH3AINH €r0
MIPUCIIOCOOUTEIHLHOIO TIOBEACHHS — 3JICMEHTa UePAPXUUYECKOI0 MEXaHH3Ma MMOUCKOBOW ONTUMH3AIUH JKUBOTO.
[MomoOHBIMHE k€ CBOWCTBAMH, HO TMPOSIBIISIONUMICS B CYIIECTBEHHO MEHBIICH CTENEeHHU, 001a1al0T U METadBO-
JIOIMOHHO GoJiee paHHKE M 6oee MPHMHTHBHBIC MHOTOKIIETOYHBIC OPTAHU3MBL: «Y;'-vanopazmephuie npomo-
opeanuzmul (MHo20KIEMOUHbIE)» U « 1\ -Ccpednepasmepnble npuUMUmMUBHbIe OP2aHU3MbL (MHO2OKIEMOUHbLE) Y.

8.9.11. Pe3rome

Hcxons U3 moaydeHHOU BBIMIE (CM. Tompaszen 7.8) mpuOIu3UTeIFHOW OIEHKA MOMEHTA €r0 BO3HUKHO-
BeHus, 3BpucynpaxoaTyp 9BPUOPT AHU3M—KIIETKU-3 oTHOCHUTCS K Y3-psiiy BBICIIHX B HEPAPXUH CTPYKTYD
(cm. myHKT 6.11.1). Ero xapakTepucTHKH B TEPMHUHAX KOHIICTIIIMH UEPAPXUICCKOM MOWCKOBOW ONTHMU3AIIAU
JKUBOTO CBEJICHBI B Ta0uuIry 8.9:

Ta6muna 8.9. Kpurepuu (acnekrtsi) orHecenust OBPUOPI'AHU3MA k 9-ii meradase 6no-mera’sBostoiui ()
ACIEKTBI OBPUOPI"AHU3M («y;-opraHn3my») Kak yeiocmuoe 00pa3oBaHue

1| IIpocmpancmeenno- | OH OTTpaHUYCH OT BHEIHEH cpeapl crenuduueckoit 000I04KON, 00pa30BaHHOM
0ZPaAnUYUBAIO WU JTOCTATOYHO CJIO)KHBIMH ITOKPOBHBIMH (KOKHO-BOJIOCSTHBIMU | T.I1.) CTPYKTYpPaMH

2| Ilpocmpancmeenno- | Ero xapakTepHbIil pa3Mep: mempbl
KOJ1UYeCcmeeHHblil

3| Omnocumensho- CrekTp ero xapakTEepHBIX BPEMEH: OT CeKyHO JO Yacog (TOT XKe, 4TOo Hu s
6PEMEHH O ICEBJJOOPI'’AHU3MOB u KBABUOPI"AHM3MOB
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4| Abconrwomuo- PacuetHast 1IMTENBHOCTH €70 JOMUHUPOBAHUS: OKOJIO 4 MIH. Jlem

6pPEeMEHHOI OpueHTUPOBOYHOE BpEMsI €ro JOMUHHUPOBaHUS: —1,59 + —1,58 mapo. nem nazao

5| IHlosedenueckuii OT0 IBPUOMOOOBEKT, U KaK TAKOBOW OH JIEMOHCTPUPYET IOCTATOYHO BBICOKYIO (-
(adanmueHnoiit) (EeKTHBHOCTB CBOETO MPUCIOCOOUTEIHHOTO MTOBEACHUS

6| Cmpyxkmypnoi OH BkmO4aeT B ce0s 9 HMepapXMUeCKUX COCTABIIOIIUX — AaTOMBI, «Ys-
crodicHoCmu OpraHUYecKHe MOJEKYJIbl», «Y3-MakpoMmoinekyns», OJIEMEHTOHBI-6 («y;-

YIBTPaCTPYKTYPHbIE BHYTPUKIETOUYHBIE JIEMEHTBI»), «Y3-CyOKOMIIAPTMEHTBI» 3B-
KapUOTHYECKUX KIIETOK, «Y3-KOMIAPTMEHTBI» 3BKapuoTHYecKuX KieTok, KIIETKU-
3 («Y3-PBKapHOTHYECKUEY), «Y3-TKAHU» U «Y3-OPTaHBD)

7| Cneyuguyupyrowuii | OnpeiesfoILy IO POJib B €r0 AESTEIbHOCTH HIPAIOT «Y3-OPTaHbDy

8| Hnmepnpemupyro- Ero Mo>xHO paccMaTpuBaTh KaK MPOCTEHIINI MHOTOKJIETOUHBIN OPraHU3M
wui

9| IIpesanupyroueit ®dopmupoBanue 00beaunenuit u3 com 9BPUOPITAHU3MA
meHoeHyuu

OCHOBHBIE XApaKTEPUCTUKU CYNpacUCTeMbl B cocTaBe »sBpucynpakontypa OBPUOPI'AHU3M-
KJIETKU-3, cynpakontypa-3 KIIETKA-3—-3JIEMEHTOHBI-6 u cynpakontypa-6 SJIEMEHTOH-6—C®EPHI
ATOMOB cnenytomiue:

1) 4ncio cyOKOHTYPOB B CYIPACHCTEME: 3+3+3=9
2) 9UCIIO «BBIXOJIOB» CHCTEMHON MaMsATH (B TOM YHCIE «BRIpOKAeHHONY):  3(1)+ 3(0)+ 3(0)= 9(1)
3) 4uCIIO «BXOIOBY» CUCTEMHOM MaMSITH (B TOM YHCIIE «BBIPOKICHHOW): 6(3)+15(3)+16(2)=37(8)

Takum 06pa3om, e€ yciaoBHas (popMysia MOKET OBITh 3alUCaHa CICIYIONUM 00pa3oM:
®y = <3+3+3 | 3(1)+3(0)+3(0) | 6(3)+15(3)+16(2)> nmub0, kommnaktHee, <9 | 9(1) | 37(8)>.
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