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B 0630pe paccMaTpuUBaeTCsl IPOCTPAHCTBEHHAS OPraHU3alMsl KJIETOK, KJICTOUHbIX aHcamOuel, TkaHeil u
OpraHu3Ma MHOTOKJIETOUHBIX JKUBOTHBIX HAa OCHOBE KOHIENIUil (pPaKkTaIbHOW TeOMETPUH, TOMOJOTHN 1
TEOPUH JMHAMMYECKOro Xaoca. VceeoBal Kak clieHapuil Iepexojia 0T Xaoca K YIOPSIIOUEHHOCTH B Ca-
MOOPTaHU3YIONIUXCsI CUCTeMaX KyJBTUBHPYEMbIX in Vitro KJIETOK, Tak 1 0OpaTHbBI ClieHapuil 1epexoja
OT TOPsI/IKA K Xaocy B Xojie (ppakTasbHOro Mopdorenesa KIeTOK U KJIETOUHBIX CHCTEM MHOTOKJIETOYHBIX
JKUBOTHBIX. BBISIBJIEHBI U KOJMYECTBEHHO OXaPAKTEPU30BAHbI HIEMEHTBI Xa0ca B MOP(HOIOrUE MHOTOKJIE-
TOUYHBIX JKMBOTHBIX. V3yuenue (paktaibHOro Mopdoreresa mpoBeIeHO Ha BETBSANIUXCS dIMUTETUATBHBIX
KaHaJaX racTPOBACKYJSAPHON cucTeMbl criubomenyssl Aurelia aurita u sxabepHoW TpaxeiiHOI cucteMbl
JIMYMHOK MOeHOK Siphlonurus immanis w Parameletus chelifer, a Taxke cTpyKTypax MHTEPHbBI KOJOHMAIb-
HBIX KOPHEroJIoBbIX pakoobpasubix Peltogasterella gracilis n Polyascus polygenea. Tlokazano, 4To MOJIHO-
CTIO MJIEHTHYHBIE (HPAKTAIbHBIE MATTEPHBI HE BCTPEYAIOTCS JaKe B NPEesax OJHOTO PajiUalbHO- WK
GuatepaibHO-CUMMETPUYHOTO OPraHu3Ma ¢ (HYHKIIMOHAIBHO SKBUBAJIEHTHBIMU OBTOPSIOIIUMUCS MOJLY-
sgvu. DpakTaibHasg PA3ZMEPHOCTD UCTIOIL30BAHA JIJIS OIIEHKHU IIPOCTPAHCTBEHHOI CJI0KHOCTH MOPhOI0THI
HeMPOHOB IeHTPaJIbHON HepBHOI cucteMbl poib: onctonenTpa Pholidapus dybowskii, xetvr Oncorhyhchus
keta n cumbt Oncorhyhchus masou. Tlokazano, 4To B X0/le OHTOreHe3a CUMbI 3HaYeHus1 (pPaKTATLHON pas-
MEPHOCTU U JIMHEHHBIX MOPHOMETPUYECKUX [TOKa3aTesiell BO3PACTAIOT Y HEHPOHOB UCCIIEIOBAHHBIX IPYIIIL
Criesano sakoueryie 00 afaliTUBHOCTU M 9BOJIOIMOHHBIX TIPEUMYIIECTBAX OHOJOTHYECKOro Mopdorere-
3a ¢ XaOTUUYECKUM (hPAKTATBHBIM PEKUMOM, 00eCeunBAIOIMM MOPHODYHKIMOHAIBHYIO BApHaGeTbHOCTD,
[JIACTUYHOCTD U BO3MOKHOCTH IPUCTIOCOOTCHUS K HEITPEICKA3YEeMbIM U3MEHEHUSIM CPE/IbL.
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FRACTAL AND CHAOTIC PATTERNS IN ANIMAL MORPHOLOGY
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In the review the spatial organization of cells, cell ensembles, tissues and metazoan body are considered
using the concepts of fractal geometry, topology and dynamic chaos theory. We investigated both the
scenario of transition from chaos into order during self-organization of cells in vitro and the reverse scenario
of transition from order to chaos in the fractal morphogenesis of metazoan cell systems. Chaotic features
in animal morphology were identified and quantified. Fractal morphogenesis was studied using epithelial
branching channels of gastrovascular system in the scyphomeduse Aurelia aurita and tracheal gill system
in the mayfly larvae Siphlonurus immanis and Parameletus chelifer, as well as structures of colonial interna
in rhizocephalan crustaceans Peltogasterella gracilis and Polyascus polygenea. It was shown that completely
identical fractal patterns do not occur even within a single animal body with radial or bilateral symmetric,
functionally equivalent repetitive modules. Fractal dimension was used to quantify the spatial complexity
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of neuron morphology in central nervous system of the fishes Pholidapus dybowskii, Oncorhyhchus keta and
Oncorhyhchus masou. During ontogenesis of Oncorhyhchus masou the values of fractal dimension and linear
morphometric indicators were rising in studied neuron groups. Probably biological morphogenesis with
chaotic fractal regime had an advantage in evolution, providing morphofunctional variability, plasticity and
adaptability to unpredictable environmental changes.

Key words: fractals, chaos, topology, Metazoa

BBEJIEHUE

Ilnst Gosee riyOOKOTO TMOHUMAHUST OUOJIOTH-
YEeCKUX SIBJIEHWIT HEOOXOAUM BBIXOH B OOIIUPHYIO
MEKAUCIUIUIMHAPHYIO — 00JIacTh  MCCJIeI0BAHUIL
JIETEPMUHUPOBAHHOTO Xa0ca U CaMOOPraHU3alliH,
HEJIMHEWHON [UHAMWKH, (PPAKTAJIbHON TEOMETPUH,
cazannyio ¢ umenamu W. Ilpuroxuna (1986),
I. Xakena (1980, 2003), B. Maunean6pora (2002,
2004). Ito MEXIUCIUILIMHAPHOE HAIIPaBJeHUe UC-
CJIeIOBAHNH MMEHYIOT HeIUHeUuHOU HayKou, usyue-
HUeM CHLONCHBIX CUCTEM, CUHeP2emuKol, meopuell
camoopeanusavuu. CBONCTBA CHUCTEM, Ha3bIBAEMbIX
CIIOKHBIMU (BKJII0Yast OMOJIOrMYECKUE CUCTEMBbI), He
CBOJIMMBI K CBOMCTBAM UX KOMITOHEHTOB ¥ ITPOSIBIISIOT
BHOBb BO3HUKAIOIINE, I «3IMEP/KEHTHBIE> YEPTHI.
CJ1o5kHOE HelpecKa3yeMoe TTOBeIeHNe IeTePMITHH-
POBAHHOU HETWHEMHON CUCTEMBI — MUHAMUICCKUN
(meTepMUHUPOBAHHBII) XaoC — COYeTaeT JeTepMHU-
HUPOBAHHOCTD U CITYYAIHOCTH, OTPAHNYEHHYIO ITPe/I-
CKa3yeMOoCTb U HernpeackazyeMoctb. [l Mmopdoo-
FMYECKOTO OMUCAHUS U TTOJTYYeHUST KOJIMYeCTBEHHbIX
XapaKTePUCTUK OUOJOIMYECKUX CUCTEM PasIMYHbIX
YPOBHEHN OPraHu3aIliu, OT MOJIEKYJ JI0 dKOCUCTEM,
BCe TIHpe TIPUMEHSIETCST sI3bIK (DPAKTATHHON TeoMe-
TPUH, JAOIIEI BO3SMOKHOCTb KOPPEKTHOTO U CXKATO-
TO OMUCAHUS CTPYKTYP U TPOIECCOB, HE TOCTYITHOTO
JUISE TPAIUIIIOHHO UCITOJB3YEMOTO B OMOIOTHN I3bIKA
eBKJIMI0BOI reoMeTpun. brosornyeckne 00beKThI 1
pouecchl 06Ja1aoT (GpakTaJbHbIMU CBOHCTBAMU,
XapaKTepu3ysich MacIiTabHOW HHBapUaHTHOCTBIO,
WM caMoIogo0reM, ¥ TaKMMKU KOJIWYeCTBEHHbIMU
MOKa3aTesIMi, Kak (ppaKkTaabHasi PasMEPHOCTD U
nakynapaoctb (Mandelbrot 1977, 1983; Weibel
1991, 1994; Smith et al. 1996; Goldberger 1997; West
et al. 1999; Binzegger et al., 2005; Louis et al. 2007).
Jluzaiin BeTBAmmMXcsa PpaKkTaabHbIX OMOJOTNYECKUX
CTPYKTYD ONTUMAJIEH JIJIsl BBITTOJHEHUST (DYHKIUI
pacripesieJieHusi TTOTOKOB, HECYIUX MUTaHUe, KUC-
Jopox u BeiBoAAIuX sKcKperhl (Weibel 1991, 1994;
Goldberger 1997; Mcaesa 2005; Isaeva et al. 2008).
O6uias yepra u 6uosornyeckas pyHKIUs hpaKTaib-

HBIX BETBSIIUXCS CTPYKTYP, CO3AAIONIUX OTPOMHOE
pasHooGpasue OMONOrHIecKuX GOpPM — yBeJHMYeHUE
IJI0TaM pasziena (a3, MaKCUMATbHOE 3allOJHEHNE
MPOCTPAHCTBA, YTO 00ECIIEUNBAET KUBBIM OPTaHM3-
MaM MaKCUMM3ALUIO IJIOMaan oOMeHa ¢ OKpysKato-
TIei Cpeioil ¥ COOTBETCTRBYIONIYIO MHTEHCU(DUKAIIIO
MeTaboJM3Ma PU MUHUMHU3AIUKE 0611ero oobema.
DpakrasbHas TeOMETPUS YIKe IIPOBO3TJIaleHa IPUH-
IUIIOM JiM3aiina kuBbix opranuamon (Weibel 1991,
1994). IloBropsiemble, caMOIOAOOHBIE OUOJIOTHYE-
ckre (ppaKkTasbHbIE AJITOPUTMBI JIAIOT CYIIECTBEHHOE
cKaThe TeHeTHYeCKON WHMOpPMAIK, MOCKOJIbKY
OIIHU W Te K¢ OUOJIOTHYECKHE MEXAHU3MBI MOTYT
ObITh TIOBTOPHO ¥ MHOTOKPATHO WCIIOJb30BaHbI B
KOHTPOJIE TTOCJEI0OBATENbHBIX TMAaroB (hpaKTaIbHOrO
Mopdorenesza. DopmMooGpasoBaHUE BETBSIIUXCS Pe-
CIIUPATOPHBIX JIEPEBHEB Y MJIEKOITUTAIONIUX U Hace-
KOMBIX — JIOCTaTOYHO M3ydeHHbIit pumep (Metzger
Krasnov 1999; Warburton et al. 2000).

Bce Guosiornueckre ppakTajibl — HEPEryJIsiPHBIE,
YACTUYHO XaOTU3WPOBaHHbIE (DOPMBI, TIPEJCTAB-
Jistote coO60i Pe3yJsIbTaT U CTPYKTYPHYIO 3aluch
JIMHAMHUYECKOTO Xaoca IPOoIeccoB UX MopdoreHesa
U Hem30eKHO BKJIOYAIONIME CTOXAaCTUYECKYIO Ba-
pUabEeTbHOCTD, T.€. (DPAKTATONOL0OHBIE CTPYKTYPHI,
i kBasudpakranbl. OpaxranbHas (ApobHas) pas-
meprocts (Mandelbrot 1983; @exnep 1991) coyxur
[oKazaTejeM U MepOil 3amoJiHeHust (pakTajibHON
CTPYKTYPOI TOIMOJIOTUYECKOTO MTPOCTPAHCTBA, B KO-
TOPOM OCYIIECTBIIsIETCST MOPGhOTEHE3 ATOH CTPYKTY-
pol. Bruosornueckue dpaxranbl (HapuMep, KIETKA
U KJIeTOUHbIe aHCaMOJIM CJI0KHOU IPOCTPAHCTBEH-
HOW OpraHusaliu) MOTYT ObITh KOJUYECTBEHHO
OXapaKTepU30BaHbl (HPAKTAIBHON Pa3MEPHOCTHIO
KakK MepOI 3all0JIHEHUsI TIPOCTPAHCTBA MCCIIEyeMOTt
CTPYKTYPOH, HEKUM WHIEKCOM €€ TIPOCTPAHCTBEHHOM
CJI0’KHOCTU. B KavecTBe MOTOJIHUTENBHON XapakTe-
puctuku ¢ppakranos b. Maugean6por (Mandelbrot
1983) BBen nousTHE IAKYHAPHOCMU, T.€. HATTUYUS TTY -
CTOT (JTaKyH ) KaK MePbI HEOAHOPOTHOCTH CTPYKTYPHI
dpaxrana. [IpusHaHa Takke HEOOXOAMMOCTD IIPUMeE-
HEHUST TOMOJOTHIECKOTO MOIXO0/a IS OMUCAHUST 1
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aHaJIM3a IIPOCTPAHCTBEHHOI OpraHusanuu GUoJIOru-
yecknx 06bexToB (Thom 1969, 1996; Edelman 1988;
Jockush, Dress 2003; Pivar 2007). Tomosornueckuii
MOJIXO/1 B IOCTATOYHO MOJIHOM Mepe UCIIOIb30BaH MO-
JIEKYJISIPHBIMEU Guosioramu jiuist anasiusa dopm JTHK
(Crick 1976; Wasserman, Cozzarelli 1986; Drabik
et al. 1997; Stasiak 2000). Tonoornyeckuii OAX0
[PUMEHEH 1 K UCCIeJOBAHUIO TPe00PasOBaHmil MOP-
dosorun Metazoa B onTorenese u spostotuu (IIpe-
cHOB, Mcaesa 1985; lcaesa, IIpecror 1990; Presnov,
Isaeva 1991, 1996; Jockush, Dress 2003; Tsaeva et al.
2006, 2008). Buosoruueckoe ¢dopmoodpasoBaHme
paccMaTpUBAETCs U KaK MPOIECC CAMOOPTraHU3alliH,
T.€. CAMOTIPOM3BOJIBHOTO BO3HUKHOBEHUSI MTPOCTPAH-
CTBEHHOW M BPEMEHHOU YIOPSI/IOUYEHHOCTH, B XOJI€
KOTOPOro I100A/IbHbI ATTEPH CUCTEMbI BOSHUKAET
MyTeM JIOKQJIbHBIX B3aUMOJAEUCTBUN 3JIEMEHTOB
HUBIIMX YPOBHEH; OMOJIOrnYecKass caMOOpraHmusa-
1Ms1 HAIIPABJISIETCSI U 3aKPEILISIETCS] eCTECTBEHHBIM
or6opom (Kauffman 1993; Ben-Jacob 1998; Parrish,
Edelstein-Keshet 1999; Blazis 2002; Parrish et al.
2002; Camazine et al. 2002; Whitesides, Grzybowsky
2002; Pivar 2007). MoaennpoBaHue TPOIECCOB CAMO-
OpraHusaIuu OMOJOrMIECKUX CUCTEM U HeJIMHEHHbIIT
AHAJIM3 CJIOMKHBIX OMOJIOTHYECKUX (OPM — MHTEH-
CHUBHO pasBUWBAIOIIEECs] HalpaBJeHNe COBPEMEHHON
TEOPETUYECKON OMOJIOTHH.

PE3YJIBTATbBI 1 OBCY/KIAEHUE

Komtterusi caMoOpraHu3anyy moJHOCTBIO TIPHU-
MEHIMa K pearperauu KJIeTOK in Vitro, CIIOHTaHHO
00pasyoInmx aHcaMOIn KJIE€TOK ¢ KOOPAMHUPOBAH-
HBIM «COTIMAJIbHBIM> TTOBE/IEHUEM U TeHEPUPYIOIIX
yHopsilodeHHble  MOpP(OJornuecKre  MaTTePHBI.
IKCIIEPUMEHTHI € JUCCOTMAIlMell W pearperanuei
KJIETOK PA3JIMYHBIX OPTaHWU3MOB AlOT CBUETEIH-
CTBA OTPOMHBIX PEryJIATOPHBIX CMOCOGHOCTEH Kile-
TOK MHOTOKJIETOUHBIX >KMBOTHBIX. Ele 3. Busbcon
MOKa3aJ, 4TO JUCCOIMUPOBAHHbBIE KJIETKH TyOOK
(opMupyIoT arperartbi, KOTOPbIE I[PEBPAIIAIOTCS B
manenbkrx rybok (Wilson 1907). ITocaenyioniue
110/I0OHBIE OIBIThI Ha HMOPHOHAIBHBIX KJIE€TKAX MOP-
CKUX €Xel IMOKa3aJd, 4TO KJIETOYHBbIE pearperaTbl
CTaHOBATCA ITaBaoumMu «asmbprongamu» (Giudice
1962; Spiegel, Spiegel 1975), crioco6HBIMU Pa3BUTH-
ca B smunnok (Giudice 1962), a nocie meramopdo-
3a — B (QeprusbHbix Mopckux eskeit (Hinegardner
1975). Ilpu ucciemoBanny in Vitro arperupyronux
TeMOITUTOB MOJLIIOCKOB, I[€JIOMOIINTOB UTJIOKOMKIX
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U 9MOPUOHAJIBHBIX KJIETOK MOPCKOTO €/Ka BBISIBJICH
obumii crieHapuii (ppakTaJIbHON CaMOOPTaHU3AIUK
Kak mepexon oT xaoca kK mopsaky (Mcaesa 1994,
2005; Ncaesa u ap. 2004a; Isaeva et al. 2008). Kierkn
KPOBH, TeMOJUMMBI WU 1[EJIOMUYECKON SKUIKOCTH,
KaK WM3BECTHO, OCYIIECTBJAIOT in Vivo 3aluTHBIE
dyHKIE TPOMGO0OPAZOBAHU, HHKATICYISAIUHY, (ha-
TOINTO3a, IEPBUYHON perapaiun paHbl. Takue cu-
CTEMBI, COCTOSIINE UCXOTHO U3 OT/EIbHBIX KIETOK C
Xa0TUYECKOU UHAVBUAYAJIBHON JUHAMUKON, BecbMa
YIOOHBI JIJIST KCCJIEIOBAHUS SIBJICHIIT cCaMOOPTaHn3a-
I[UU KJIETOK B yIIOPSOYeHHbIE CTPYKTYPBL In vitro
peaxiuu (haroruTo3a i MHKATCYJISIIN TPOSBIISAIOTCS
B MPUKPETJICHUH K MCKYCCTBEHHOMY TBEPIOMY CyO-
cTpary, peakiys TpoMO00OpasoBaHKs — B KJIE€TOUHON
arperanmu (Vcaesa 1994; Isaeva et al. 2008). TTpose-
JIeHO 9KCIIEPUMEHTAIbHOE UCCJIeIOBAHNE IUHAMUKA
(bpakTasbHOU caMOOpPraHM3aIUN arperupyionux in
vitro reMonuTOB MoJLIIOCKA Mizuhopecten yessoensis.
PatHue arperatbl FeMOIIMTOB TPUMOPCKOTO Tpebetii-
Ka Mizuhopecten yessoensis 110100HBI (hPaKTaTbHBIM
moncrpam Manzgens6pora (Mandelbrot 1983) u xao-
TUIECKUM (DPAKTATHHBIM KJIACTEPaM, IMATHPYEMbBIM
MOJIEJIBIO arperaiyy, OrpaHudeHHoit nuddysueit
(diffusion limited aggregation, DLA: Witten, Sander
1981). IIpoBeseHo MMHUTAIITMOHHOE MOJIETUPOBAHTE
(pakrasbHOll camMooOpraHMU3aIUy arperupyonmx in
vitro remorimToB Ha ocHoBe Mojgesnn DLA, a takxke
kaerounbix aBromatoB (/lepskasun, Mcaesa 2000;
Wcaesa u ap. 2004a; Vcaesa 2005). Kiaerounbie as-
TOMATBI HEOZIHOKPATHO MCIIOJIB30BAIN (M ITPOIOJIKA-
10T WCIIOJIb30BATh) [T MOJECJUPOBAHUS TITHPOKOTO
crekTpa (GU3WIECKUX ¥ OUOJOTHUYECKUX SBICHUN
(nanpumep, Jlaxno, Yerunun 2002; Dallon et al.
2006; Thorne et al. 2007). PaspaGoraHHas HCXOLHO
Ui MOZIeNTMpoBaHus MopdoreHesa (QU3NUECKUX
(pakranbubix kipacrepoB mojaenb DLA  (Witten,
Sander 1981; Meakin 1986; Camnmzep 1987) Oblia
UCIIOJIb30BaHA OUOIOTAMU JIJISt UMUTAITH (PPAKTAIb-
HOTO pocta Gakrepuii, MOpdoreHesa KOCTHOIO MO3Ta
u Mopdosnorun Heliponos (Harpumep, Naeim 1996;
Caserta et al. 1990; Louis et al. 2007).

[Ipu TakoM MOJIETUPOBAHIH JOCTATOYHO ITPOCTON
HA0OP TPABIII TPUBO/IUT K TTIOSIBJIEHIIO CJIOKHBIX TTaT-
TepHOB, MOP(OTEHE3 KOTOPBIX COUETAET YIOPSIA0UEH-
HOCTb ¥ Xa0C, OTPAHIUYEHHYIO eTEPMUHUPOBAHHOCTD
U HETIPEICKa3yeMOCTb, CBSI3b JIOKAJTLHOTO TIOPSIZIKA 1
riobambHoro narrepua. Onpesesnenue hpakTaabHON
Pa3MEpPHOCTH PAHHUX arperatoB TEeMOIMTOB aeT
3Ha4YeHus1, Bapbupymomme B rpegenax 1.6—1.7; ta-



202

Kie 3HaYeHUs XapaKTePHbI ¥ Il KOH(UTYpaIui,
onuceiBaeMbix Mojiesibio DLA, dpakranbHas pas-
MEPHOCTHh KOTOPBIX — TOIMOJOTUYECKUI WHBAPUAHT,
onpeieNIAoNNi BHYTPEHHUN TTOPSIZ0K Xa0TUYECKOTr0
knacrepa (Witten, Sander 1981; Cangep 1987). Co-
BIIaJIEHUE XO/Ia KPUBBIX COOTHOIIEHUS TJIOMAIN U
OIITUYECKOI TIOTHOCTU U300PaKEHUsT arperaTa Jijist
peasbHOr0 06BEKTa B MPOIECCe COKPAIIEHUS ¥ JIJIS
ero (hpakTaabHON MOJIEJTH JIOKA3bIBAET (PPAKTATBHYIO
CYIIHOCTh PaHHUX arperaToB reMorutoB (/lepxa-
BuH, Mcaea 2000). [Ipumenenne criernuduieckoro
unrn6uropa c6opku (HUOPUILIAPHOrO akThuHa, (1IK-
ToxasazuHa B mim D) maeT BO3MOXKXHOCTH BBISIBUTH
3aBUCUMOCTD TIPOIlecCOB Mopdorenesa ot GyHKIINI
WHTAaKTHON CUCTEMbI aKTUHOBBIX (DUJIAMEHTOB, T.€.
OGUOIOTYECKIIT MEXaHU3M CaMOOPTAaHU3AIIMU T€MO-
1uToB. Takum 06pasoM, B X0/Ie arperaifiuil reMOI[UTOB
U JIPYTUX KJETOK in Vitro mposiBJAAIOTCS KaK OOIIie
NI JKUBBIX M HEKUBBIX CUCTEM 3aKOHOMEPHOCTU
dpakTaIbHONU cCaMOOpPraHU3aIlNH, TaK U creruduye-
cKre GUOJIOTIYECKIE MEXaHU3MBI KJIETOUHO# arpera-
IIUH, 3aBUCSIINE OT (GYHKITMOHUPOBAHUS UHTAKTHOM
CUCTEMBI AKTUHOBBIX uiaamenToB (/lepxaBuH,
Wcaesa 2000; Mcaesa n ap. 2004a; Mcaesa 2005;
Isaeva et al. 2008).

Wrak, B yamike Ilerpu MoKHO HabJOAaTh Xa0C —
XaoTuueckue (hpakTaabHbIe KJIACTephl KieTok. meeT
JI MECTO Xa0C€ B MOPHO(PYHKIIMOHAIBHON Oprannsa-
AU KJIETOK U TKAaHEH MHOTOKJIETOUHBIX JKUBOTHBIX ?

Xaotuueckast pakTagbHast IMHAMUKA Mopdore-
He3a HEITPOHOB U UX ceTell HeOZIHOKPATHO UCCIEI0Ba-
sach Heitpobuooramu. Heilponsl — (hpakTanononod-
HbIe CTPYKTYPbI, (DOPMUPYIOIINECS B COOTBETCTBUU
C QJITOPUTMOM CaMOIOAOOUSL: KJIETOYHOE TEJIO JIaeT
HAYaJI0 TIOBTOPHO BETBSIIUMCI aKCOHAM U JI€HIPH-
tam (Stanley 1989; Goldberger et al. 1990; Smith et
al. 1996). Ceru HelipoHOB XapaKTepU3YIOTCs IIPO-
saBJIeHusIMU (DPAKTATBHOM OpraHu3aIiuu Kak B MPoO-
cTpaHcTBe, Tak u Bo Bpemenn (Waliszewski, Konarski
2002); npearosaraercs, 4to (paKTaIbHbIN AU3AHH
HENPOHOB M WX JIEHJPUTOB ONITUMUBUPOBAH JIJIST BBI-
MoJHeHUsT PYHKIUY Tiepelad TI0TOKa NHbopManuu
(Smith et al. 1996; Goldberger 1997). Camonono6ue
u MacirabHass WHBAPUAHTHOCTD HEWPOHOB TIPO-
SIBJISIETCSI JIUITh CTOXACTUYeCKH U B OrPaHUYeHHON
MaciTabHoO IKaje, T.e. HEHPOHBI — XAOTHYECKHE,
HeperyJisipHble (pakTaibl. BbisiBieH Xaoc B (GYHK-
NMOHNPOBAaHNN HEWPOHOB W HEWPOHHBIX CeTel,
MOKa3aHa XaoTHuuecKast hpakTajbHasl TUHAMUKA 9H-
nedamorpamm (Goldberger et al. 1990; Stanley et al.
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1992; Goldberger 1997; Hofman 2001; Waliszewski,
Konarski 2002). IITupoko HCIOJB30BAHO OMpee-
JieHre (paKkTaIbHON Pa3MEPHOCTH HEWPOHOB MO3Ta
U TaHTJINO3HBIX KJIETOK CETYATKH MJIEKOTIUTAIONIIX
(Caserta et al. 1990; Goldberger et al. 1990; Kniffki
et al. 1994; Smith et al. 1996; Fernandez et al. 1999;
Costa et al. 2002; Louis et al. 2007).

DpakraapHas pasMepHOCTHb (OIpefiesieHHasT He-
CKOJIbKMMU METOJIAMHU C ITOMOIIBIO KOMIIBIOTEPHBIX
mporpaMM aHaju3a uzobpaskennii Image] u Benoit)
UCIIOJIb30BAHA JUJISI  OIIEHKHM IIPOCTPAHCTBEHHON
CJI03KHOCTU HEHPOHOB IEeHTPATbHON HEPBHON CHCTe-
MBI pbi0: onucronenTpa Pholidapus dybowskii, xeTbr
Oncorhynchus keta w cumst Oncorhynchus masou
(McaeBa u ap. 20046, 2006). Bouin BbIOpaHbI He-
CKOJIBKO THIIOB HEIPOHOB MO3Ta PhI6 ¢ 0CTATOYHO
YETKO BBIPAKEHHBIMA  MOP(OJOTHIECCKUMH  pPas3-
JIMYUSIMU U oTIpeiesieHa (ppakTabHast Pa3MEPHOCTb
MAJIBIX BEIOOPOK TaKMX HEHPOHOB [IJIsI TIOMCKA KOppe-
JISTITAY 3HAYeHUs (DPAKTAIBHOM Pa3MEPHOCTH C MOP-
odyHkIMOHANIBHON OPranu3aliiell aHATM3UPYEMbIX
ueiiponos. MpakranbHas Pa3MEPHOCTD AEHAPUTHOTO
IIpeBa WCCJIENOBAHHBIX HEWPOHOB KOJUYECTBEHHO
XapaKTepu3yeT CTeleHb 3aloJHeHUs BYMEPHOTO
MIPOCTPAHCTBA CUJIYITHBIM WJIM KOHTYPHBIM Y€PHO-
GesibiM U300pasKeHueM HelipoHa M CIYsKUT YUCTICH-
HOI Mepo¥l ero TPOCTPAHCTBEHHON CI0KHOCTH.

[17151 Koy ecTBEHHOI XapaKTepUCTUKI MOP(OJI0-
MW HECKOJIBKUX KJIACCOB aHATTM3UPYEMbIX HEHPOHOB
MOJIOZIM CUMBI, TOMUMO (PPaKTaTBHOI Pa3MEPHOCTH,
MIPUMEHEHO OIlpe/ieIeHre JIAKYHAPHOCTH M HEKOTO-
PBIX TPAJUIMOHHBIX HEJWHEHHBIX MopdomeTpuye-
CKUX IoKaszateJeii (061ell JJIMHbI OTPOCTKOB, YUCIa
KOHEYHBIX BETBEI, YNCJIa TOUEK BETBJIECHUS, TITTOMIATN
KJIETKH ) C TI€JTbIO TIOMCKA KOPPEJISIIUIT HCITOJIb30BaH-
HBIX TIOKa3aTesJell W COMOCTABJIECHUS WX JUHAMUKHU
BO BPEMEHHM C OHTOTEHETHYECKUMHU MPeodpa3oBa-
HUSIMUA  OPTaHM3AINKA  AHAIU3UPYEMBIX HEHPOHOB.
Dpaxranbhast pasmepHocTb (Df) Kak cuiyaTa, Tak u
KOHTYpa HelpoHa Ha IJIOCKOCTU OKAa3bIBAETCS TIPO-
MEKYTOYHON MEKTY TI€JI0YNCTEHHBIMI 3HAUEHUSIMU
TOIOJIOTMYECKON Pa3MEPHOCTU KJIETOYHOTO OTPOCT-
Ka Kak quHun (Dt=1) u 1ByMepHOTO MPOCTPAHCTBA
(Dt=2), 3amoHsIeMOT0 BETBSIIUMUCS HEWPUTAMU.
3navenus ¢dpaxranabHoil (ZpoOHOIT) PasMEPHOCTH
HCCJIEIOBAHHBIX HEHPOHOB PHIO BapbupytoTr ot 1.22
no 1.72 B 3aBUCMMOCTU OT TPUHAJIEKHOCTU HEN-
POHOB K Kakomy-imn6o kiaccy. MDpakrasbHast pas-
MEPHOCTB JIOCTUTAaeT HauboJIee BBICOKMX 3HAYCHUIT ¥
MeHee CIEMATU3UPOBAHHbBIX, BHIMTOJHSIONMIX O0JIee
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pasHooOpasHble (DYHKIMU HEHPOHOB, TOrAa Kak
HEHPOHBI Y3KOH CIIeNUAIU3AINKT XapaKTEPU3YIOTCS
OTHOCHUTEJIbHO HU3KUMHU 3HAUECHUSIMU (PPAKTATBHON
pasmepuoctu (Mcaesa u ap. 20046).

B xozme onrorenesa cumbl Oncorhynchus masou,
¢ TIEPBOTO TTO BTOPO¥ TOJ JKU3HU, 3HAUEHUsST MOP(DO-
METPUYECKUX MoKa3aTeseil u (hpakTaabHOIl pasMep-
HOCTH BO3PACTAIOT y ISATU WMCCIETOBAHHBIX TPYIII
HEHPOHOB TOJIOBHOTO M CIIMHHOTO MO3Ta. PaHee yike
ObLIO HaiiZieHo yBesinueHre (hpaKkTaJbHOU pasMep-
HOCTH KYJIGTUBUPYEMbBIX HEPOHOB MJIEKOTIUTAIOTITIX
o Mepe ux auddepernnposku (Smith et al. 1996);
aBTOP TIPEAIoJIaraet, 4To hpakTaabHask pa3MEPHOCTh
MOJKET CJIY;KUTD ITOKa3aTeseM BO3PACTHOTO U3MeHe-
HUsT MOP(MOJIOTHU HEPBHBIX KJIETOK B PACTYIIEM OpP-
raHu3Me; HalllM JIaHHbIe, TOJydeHHbIe Ha HeHpOHax
mosionu poid (Mcaesa u ap. 2006), moaTBEp:KAAIOT
TaKoe MPEOIOKEHNE,

Ha puc. 1 npezcrasien npumep BO3PaCTHBIX MU3-
MEHEHUN OHOTO M3 KJIACCOB HENUPOHOB CIIMHHOTO
mozra Oncorhynchus masou OMHOTO TO/IA ¥ IBYX JIET 1
cpeqHue 3HaYeHUs (DPaKTaIbHOW PasMepHOCTH Hel-
POHOB KKJIOH CTaIuH, OIIpe/ieIeHHbIE METOJIOM MO/
cuera kBaapaToB (box counting). JlomoHUTENBHOIT
[0JIE3HON XapaKTEPUCTUKON OKa3bIBAETCS 3HAUEHUE
JIAKYHAPHOCTH KaK KOJUYECTBEHHOW MEPHI ITOBOPOT-

1ron
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HOH CUMMETPUH HCCJAENYEMbIX N300paKeHil HepB-
HBIX KJIETOK U TEM CaMBbIM — MePBI HEOTHOPOIHOCTH
3aI0JIHEHUS [IByMEPHOU TIJIOCKOCTU CUJIYATOM WJIA
KOHTYPOM HeWpoHa. IJTOT TOKa3aTesNb CHUKAETCS
Ha WMCCJEJIOBAHHOM OTpE3Ke OHTOTeHe3a y Helpo-
HOB HCCJIEJIOBAHHBIX KJIACCOB: OTPOCTKU HEHPOHOB
ciimHHOrO Mosra Oncorhynchus masou Muiajiieit
BO3PACTHO I'PYTITIHI MeHEe PABHOMEPHO 3AIOTHSIIOT
MIPOCTPAHCTBO, TOT/Ia KakK 110 Mepe auddepeHImpoB-
KU HEHPOHOB yPOBEHb WX MOBOPOTHOW CHMMETPUU
(T.€. OZTHOPOZHOCTH 3AIIOJIHEHUST TIPOCTPAHCTBA KJle-
TOYHBIMU OTPOCTKAMM) BO3pacTaeT. AJEKBATHOCTh
[IPUMEHEHUs] HCIOJb30BAHHBIX [TOKa3aTeJaei st
XapaKTePUCTUKN TPOCTPAHCTBEHHOW OpraHu3aIinn
HEePOHOB TOJTBEPKAAETCS GOJIBIINM YHUCJOM JIO-
CTOBEPHBIX KOPPEIAIMOHHBIX CBSI3€M YUCJIEHHBIX
3HAUEHUH 3TUX TMOKa3aTesell: TOMOKUTETbHON KOp-
pessiiieil 3HadeHuii (ppakTaJbHON Pa3MEPHOCTH,
TJI0MTA/IN HEMPOHOB, YMCJIa KOHEYHBIX BETBEH, TOUEK
BETBJICHNWA, IJIHUHBI OTPOCTKOB WM OTpHHaTeJIbHOfI
KOPPpeJIsiiell Bcex TIoKa3aTesell co 3HaYeHreM JIaKy -
napraoctu (Mcaesa u ap. 2006).

Takum 06pasoM, KOJMYECTBEHHbIE IIOKA3aTeJIn
IS UAEHTU(DUKAIMKY Pa3HbIX KJIACCOB HEMPOHOB
MOTYT BKJIIOYaTh KakK (DPaKTaJbHYI0 Pa3MEPHOCTD,
TaK W TOTOJIOTUYECKUE YepPThl BETBJIEHUS JEH/IPU-

2rona

12 1.4

1.6 1.8

Puc. 1. samenenust mopdosornn 1 (HpakTasbHOI Pa3MEPHOCTA OAHOTO M3 KJIACCOB HEHPOHOB CITMHHOTO MO3Ta B OHTOTEHE3€ CUMBI

Oncorhynchus masou (110: Vicaesa u 1p., 2006).
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TOB, HApSAY C JUHEWHBIMU MOPGHOMETPUYECKIMU
NpU3HaKaMu; HaOOp BCEX HTUX TOKa3aTeel jaer
KOJIMYECTBEHHYIO XapaKTEPUCTHKY MPOCTPAHCTBEH-
HOI CJIOJKHOCTU HEHPOHA, KOPPEJUPYIOUIYIO C €ro
MOpGODYHKITMOHATBHOU — opraHusaiueir. MokHO
MOJIYYUTh W WHIMBUIYAJIBHBIN <«ITOPTPETY KaXKIOTO
HelpOHA KaK HeIOBTOPHUMOE, YHUKAJIbHOE COYeTa-
HUE €ero XapaKTepUCTHUK, W BBIAETUTb MPU3HAKH,
TUIIIYHBIE 17T OTIPE/IEJIEHHOTO KJlacca HelPOHOB, U
BBISIBUTH (hpaKTaJIbHBIE YepPThl, OOIIHE IS JKUBBIX
U HEXUBBIX (DpaKTaJIbHBIX CTPYKTYp. Mozens arpe-
raruu, orpanumdennonn auddysueit, DLA (Witten,
Sanders 1981; Meakin 1986), umurupyer mopdo-
reHe3 HeOPraHMYeCcKnX (GPaKTAIbHBIX KJIACTEPOB.
Mogenbr DLA Obuia ucrosib3oBaHa JJs UMUATAIMU
Xa0TUYEeCKON (pakTasbHON Mopdosoruu Helpo-
HoB ceruaTku (Stanley 1989; Caserta et al. 1990;
Binzegger et al. 2005; Louis et al. 2007). Ileas Takoro
MOJIEJTUPOBAHMS — HE TPOCTO UMUTAIUS MOP(OJIOrUn
HEPOHOB, HO 9BPUCTUYECKUI B3TJISI/I HA HEHPOH Kak
(bpakTadbHbIN XaOTUYECKHIT KJIacTep, 00JIaaaomuii
o6muMu yepTamMu ¢ (hpaKTaTbHBIME KJIaCTEPAMU He-
JKUBOU Tipupojibl. Mopdorene3 MHOTMX TTPUPOHBIX
(pakTasbHBIX 0GBHEKTOB, B TOM YHCJIE HEPOHOB, MO-
JKeT JeTePMUHUPOBATHCS HE OJHUM €INHCTBEHHBIM
AJITOPUTMOM TIOCTPOEHMSI, & HECKOJIBKIMHU TIOCJIE/10-
BaTEeJIbHO CMEHSIOMIUMU JIPYT IpyTa aJropUTMaMHU.
[IpocTtoe omHOKpaTHOE W3MEHEHIE OHOTO JIHIIh
napaMmerpuyeckoro 3nadenus monenan DLA  maer
Gosrblitee IPUGIIKEHIE MTOTYYaeMOd MMHUTAIUN K
peanbHON MoOpdosoTUN HEMPOHOB CPABHUTEIHHO C
ncxoaHon Kiaccuueckoir mozenbio (Mcaesa 2005;
Isaeva et al. 2008) (puc. 2).

Heckosibko yciioJKHEHHBIE BapuUaHTBI 3TOH MO-
JleJI UMUTHPYIOT BEKTOPH30BAHHBIN POCT HENPOHA
WM B3aMMOJEHCTBUE XAOTHYECKMX (PaKTATbHBIX
KJIACTEPOB, CO3[AIONINX KBa3MU(pPAKTAIBHYIO CETh,
o100HY 0 IPUMUTHBHOI HeliponHoll cetn (Mcaesa
u np. 2004a). Heiiponubie ceTu TPOSIBISIOT U TIPO-

Pasnen 3. B.B. Hcaesa

CTPAHCTBEHHYIO, ¥ BpPEMEHHYIO (PaKTaJIbHOCTb
(Waliszewski, Konarski 2002). Biusoctb 3HaueHuii
(pakTasbHONl PazMEPHOCTU OT/AETHHBIX HEUPOHOB
U HEHpPOHHBIX KJacTepoB mMosra peib (Mcaesa u ap.
20046) BbIsIBIIsIET MacIITaOHYI0 WHBAPUAHTHOCTb
HelpoHoB U ux cereil. MpakTaabHOCTH MOPHOPYHK-
IIMOHAJIbHON OPraHW3aIy HEHPOHOB U HEWPOHHBIX
ceTeil KOpDpeJUpyeT C XaOTUYeCKUMHU Ipoliecca-
mu B HepsHOil cucreme (Goldberger at al. 1990;
Waliszewski, Konarski 2002). DyHkiuy HeHpOHOB
HEPa3pbhIBHO CBA3aHBl C WX MODPQOJOrHIeCKUMU
YepTaMu, CJIYKAlUMU <«MODP(OJIOTUIeCKUMU KOp-
peastamu» (Aizeman et al. 2003) HeiipoHaIbHOIL
AKTUBHOCTH.

3BecTHO, YTO POCT aKCOHA W [EHIPUTOB, HX
BETBJIEHNE U YCTAHOBJIEHHE MEKHEHPOHATBHBIX
CBsI3€il OIpeiesIsIeTCs] MHOKECTBOM FeHEeTHYECKIX U
AIITEHETHYECKUX (PAKTOPOB M HANPABISIETCS Pas-
JINYHBIMU CUTHAJIAMU KJIETOYHOTO W BHEKJIETOYHOTO
okpyskenust Heiipona (Kniffki et al. 1994; Dickson
2002). JlerasbHO McCCI€OBAHBI MOJIEKYJISIPHBIE Me-
XaHU3MbI, OTBETCTBEHHBIE 32 HAIIPaBJEHUE POCTa U
BETBJIEHUE aKCOHOB, KaKk 1 (DOPMUPOBaHIE MaTTEPHA
MeXHEHPOHAIBHBIX cBs3ell. HaBuramusa pactymiero
KOHyca pOCTa HEHPOHOB HAIPABJSIETCS Herpe-
PBIBHOIT WHTeTpanueil MO3UTUBHBIX U HETATHBHBIX
currajios okpysxkerus (Dickson 2002). IIpociesxeno
o6pa3oBaHye MIMIMKOB U MOpPHOreHe3 JEHAPUTOB
[PU CTUMYJISAIIMN B 9KCIIEPUMEHTE : TAKUM 06pasoM
JIOKQJIbHAsT aKTUBHOCTH BJINsIeT Ha MOpdoreHe3 Heil-
ponoB u ux koutypos (Malevic-Savatic et al. 1999).
[Tepenpon3BoACTBO M KOHKYPEHIIUS HEHPOHOB, WX
OTPOCTKOB U CHHAIICOB B Pa3BUBAIOINIEICSI HEPBHON
CHCTEME TIO3BOHOYHBIX  HEM3OEKHO  TTOPOKIAET
pJleMeHThl Xaoca (ciydaitHocTu, BapuabesbHOCTH),
BbISIBJICHHbIE B OPraHU3AINU CeTell HelPOHOB (CM:
Rakic et al. 1986; Casenbes 2001, 2005). Xaoruue-
CKasl TuHAMUKa MopdoreHe3a n (YHKIIMOHUPOBAHUS
HEPOHOB U UX CeTell, CBsI3aHHas ¢ KOHKYPEeHIINei Ha

Puc. 2. Mopens DLA: A — nipu

KOHCTaHTHBIX Tapamerpax; b,

B — npu ogHOKpaTHOM u3MeHe-
B HUU OJTHOTO U3 TTAPAMETPOB.
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KJIETOYHOM YPOBHE, caMOOpranusalueil HelipoHHbIX
cereil 1 X GyHKUUIMU 06pabOTKKH MH(GOPMALIUNA —
HOpMaJibHasl XapaKTEePUCTUKA HEPBHOW CHUCTEMbI
(Goldberger et al. 1990; Schiff et al.1994; Tononi
Edelman, 1998; Hofman et al. 2001; Waliszewski
Konarski 2002). V30bITOUHO YIIOPSIAOUEHHBIA pe-
JKUM CBUJIETEIBCTBYET O TTATOJIOTUH, KaK, HATIPUMED,
[IATOJIOTMYECKasd I1€PUOJUYHOCTD IIPU DIUJIEIICUH,
MAPKUHCOHU3ME, MAaHUAKAIBbHO-/IETIPECCUBHOM TICH-
xo3e (Toap6eprep u ap. 1990). Ionumopdusm 1 Ba-
prabeIbHOCTD HEWUPOHHOI OPraHU3AIUHU TT03BOJISIOT
MO3TY pearupoBarh Ha pasHooOpasue cpezbl (Tononi,
Edelman 1998).

ITo Bceli BeposATHOCTH, TPOSBIEHUS CAMOOP-
raHu3anuu u (ppakTagsbHOTO Xaoca B Mopdooruu
HEIPOHOB M MX ceTell 06ecreYrnBa0T BO3MOKHOCTD
MOPMOTIOTHUECKOM U (QYHKIMOHAIBHOM Bapuabesib-
HOCTH, KOPPEJIUPYIONIEH C MPOSBICHUSAMHU ITHPOKO-
TO CIeKTpa aJanTHMBHBIX peaknnil. /[nsaiin mosra
MJIEKOIIMTAIONIMX TAKOB, YTO OH MOXKET BBIIIOJIHATD
6O0JIBIIIOE YNCJIIO CIIOKHBIX (PYHKIIMN ¢ MUHUMAIbHON
3aTpaToll HSHEPrUW W Marephajia Kak MpH BBITOJHE-
HUU CBOUX (PYHKIMH, TaK U IIPU TIOCTPOCHUM CaAMO-
Mo700HOM MepapXUUecKOW OpraHu3aIliu KOHTYPOB
Heiiponos (Hofman 1991). MHag crpaTerust Io-
CTPOCHUS CETU HEHPOHOB BBIABJISCTCS Y OPraHU3MOB
C JKECTKO JIETEPMUHUPOBAHHBIM Pa3BUTHEM W MAJTBIM
HOCTOSTHHBIM YMCJIOM KJIETOK, 4TO HanboJiee BbIpake-
HO y KpPYTJbIX depBeil. Y wemaromst Caenorhabditis
elegans neitponnas cers Briodaer 302 Kiaetku, obpa-
sytomux okoso 8000 cunamncos (Sulston et al. 1983;
White et al. 1985). BeTBJjieHue akCOHOB 1 JICHIPUTOB
HEMaTo/l OrpaHnYeHo HeMHOTUMHU Ttaramu. Heitpon-
Hasl ceTh HEMATO/I — OJ[HA M3 CAMBIX IPOCTBIX CPe/n
npexacrasuteseil Bilateria. ITpoctota opranusaium
HepBHOI cuctembl C. elegans IPosIBIISIETCS HE TOTBKO
B OTHOCUTEJIBHO MaJIOM YHCJIEe COCTaBJIAIONUX €€
HEUPUTOB U UX CUHANTUYECKUX CBSA3€H, HO TaKKe B
OTHOCHUTEJbHO MaJIOM YHCJIe BETBJIEHUN OTPOCTKOB
HEPBHBIX KJIETOK.

Oprann3M MHOTOKJIETOYHBIX KUBOTHBIX 3aI0JI-
HeH (DpaKTaJbHBIMU CTPYKTYPAMM, BO3HUKAIONUMU
Ha 0ase SIUTEMATBHBIX W ME3EHXUMHBIX MOP)O-
reHe3oB. Berssuuecs anuTesnasbHble CTPYKTYPbL
OPOHXUAJILHOTO JIepeBa U COCYIUCTON CHUCTEMBI
MJIEKOMTUTAOIINX — HauboJiee MCcyeLyeMble 1 Mojie-
Jupyemblie ppakTajbHble OMOJIOTMYECKUE CUCTEMBbI
opranusma. MangennsOpor (Mandelbrot 1983) nep-
BBIM IIPEJIOKMJ XOPOIIO H3BECTHYIO JABYMEPHYIO
MOJIeJIb OPOHXUAIBLHOTO JilepeBa. MHOTHE KJTI0UEBbIE
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(baxkTOPBI, KOHTPOJMPYIOTIHE TPoTlecC MopdoreHesa
BETBSIIINXCST CTPYKTYP [BIXAaTEJNbHON CUCTEMBI, 9BO-
JIIOIIMOHHO BBICOKOKOHCEPBATUBHBL. brosormueckuit
anroput™ (ppakTaabHOTO MOpdoreHesa BETBSIIINX-
€S KaHAJIOB JIBIXaTeJbHOU CHUCTEMBI HACEKOMBIX M
MJIEKOTIUTAIONMX OKA3aJcst OOIMM: B YaCTHOCTH,
B3anMo/eiictBue pakropa pocra GpuOPo6IACTOB €
ero pernenitopoMm (FGF/FGFR) moBTopHo u MHOrO-
KPaTHO UCIIOJIb3YETCs, OIpe/esisisi KaXKAbIil Imar
MOCJIEIOBATEIBHOTO BETBJIECHUS W'y IPO30MUIbBI, U Y
miekonmuTaomux (063opsr: Metzger, Krasnow 1999;
Warburton et al. 2000). Takum o6pazom, mopdore-
He3 GHoTOrnYeckuX (hpaKTATbHBIX CTPYKTYP JeTep-
MUHHUPYETCS CKATHIM FeHETUIeCKUM KOJIUPOBAHUEM,
MOCKOJIBKY OJIFH U TOT K€ OMOJIOrMYeCKUN MEXaHI3M
BETBJIEHUSI MHOTOKPATHO ITOBTOPSIETCSI.
[IpocTpancTBeHHBIN TATTEPH CTEPEOTUTIEH B XOJIE
nepBbix 16 reHepanuii BeTBJAeHUsT OPOHXMUAJIBHOIO
JiepeBa 4esioBeKa, YTO BeeT K TPEIIIOTIOKEHUIO O
CTPOTOM TEHETHYECKOH JIeTEPMUHAIIMKM PAHHETO
Mopdorenesa jibixatesbHON cucteMbl. Mexay 16 u
23 renepanusamu (TOCJEIHSST U3 KOTOPBIX BEJET B
AJIbBEOJTBI) TIATTEPH BETBJIEHMS OKa3bIBaeTCsl OoJee
CITy4aiiHbIM, BapuaOebHBIM, HE JKECTKO JeTEPMU-
HUPOBAHHBIM W 3aBUCIIINM OT MOCTYIIEHUS KHC-
gopoma (Metzger, Krasnow 1999; Warburton et al.
2000). Bapua6GebHOCTb BETBJIEHUS TEPMUHAIBHBIX
OTJIEJIOB [[BIXAaTEeJIbHOU CUCTEMBI, He AKIIEHTHPYeMast
YIOMSHYTBIMH aBTOPAMU, TOTI€PKUBATONTUMHI MMEH-
HO TeHeTHYeCcKOoe IPOTPaMMHUPOBaHNE (PPAKTATBHOTO
Moporenesa B opraHu3mMe, KasKeTcst BeCbMa BayKHOI.
Ommmcannio n aHann3y (pakTaTbHOW OPTAaHU3AIUN
GUOJIOTHYECKUX CTPYKTYP U MPOILECCOB MOCBSIIEHO
yKe MHOKECTBO paboT, OJHAKO TaKas MPUHIUIIN-
anmpHast mpobyieMa, Kak BO3MOKHOCTH U, GoJiee TOTo,
HEen30EKHOCTh  MPOSIBJIEHUIT  Xaoca, CTPYKTYPHOIL
HEYTTOPSIIOYEHHOCTH B GHOJIOTHYECKOM MopdoreHe-
3€, OCTAETCST IPAKTUIECKU He Pa3pabOTaHHOIL.
N3yuenne xaoca Ha ypOBHE OPTaHU3MA JI0 CUX TIOP
OBIJIO OTPAHIYEHO UCCIIEOBAHUSME JUHAMUIECKOTO
Xaoca HEKOTOPBIX (DUIUOTIOTUYECKUX TIPOIECCOB,
HO He MOP(OJOTHYECKUX CTPYKTYp. B uactHocTH,
BBISIBJICHA XaoTW4yeckass (paKkTajbHas IMHAMHUKA
Ha sHIledarTorpaMMax M KapAuorpaMMax deoBeKa
(Tonnbeprep u ap. 1990; Goldberger et al. 1990; Stan-
ley et al. 1992; Goldberger 1997). TTogo6HO TOMY, Kak
OCITUJLJIOTPAMMBI PErHCTPUPYIOT XAa0TUYECKYIO TUHA-
MUKY (DYHKIIMOHATHHONH aKTUBHOCTH, MOPGOJIOTH-
Yyeckre KBasu(paKTaJTbHbIE CTPYKTYPBI OPraHU3Ma
HPEJICTABJISIIOT cOOOI 3aInch, (DUKCAIMIO XaoTHde-
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CKO¥l IMHAMUKN TIPO1IECCOB MOP(OTEHEe3a B XOJIe MH-
JUBUIYJIBHOTO PA3BUTHUSI OPTaHU3Ma, CTPYKTYPHYIO
BHU3yasim3aiuio Mopdorenesa. [l mcciaeoBaHus
Hen30EeKHOI M HeyCcTpaHMMON BapuabeabHOCTH
KBa3u(PaKTATHHBIX CTPYKTYP MHOTOKJIETOUHBIX JKH-
BOTHBIX U OIEHKU CTEMIEHU WX XaOTHYHOCTH HEOHXO0-
JIMMO CpaBHEHME WX MATTEPHOB B MOPMOJIOTHIecKn
1 QYHKIIMOHAJIBHO TOKIAECTBEHHBIX CUMMETPUYHBIX
(KBa3UCUMMETPUYHBIX ) YACTSIX OJ[HOTO OPTaHU3Ma —
KJIOHA KJIETOK C MUCXOHO UAEHTUIHBIM TeHOMOM. J11s1
TAKOTO POJla MCCJIE0BaHUi OPOHXUANIBHOE JIEPEBO
JIETKUX W Apyrue (hpakTagbHbIe CTPYKTYPBI Opra-
HU3Ma MJICKOTIUTAIONIUX He BIOJHE YA0OHBI BBULY
reHeTUYeCKU IPOTPAMMUPYEMBIX MOPGHOIOTHUECKIX
pa3IMunii MpaBoil 1 JIEBOM CTOPOH OPTaHNW3Ma U TPeX-
MEPHOI OpraHu3aIui, YTO 3HAYUTETBHO YCIOKHSIET
aHAJTM3 U MOJIETTUIPOBAHUE.

BeiGpatuble A1 aHaausa KBasupaKTaJibHON
OpPraHM3AINN BETBANIMECS SUTENUATbHbIE KAaHAJBI
racTpOBaCKYJISAPHOI cucteMbl Mexysbl Aurelia aurita
U [IBIXaTeJIbHOM CUCTEMbI JIMUUHOYHBIX TPAXEIHBIX
xkabp nonpeHok Siphlonurus immanis w Parameletus
chelifer (caesa u np. 2001a, 6, 2004a) pacrosara-
I0TCSL IIPAKTUYECKU B OJHOU ILJIOCKOCTH (30HTHUKA
Me/Iy3bl HJIU KaOePHOTO JIUCTKA TTYHHKH HACEKOMO-
ro). ITH IJIAHAPHbBIE CHCTEMBI H0JIee aJIeKBATHBI JIJIsT
WCCIIE/IOBAHUS COOTHOIIEHUS MTOPSIIKA ¥ Xa0Ca TTyTEM
CPaBHEHUSI PEAJbHBIX OUOJOTHYECKUX CTPYKTYP C
JICTEPMUHUCTHYECKUMU (hPAKTATHHBIMU JICPEBbIMHU,
UCTIOTh3YEMBIMU B KAa4eCTBE CTAHAAPTHOI MOEJH,
YTO MO3BOJISIET YCTAHOBUTD I'PAHUILY MEXKIY CTPOTO
JeTePMUHUPOBAHHBIM (PAKTATBHBIM MOP(OTeHe30M
U TOSIBJIEHUEM 3JIEMEHTOB Xa0Ca.

VY cuudomenysst Aurelia aurita npunsaTo pas-
JINYATh TPU THUIIA PAIUATbHBIX TACTPOBACKYJISIPHBIX
KaHAJIOB: 8 HEBETBANUXCS aPAUATbHbBIX, 4 BETBSI-
MUXCS TePPaIUaIbHBIX U 4 BETBSIIIXCS MHTEPpa-
manbHbix (eM: Southward 1955). Bee uernipe cek-
Topa (aHTUMEpa) MeLy3bl, 06IaIaoIIel paluagbHOIT
4-jrydyeBoil cummeTpuel, GyHKIIMOHAIBHO U MOP(O-
JIOTUYECKU DKBUBaJIeHTHBI. Hanbosee ya0OHBI st
AHAJIM3a TaK Ha3bIBaeMble NePPAoUdIbHble KAHADL,
KaK/[BIIl 13 KOTOPBIX MMEET OJ[IH OOIIUI CTBOJI, pac-
TIOJIOJKEHHBI MEXKAY JKeTyJOYHBIMI KapMaHaMHU.
Ileppazuanbible KaHajJbl OZHOH 0COOH aypeiuu,
MIpe/ICTaBIeHHbIE B BUJIE CTAHAPTHBIX (DPaKTaIbHbBIX
JIEPEBLEB C IUXOTOMUYECKUM BETBJEHHEM, n306pa-
JKEeHbI Ha puc. 3. Y Beex MCCIe0BaHHbIX 0cobeil Haii-
JIeHbl 3HAYNTEJbHBIE BapUAIMK XapaKTepa BeTBJIe-
HUST 9TUX KAHAJIOB B [IPejiesiaX OPraHn3Ma; Hil Pasy He
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06HAPYIKEHO TTOTHOCTHIO WICHTUYHBIX KaPTHH (hpak-
TAJIBHOTO BeTBJIEHUS KaHayioB. Ha mpencraBieHHoli
Mmarpuiie (tabm. 1) gaHO cyMMapHOe YHC/IO0 BETBeil
BTOporo — BocbMoro pauroB (N 2—N 8) pazyesnbHo
JIUIST JIEBOUM W TIPABOM TIOJIOBUH KaKJ0TO M3 YeThIpex
neppaauanbibix kananos (I-IV) tpex ocobeii A.
aurita, obosnauenubix OykBamu A, b u B (BerBieHue
MeppajivanbHbIX KaHAToOB 0coOu A mM306pakeHo Ha
puc. 3). OueBUIHO, UTO TIEPBBIE /[BA IUXOTOMUYECKIE
BETBJICHUST TIPOTEKAIOT COBEPINEHHO CTEPEOTHUITHO;
TPETHII Iar BeTBJIEHMs, KaK MPaBUIO (HO He BCET/a),
TOKE CTEPEOTHUIIEH; MOCJe YeTBepTOil GudypKaum
VTIOPSIIOYEHHOCTD (T.e. PETYJSPHOCTh U TIOBTOpsie-
MOCTb BETBJIEHUST) YTPAUNBAETCSI, U TIATTEPH BETBJIE-
HUS CTAaHOBUTCST XaOTUYHBIM. VTak, TpaHuiia MexmLy
MOPSIZIKOM U Xa0COM B CTPYKTYPHOI OpraHusanuu
KaHAJIOB KaK B MpeieiaX OJIHOTO OpraHn3Ma (KJIoHa
KJIETOK), TaK U Y Pa3IndHBIX 0cOOEl MEIy3bl TIpoJie-
raeT Ha yposue BeTBeii panra N 4—N 5.

Taxoii ;xe crieHapuii Mepexoia OT MOPSIIKA K Xao-
cy HabJIIOIAJICA Y BCEX UCCIIEI0BAHHBIX HAMU 0cO0ei
A. aurita. Ilpu 3TOM TOIXO/IE HE PACCMATPUBAIOTCS
NOTIOJTHUTEbHbIE, WHIUBUAYAJIbHBIE [IJIST KasKIOTO
KaHaJIa U KasKI0i 0COOU pas/inysi XapaKTepa BeTBJIe-
HUSI, 3aBUCAIINE OT KPUBU3HBI BETBEI, MX JIMHEITHBIX
U YTJIOBBIX Pa3MEPOB M TAKUX TOIOJOTUYECKUX Xa-
PaKTEPUCTHK, KAaK aHACTOMO3bI BETBEH — B peasibHO-
CTH Xa0THU3aI[Us TATTEPHA BeTBJIEHUS IIPOSIBJISIETCS B
GOJIBIIIEI Mepe, UEM 3TO CJIEYET U3 IPEICTABIEHHO
Tabauiel. C y4eToM BHYTPEHHUX aHACTOMO30B BET-
Bell KaXKI0TO W3 TePPafUaIbHBIX KaHAJIOB MATTEPH
BETBJICHUs OKasblBaeTcs elle 0ojiee XaOTHUHBIM
(Ucaesa u np. 2004a).

Takum 06pasoM, BBISIBJCHBI 3JIEMEHTHI Xaoca B
MOPGhOJIOTHYECKON OPraHu3aluy BETBSIMIUXCS Ka-
HAJIOB TaCTPOBACKYJISIPHOM cucTeMbl ciiugomery3bl
A. aurita: cTepeOTUTTHBIMU OKA3aJVCh JIUIIb TTEPBBIE
JIBA-TPH I1IATa BETBJIEHUsI, TOI/[A KAK B XOJIe ajibHell-
nrero  KBasupakTaJbHOrO MOpQoreHesa KaHAJIOB
peayusyercsi CIleHapuil mepexofia OT TOpsAKa K
Xa0Cy € HapacTaHWeM HeYTIOPSIOYeHHOCTH 110 Mepe
MIPOXO3K/IEHUS TTOCJIEIOBATETbHBIX IATOB TUXOTOMM-
yeckoro BersieHust (Oudypranuii). ITo-Bugumomy,
y aypeJuH IO/ CTPOTUM TeHeTUYECKUM KOHTPOJIEM
HAXOJSATCSI HAYAJbHbIE, cCaMble O0IIne YepThl (hpak-
TAJTHHON CTPYKTYPBHI TacTPOBACKYJSPHOUM CHUCTEMBI
Ha PAHHUX dTanax ee MopdoreHesa: 4-yydeBasi CHM-
MeTpust, 0OpasoBaHue 8 HEBETBAIINXCS KAHAJIOB U 8
BETBSIIINXCS, & TAK)KE TIEPBBIE JBA BETBJIECHUS KaHA-
Ji0B. [lanpHeiinuii sxe kBasugpaxTaabHbiii MOpdore-
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Puc. 3. 3aprcoBKka narrepHa BETBJEHUS YeThIPEX MeppaaralbHbIX KaHAJIOB 0AHO ocobu Aurelia aurita (ciesa), IpeacTaBieHHas B BUE
CTaHIAPTHBIX (DPAKTATBHBIX JIEPEBBHEB C AMXOTOMUYECKUM BEeTBJICHIEM (CIIPaBa; MOSICHEHM B TeKcTe; 11o: Vcaesa u ap., 2004a).

He3 KaHAJTIOB JIETEPMUHUPYETCST MEHee JKECTKIM 00-
Pa3oM, OKa3bIBasICh JTAOGUITBLHBIM, XA0TU3UPOBAHHBIM.
IIpu 3TOM TIPOUCXOAUT HeU3OEKHOE HapyIIeHHe
pPaabHON CHMMETPHUU, TIOCKOJBKY paJuabHbIe
KaHAJIbI B PAa3HBIX aHTUMEPaX HAUMHAIOT Pa3inyaTh-
Cs1 TI0 YHCJTY TOYEK BETBJICHUS U AaHACTOMO30B.
Pannee (opmupoBanue HeperyJsSpHBIX, XaOTH-
YeCKHX TaTTEPHOB BETBJICHUS PAJMAIbHBIX KAHAJIOB
00y CJIOBJIEHO ACHHXPOHHOCTBIO U TOMOrPahuIeCcKOil
BapuabeIbHOCTRIO 3aKJIJKK HOBBIX BETBEH pas-
ubix KanaysoB (Yepubiie, Mcaesa 2002; Vcaesa
u zap. 2004a). B xome nasbHeiiero mopdorenesa
MIPOCTPAHCTBEHHO-BPEMEHHAS BapuabesbHOCTh
BETBJIEHUST ycusuBaeTcst (puc. 4), 4To BejieT U K Ha-

pacTaoleii XaoTu3annuu MopMOTOTHH BETBAMIUXCS
KaHa/IoB Kaxaoi ocobu. OTCcyTCTBHE JKECTKOM me-
TEPMUHUPOBAHHOCTH BETBJIEHUST KAHAJIOB racTpOBa-
CKYJISPHOW CUCTEMBI, TLIIACTUYHOCTH ITOU CUCTEMBI
B XOJle BCEr0 OHTOTeHEe3a, BEPOSATHO, 00ecredynBaeT
BO3MOJKHOCTb €€ a/IAlITUBHBIX peakiuii (Hampumep,
MIPY HAPYIIEHUSX TETPAPaUaIbHON CHMMETPUH NN
TIPU TIOBPEKIEHUN ).

DBoraterit Mmatepuan a1 aHaan3a M3MEHINBOCTU
(bpakTasbHBIX CTPYKTYp B TIpe/iesiaX OJHOTO Opra-
HU3Ma MOKHO TIOJIyYHTh, U3ydast TpaXelHbie KaGphl
(Teprasiuv) JMYUHOK TO/IEHOK, PAaCIOJIOKEHHbIE
B BHjIe MapHBIX METAMEPHBIX IJIOCKUX JIMCTKOB C
KBasu(paKTaJbHbIM PUCYHKOM Tpaxeil. yKabepHast

Tab6auua 1.
1 11 11T v I 11 111 v 1 11 111 v
N1 1 1 1 1 1 1 1 1 1 1 1 1
N2 11 11 11 11 11 11 11 11 11 11 11 11 TIOPSIIOK
N3 22 22 22 22 22 22 22 22 22 22 22 22
N4 42 44 44 44 44 44 44 44 44 44 44 40
NS5 44 64 86 86 66 66 88 66 86 68 86 00
N6 84 22 82 46 86 44 44 88 104 62 24 00 Xaoc
N7 42 02 00 00 62 60 60 24 42 20 02 00
N8 00 00 00 00 00 20 02 02 00 00 00 00




208

Puc. 4. DopmupoBaHue racTpoOBACKYJISIPHON CUCTEMbI B OHTOTEHE-
3¢ Aurelia aurita; nuamerp meysor: A — 6mm, B — 8 M, B — 20 mm
(110: Yepnbies, caesa, 2002).

cucreMa JIMYMHOK ToxeHKu Parameletus chelifer
[IPEJICTABIeHA CEMbIO MAPAMU JIMCTKOB; OYEBHUIHBI
pasnuMs TaTTepHa BETBJIEHUS B KaXkIOH Tape sKa-
OepHBIX JIMCTKOB, Hapyllaiomye OuaaTepantbHyIo
cumMeTpuio opranusma (puc. 5). IlarrepH BerBJie-
HUST KaKJI0TO sKabGePHOTO JINCTKA Pa3myaeTcst Taske
no yncyy GOKOBBIX BETBEi TE€PBOTO TOPSIKA, OTXO-
ISAIIMX OT OCHOBHOTO CTBOJIA; B XOJI€ MOCJIEAYIOIINX
IIaTOB BETBJICHUST BaprabeIbHOCTh HAapacTaer. JTOT
clleHapuil Tiepexojia K Xaocy B MOP(MOJOTHYECKOH
OpraHu3aIny KabePHBIX Tpaxeil HabM0AeTCS Y BCEX
HCCJIE/IOBAHHBIX TMYMHOK MTOIEHOK ATOTO BUJIA; HEU3-
MEHHO JIUTIIb HAJTU4Yre OCHOBHOTO CTBOJIA TPaXeHHOM
CHCTEMBI U caMble OOTITHE YePThI TTATTepHA ero GOKO-
Boro BeTBJieHus (Mcaesa u ap. 2001a, 2004a).

Y JIMYMHOK JAPYroro Buja NmojeHkw, Siphlonurus
immanis, 1Be iepBbIe JKaGePHbIE TIAPDI TPEICTABICHBI
JIBOMHBIMU JINCTKAMU, U TIATTEPH BETBJICHUS Tpaxei
UHOI — OT OCHOBAaHUSI KaXKJIOTO XaOEPHOTO JINCTKA

Pasnen 3. B.B. Hcaesa

Puc. 5. BapuabenabHOCTh TIaTTepHA BETBJEHUS TPaxeiHON ska-
GepHoil cucTeMbl JIMYMHOK TToeHKu Parameletus chelifer. nasep-
Xy — mapa *KabepHbIX JHCTKOB OHON JIMYIHKH, HUKE — TPH TTapbl
sKaGEePHBIX JIFCTKOB IPYTOIl IMIMHKN TIPU MEHBIIIEM YBETNYeHIN
(mo: Ucaesa u ap., 2004a).

OTXOJISIT CPa3y HECKOJBKO OCHOBHBIX BETBEH, BETBsI-
NIUXCS € IATbHEHTITNM HapacTaHueM HEYTOPsI0ueH-
Hoctu. QOueBMIHA 3HAYMTEIbHAS BapuadeTbHOCTb
KapTUHBI BETBJIEHUS IPH HAJIMYUN HEKOTOPOIi 001
Hoctu marrepra. [loxcuer umcma JnIb KOHEUHBIX
BETBEN /laeT BeChbMa 3HAYMTEILHBIN pasbpoc 3Haue-
HUIA: 17151 BEDXHUX JIETIeCTKOB T1epBoii mapbl — 71 1 99,
HmKHUX — 81 1 111; 1711 BTOpOIi Mapsl COOTBETCTBEH-
Ho — 93 1 99, 78 u 91 (Ucaesa n np. 2001a, 2004a).
DakTUyecKn  HEYNMOPSIOYEHHOCTh, XAOTHYHOCTD
TpaxeHHOU cucTeMbl B Kabpax IPOSBJISETCH CPasdy
JKe TIOCJie PACXOKAEHUS OCHOBHBIX CTBOJIOB, YNCJIO
KOTOPBIX 00JIee CTPOTo JeTePMUHUPOBAHO.

CiiesryeT OTMETHUTDb, YTO JKUJIKOBAHUE KPBLIbER
HACEKOMBIX UMeeT HAMHOTO 6oJiee CcTaOUJIbHBINA Xa-
pakrep. Pazimuus mpaBbIX U JIEBBIX KPBLITHEB CTPEKO3
3aTParvBaloOT JIUITh HEKOTOPbIE MEJKUE KIJIKU, B TO
BPeMsI KaK pacIojIoKeHe GOMbITMHCTBA KUIOK IO/~
yrHeHo 06uIel GuarepaabHON cuMMeTprn (3axapos
1987). Ecnm B racTpoBacKy/IsSpHOI cucTeMe MEIy3bl
u KabepHO#l TpaxelHOU cucTeMe JIMUUHOK TOIEHOK
JIeTEPMUHUPOBAHBI JIUIIb HAYaIbHBIE BETBJICHUS, TO
B KPBLIbSIX JK€ UHCJIO U PACIIOJIOKEHNE OCHOBHBIX JKH-
JIOK U UX BETBEW JKeCTKO JIETEPMUHUPOBAHO HA BCEM
WX MPOTSLKEHUN — OT OCHOBAHMST KPBIJIA JI0 €T0 KPast.
Mopomnoruueckass M3MEHUYMBOCTD CUMMETPUYHBIX
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CTPYKTYD OpraHuaMa, uMeHyemas Quykmyupyiouei
acummempuetl, panee ObLTa MPU3HAHA HEKUM UHDOP-
MAI[MOHHBIM TITyMOM, HE WMEIONINM aJallTHBHOTO
snauenust (3axapoB 1987). Ilosaraem, uto otcyT-
CTBUE JKECTKOW JeTEPMUHAIMN KOHEUHBIX ITAIMOB
BETBJIEHUSI KAHAJIOB TaCTPOBACKYJISIPHON CHUCTEMBI
Me/1y3bl U JIBIXaTeJbHON CHCTEMbI IMYMHOK TTO/IEHOK
U HaJIM4#e Xaoca B MOPQOJIOrUIecKoil Opranu3anun
ATUX ¥ TIOJOOHBIX CUCTEM — He CJIYUANHBIN «IITyM», HO
(axTop, obecrednBaIoNii BO3SMOKHOCTD ajalTaluu
K cpelle — M3MEHSIONIeNCsl, Xa0TH3UPOBAHHOM, He-
npenckazyemoii (Mcaesa u gp. 2001a, 2004a; Vcaesa
2005; Isaeva et al. 2008).

Y BblCHIMX TpejcTaBUTesell KUBOTHOTO MUpPa
(Metzger, Krasnow 1999) xoneunbie atamsl dpak-
TaJbHOTO MOphOoTreHe3a SNUTENUATBHBIX KAHAJIOB
TAK/Ke TOJIYIalOT ONPEAETICHHYI0 CTEIeHb CBOOOIBI,
YTO MOJKET 0OECTeYUTh MIACTUYHOCTD AT THBHBIX
peakIuii Ha HemnpeacKazyemble M3MEHEHUs BHETI-
HETO OKPY’KEHMs, B YACTHOCTH, PeTeHepaInio Mmocyie
noBpeskienuii. Ha kinetrounom ypoBue ppakranbHas
CaMOOPTraHM3AIUS MOKET CJHYKUTh MEXaHU3MOM
peayM3all  aJAlTUBHBIX PeaKIUil  KJIeTOYHBIX
cucrem ([lepxaBun, Mcaesa 2000). Cucrembl ¢
Xa0TUYECKOI IMHAMHUKON MopdoreHesa 06J1agaior
6oJibliell THOKOCTBIO, GOJIbINEH YCTONYMBOCTBIO K
BO3MYIIEHUSIM, CITIOCOOHOCTHIO K CaMOOPraHU3aIlHH,
GOJIbIIEH TIIACTUYHOCTBIO, 3aMACOM TIPOYHOCTH 110
CPaBHEHUIO C JKECTKO IETEPMUHUPOBAHHBIMU CHUCTE-
mamu (TamoHos-Ipexos, Pabunosuyu 1997), mosromy
Xa0TUYECKUH PeKUM a/lali THBEH.

B mporiecce pocra u Mmopdorenesa hpakTaabHBIX
CUCTEM KUBOTHBIX (M PACTEHUI) CTPYKTYpHas Hepe-
TYJISIPHOCTD HapacTaeT Mo Mepe MTPOXOKIEHUS TTocIe-
JIOBATEJIbHBIX IIATOB JUXOTOMUYECKOTO BETBJIEHHUSI.
C mapacranmemM MOP(OJIOTHIECKON HEPETYIIPHOCTH
U BapuabesbHOCTH BETBSIIMXCST KBAa3U(PAKTATBHBIX
CTPYKTYDP TIPOUCXOJUT U HAPYIIEHWE PaauaibHON
wiau OGuiiartepasbHON CHUMMETPHE OpraHu3Ma JKH-
BOTHOTO. AHAJIN3 Iepexojia OT IMOPsIIKA K Xaocy B
pPEabHBIX CUCTEMaX W PA3JTMYHBIX MOJIEIISX BBISBUJI
YHUBEPCATBHOCTH OTHOCUTEIBHO HEMHOTHUX CIIeHAPH-
eB. BeposTHo, mepexoj1 oT mopsaka kK xaocy B Mopho-
JIOTHY GUOJIOTHYECKUX KBasU(PAKTATBHBIX CUCTEM
IIPOUCXOINT B BUJE KacKaza Oudypraiuii, mogo6Ho
HaOoaeMoMy B jauHamuke momyusiuii  (May
1975) u B cuenapun Deiirenbayma (Feugenbaum
1978; MDeiirenbaym 1983; em. Taxske Aprosba 2000).
Taxoii mepexo/i K Xaocy MOsKeT GbITh MTPe/ICTaBJICH B
BuJie [uarpaMmbl Ondypkanuii; Kackaz oudypranuii

209

BeJIET K XaOTHYECKOMY, HEITPEICKAZYEMOMY PERIMY
C HapacTaHMeM HEOIPEIEJEHHOCTH U HelpeicKasye-
MOCTH.

Y UpUKpEIIEHHBIX K CyOCTpaTy OpraHu3MOB
00bIuHa (hpakTaMU3aIMs HAPY/KHOU MOBEPXHOCTH,
YBEJUUUBAIONIAS TIJIOMIA/b PA3/esia OPraHu3M — Cpe-
na. b. Maugens6por (Mandelbrot 1983) nepsbim ot-
MeTHJI GPaKTaIbHOCTh OPraHU3MOB C TIOBTOPSIIONIHU-
MUCST MOJLYJIbHBIMU 3JIEMEHTAMU — PACTEHUN, KOJIO-
HUAJIBHBIX JKUBOTHBIX — U MIPEACTABUI (hpaKTaTbHBIE
umuranuu pacrenuil. Ilpumenenune (GpakTaIbHbIX
AJITOPUTMOB JIA€T JIOCTATOYHO PEATHUCTUUECKUE MO-
NeTN PACTUTETHHBIX OOBEKTOB, TIPW BBEICHUN JKe
CyYaliHBIX YMCesl MMUTAIIMOHHbBIE MOJIETN TIPHOO-
peratot erie GOJIbIIEE CXOACTBO € KUBBIM 0OBEKTOM.
BecbMa BbIpaskeHHAs] XaOTH3AIMsI HEPEJKO Pa3BH-
BAETCS Y MAPA3UTUIECKUX JKUBOTHBIX, HAPUMED, Y
KOJIOHHAJIBHBIX TIPEJICTABUTENEH KOPHETOJIOBBIX Pa-
kooOpasubix (Crustacea: Cirripedia: Rhizocephala)
Ha 9HIONAPAZUTUYECKON CTaAM WX SKU3HEHHOTO
nukia. [IpuMmenenue TeXHUKU KyJIbTUBUPOBAHUS in
Vitro Mo3BOJIMJIO BU3YyaJM3MPOBATh KOJOHUAIBHOE,
HeperyJsipHOe U Xa0TU3MPOBAHHOE CTPOEHHE MHTEP-
ubl Polyascus polygenea w Peltogasterella gracilis ¢
MHOKECTBOM MOJIYJIbHBIX HJIEMEHTOB PENPOJYKTHB-
HOU 1 TPOPUUYECKON CUCTEM, UHTETPUPOBAHHBIX B KO-
JIOHUAJBHBIN opraHu3M Bbicinero nopsaka (VMcaesa n
ap. 1999, 2008; Isaeva et al. 2001, 2004; Shukalyuk
et al. 2005, 2007). Y aTux U HEKOTOPHIX APYTUX
BuzoB Rhizocephala Ha mapasutuueckoii craguu
JKU3HEHHOTO IUKJIA TyTeM OeCIoIor0 Pa3sMHOKEHUST
6e3 oTeeHusT 6JIACTO300MI0B BO3HUKAET KJIOHAb-

Hasl, KOJOHMAJbHAs OpPraHU3alUs — YHUKAJIbHOE
spienue cpean Crustacea, Bcex Arthropoda m Bcex
Ecdysozoa.

Kosonuanbias ¢paxranonogobHas opraHusa-
s P. polygenea n P. gracilis ¢ MHOKecTBOM 6J1acTO-
300UI0B U UX TPOGUUECKUX MOJIYIEN CXeMATHUECKN
npezcrasiena Ha puc. 6. Mopdosorust Tpodudyeckoit
CHUCTEMbBI 3THUX BH/JOB KOPHETOJIOBBIX PasJudHa:
Tpodrdeckuiit Mopynb P. gracilis, Kak v Ipyrux npes-
CTaBUTEJIEN CEMEICTBA MEJTBTOraCTPUL — «JIAMIIOBasI
MEeTKa», B TO BpeMst Kak st P. polygenea n npyrux
BHUJIOB CEMeICTBAa CAKKyJWHUJ XapaKTepHa elle
MeHee PEeryJsipHasi OpPTraHU3alusl IUXOTOMUYECKU
BETBAIIUXCS <«KOPHE». [lJI THIa 4JIeHMCTOHOTHIX
u Gecriosioe pasMHOKEHHE U, TeM HoJiee, KOJIOHUATb-
HOCTb COBEPIIIEHHO HE XapaKTEPHBI: MOJUIMOPHOHUST
BCTPEYAETCs JINIIh Y HEKOTOPBIX HACEKOMBIX U CBsI3a-
Ha b0 ¢ Mapa3suTU3MOM, JIHOO € JKUBOPOKIEHUEM.
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MuTepHa KOPHETOJOBBIX PAKOOOPA3HBIX, pa3BHU-
BaIOIIASICST B reMOJIMMQe MOJIOCTH Tesa IeCITUHOTUX
DaKOB, B CYNIHOCTH, TPEACTABISIET COOOH TKaHH,
KyJBTHBUPYEMBIE in Vivo, BHYTPU POJACTBEHHOTO
opranusma. IlapazutupoBanue ¥ >KUBOPOXKAECHUE
Yy HACEKOMBIX W Tapa3uTHPOBAaHUE KOPHETOJIOBBIX
PaKkooOpasHbIX 06ECHeYnBAIOT PA3BUTHE 3aPO/IbIIIA
B 60Taroil MUTATEJHHBIMU PECYPCAMU BHYTPEHHEH
cpejie OpraHu3Ma.

Takoro poja Ky/JIbTUBUPOBAHNE UHTEPHBI KOPHeE-
FOJIOBBIX B MCKJIIOUUTEIBHO OJIArOTPUSATHBIX YCJIO-
BUSAX CIIOCOOCTBYET KIECTOUHON PETPOAYKIIUH U DKC-
MAHCUU KJIETOK U TKaHEH, ITOTepe NCXOMHBIX OCEBbIX
otHomenuii (MBanosa-Kazac 1979). OrcyrcrBue
PasBUTOTO 3K30CKeJeTa y SHAOMAPasUTHUECKON
WHTEPHBI MPUBOAUT K «COPACBIBAHUIO OKOB», OTPa-
HuYuTeNel MOpQoreHesa, oTepe IJIAHA CTPOEHUS U
TakuX 6a30BbIX YEPT WICHUCTOHOTHUX, KaK CerMEHTa-
1ust. B utore y aTHX mpeacraBuTesieil KOPHETOJOBBIX
HAOJTIOMAETCST OTYETIMBO BBIPAKEHHAST XAOTH3AIU
u QpakTanusanus TmarTepHa WHTepHbL. Hammdwe
9K30CKeJIeTa U JUHbKA HAKJIAIbIBAIOT BAKHbIE Orpa-
HUYEHUS] Ha POCT W Pa3BUTHe, CBsI3aHHbIE ¢ (yH/Ia-
MEHTAJTBHBIMUA OTJUYUSIMU TIPeJCTABUTENEH BeTBU
Ecdysozoa oT ocTalbHBIX BETBeil )KUBOTHOTO MUPa
(Valentine, Collins 2000). ITogasienue bopMupo-
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Puc. 6. Cxema opraHusanum HHTEPHbI KOPHETOJIOBBIX
pakooGpasubix Peltogasterella gracilis (A) u Polyascus

polygenea (B).

BaHUSI PA3BUTOrO 9K30CKENETA B YCJIOBUSAX JKU3HU
Mapa3uTUIECKOTO OPraHW3Ma BO BHYTPEHHEN cpefe
POJICTBEHHOTO XO3sMHA-PAKOOOPAZHOTO U BEPOSTHOE
MOJIaBJICHNe JIMHBKU BBIBOJAUT KOPHETOJOBBIX Ha
9H/IOTIAPA3UTUIECKOH CTANH UX )KU3HEHHOTO 1TNKJIA
U3 PAMOK BETBU JINHSIONINX JKUBOTHBIX C HAPYKHBIM
ckeneroM, Ecdysozoa. TIpeAmochuiku K pasBUTHIO
KOJIOHHMQJIBHOCTH, BEPOSITHO, CBSI3AHBI C BO3MOYKHO-
CTBIO pas/ieIeHNs YacTell pa3BUBAtONIeiicss MHTEPHBL:
KJIETOYHAsI Macca paHHell uHTepHbl Sacculina carcini
CJTy4ailHBIM 0OPa30M MOJKET JEJTUThCS HA J[BE YaCTH,
YTO MPUBOAUT K 0GPA3OBAHMUIO IBYX DKCTEPH € 00Ieit
kopueBoii cuctemoii (Delage 1884).

Boura onmcana u 3akjiajka MHOKECTBEHHBIX 3a-
YaTKOB U3 MUTENUATBHON CTEHKU PAHHEH UHTEPHBI
y 3TOTO BHJIA CAKKYJUHBI, UMeOIel OfHY 3KCTep-
Hy (Rubiliani et al. 1982). [To HammM JaHHBIM Y
Peltogaster reticulatus npy HaJIWM4YMK, KaK IPaBUJIO,
ONTHOI 3JKCTEPHBI B WHTEPHE WMEIOTCS JOTOJHU-
TeJIbHBIE 3aUaTKU HKCTEPH, CIIOCOOHBIE 3aMECTHUTh
akcTepHy B ciaydae ee yrparbl (Mcaesa u ap. 2008).
BeposiTHO, TOsiB/IeHNE HECKOJBKUX JOTIOJHUTEb-
HBIX 3a4aTKOB 9KCTEPH, TapaHTUPYIOIIee YCIIeNTHOe
MIPOXOJK/IEHNE KU3HEHHOTO IUKJIA TTapasnuTa — Tep-
BBII 9Tall pa3BUTUS KOJOHUATbHOCTUH. MOKHO TIpe-
MOJIOKUTh, UYTO Yy BCEX TIPEACTaBUTEsEH CeMeicTB
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Puc. 7. Cxema IBOJIIOIINU TOMOJIOTMYECKOIO TlJIaHa CTPOEHMA Metazoa, MOCTpOEHHAaA Ha OCHOBE PaCCMOTPEHUA PO/ia TIOBEPXHOCTU P (HOZ

Isaeva et al., 2006).

Sacculinidae, Peltogastridaec u Thompsoniidae most-
BUJIUCH 1OJ0OHBIE TPEANOCHIIKU JIJISE PA3BUTHSA KO-
JIOHMATbHOH oprannzari. MpakTaabHBIH ATOPUTM
MopdoreHesa ¢ pasBUTHEM MHOXKECTBa I10J00HBIX
JIPYT JIPYTY MOJyJIell pPa3HOro pa3Mepa M Pa3HbIX
CcTanil pa3BUTUS — PAITMOHATBHBIA 1 9KOHOMUYHBIT
c110co6 Ha OCHOBE OTHOCUTEJIBHO HeGOJIbLION, CoKa-
TOU reHeTUYeCcKoii mporpamMmbl (¢ HAJICTPOMKAMK ee
CHUCTEMHO PETYJISIIIUN ) BBIXO/IA HA HOBBIM YPOBEHD —
KOJIOHUAJIbHYIO OPTaHU3AIUIO.

[IpeoGpasoBaHust TOIOJOIMYECKUX IATTEPHOB
B XOJIe PasBUTH U dBoJIONK Metazoa oT TyOOK 10
XOP/IOBBIX PAacCMOTPEHbl Ha OCHOBE METOJIOJIOTHH
C WCIIOJIb30BAHUEM pOJIa MTOBEPXHOCTU KaK TOIIO-
sormyeckoro nuBapuanTa (IIpecnos, Vcaesa 1985;
Ucaesa, I1pecrnoB 1990; Presnov, Isaeva 1990, 1991,
1996; Yepnsbimes u ap. 2001; Mcaesa, 2005; Isaeva
et al. 2006, 2008). TlokasaHo, 4TO YCJIOKHEHHBIE
XaO0TU3UPOBAHHBIE ATTEPHbI OOBIYHO BO3HUKAIOT
Yy NPUKPEINJIEHHBIX WM OTHOCHTEIHHO TACCUBHBIX
reJlarMuyecKuX OpPraHM3MOB Ha OCHOBe KBasupak-
TaJbHBIX cucTeM. [IpoBefieHO MHIMPOKOE CpaBHU-

TeJIbHOE WCCIIeIOBAaHUE TOTIOJIOTMYECKUX MAaTTEPHOB
Pa3IUYHBIX TPYIIl KMBOTHBIX, BBIABJIEHBI OOIINE
3aKOHOMEPHOCTH (DOPMHUPOBAHUS TOMOJOTUIECKON
OPTraHU3AITNN MHOTOKJIETOUHBIX JKUBOTHBIX, BKJIIOUAS
6ECITO3BOHOYHBIX ¢ BBICOKUM HeCTaOUIbHBIM 3HaUe-
HUEeM poja moBepxHocTH. Mopdorenes KIMBOTHBIX
MIPE/ICTABJIEH KaK Cepus TOMOJOTHIECKUX Moaudu-
Kalluil amuTeanansbHOl ToBepxHOCTH Tena. Ilepe-
XOJI OT CJIETIO 3aMKHYTOTO apXeHTEPOHA K CKBO3HOMN
KUIIIEYHOU TPyOKe peasinsyercsi TPU racTpyJIsIuu,
3TO — TIepBas TOTOJIOTMYECKas IEPeCTPOITKa ITOBEPX-
HOCTH TeJia. DIMUTENUANbHASA TIOBEPXHOCTh HMOPHO-
HA, IMYUHKY UJIA B3POCJIOTO JKUBOTHOTO € KUIIIEYHON
TpyOKOM, OTKPBIBAIOIIEIICS POTOBHIM U aHAIbHBIM
OTBEPCTHUSMU — ITOBEPXHOCTH Pojia 1, TOMOJIOTHYECKT
9KBUBAJICHTHAS TOPY.

[ToBepxHoCTb OpraHusMa, MMEIOIIEro, [TOMUMO
CKBO3HOTO KHIIEYHUKA, JAOTOJTHUTEIbHBI CKBO3HON
KaHas (HarmpuMep, aMOyIaKpaTbHYI0 CHCTEMY) — TTO-
BepxHOCTh poxa 2, asoiinoit Top (Mcaea, IIpecnon
1990; Yepnbimies u ap. 2001; Isaeva et al. 2006, 2008)
u 1.1. (puc. 7). [losiBenre CKBO3HOIN KUK BMECTO
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CJIETIO 3aMKHYTOH — TOITOJIOTWYeCKasl MepecTpoiika
BaKHOTO3BOJTIOIIIIOHHOTO3HAUEHM S, IATOTIIAst BO3MOK-
HOCTB JIyUIIlell yTUIN3aINY MTUTATeTbHBIX BEIECTB U3
BHeIITHell cpefbl. TomoTormuecky MHIeBapuTeTbHasT
TpyGKa TPEACTABIAET COOOH YacTh HAPYKHOU MO-
BEPXHOCTH OPTaHM3MA, KaK M €ro dKTOAepMabHas
MIOBEPXHOCTD; U 9KTO-, U 9HTOEPMATBHBII AT TETHI
opMupyIOT eIMHYI0 HEMPEPHIBHYIO TPAHUYHYIO
MOBEPXHOCTH OPTAHM3Ma, OOPAIEHHYI0 K BHEIIHEH
cpezie. IlosiByieH1e CKBO3HOI IBIXaTEIBHON CUCTEMBI
— TOTIOJIOTHYECKast MOJM(UKAITIS TOBEPXHOCTH TeJIa,
MPUBOAIIAS K JIydlllell YTHIN3alUN KICJI0poaa U3
BHEIITHEll CPeJibl, TIPOITyCKAaeMOIl CKBO3b OPraHU3M, U
K mHTeHCHb KAy Metabornama. CKBO3HBIE KaHAIBI
ITBIXaTETHHO MJIU TIeJIOMUYECKOI CHCTEM 3aII0THEHBI
BHemrHel (nu GJM3KON K HEll 10 coCcTaBy) Cpeion u
TOTIOJIOTIYECKH TIPEJICTABISAIOT COOOI HAPYKHYIO MO-
BEPXHOCTh OPTaHI3Ma JKUBOTHOTO.

Y HEKOTOPBIX TPYTI ;KUBOTHBIX HA OCHOBE (hpaK-
TAJBHBIX CHCTEM, PACIIPEIEISIONINX TOTOK BHEITHe!
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p=n,n—coo

Puc. 8. Torosnornueckast opraHusarust

ry6ok: A — ackon, b — cukon, B — Jeii-

xoH; [' — Tonosornmyeckn romeomopd-

Hast IOBEPXHOCTD; P — POJL HOBEPXHOCTH
r (no: Tsaeva et al., 2006).

Cpellbl B OpraHu3Me, BO3HMKAET TOMOJOTUYECKU
YCJIOKHEHHAs U XaOTU3UPOBaHHast (hPaKTajIonono6-
Hasl CHCTeMa C BO3PACTaHUEM YMCJIEHHOTO 3HAYEHUS]
TOIOJIOTUYECKOTO POJIa MTOBEPXHOCTH JIO0 HEOoTIpejie-
JIEHHO GOJIBIINX 3HAYEHUIl, YTO TOIOJOTUYECKH DK-
BUBAJIEHTHO MHOKecTBeHHOMY TOpy (puc. 8—10). To-
MOJIOTHYECKHE TIEPECTPONKH POJIa TIOBEPXHOCTHU TeJia
OpraHM3Ma Hepas3pbIBHO CBSI3aHbI C (DPAKTATHHBIM
MOporeHe30M OpraHHbIX CUCTEM M Xa0THU3aIhel To-
HOJIOTUYECKO# OpraHu3ain ryboK, III0CKIX YepBeit,
ciiuomenys, acruauii. Hampumep, moBepxXHOCTH
TeJIa aciui — TOP BBICOKOTO MOPSIIKA BCJIEICTBIE
NPUCYTCTBUS MHOTOYMCJIEHHBIX sKaGepHbBIX IleJieil
(puc. 10). Xaotnyeckass AMHAMHUKA MTPOIECCOB MOP-
(borenesa, MposiBISIONIAsCS y BBICHIUX JKUBOTHBIX B
HEYMOPSIZIOUEHHOCTH KOHEYHBIX HTAIOB BETBJIEHUS
U aHACTOMO3HMPOBAHUS KBa3U(PaKTaJIbHBIX CTPYK-
TYp, BEPOSITHO, ele OoJiee BbIpaskeHa Yy HUBMINX
MHOTOKJIETOYHBIX. VIMEHHO 9THM MOKHO OOBSICHUTH
NIMPOKOE PaCIPOCTPAHEHUE HEYIOPSIJIOUEHHBIX TO-

Puc. 9. Tonosornyeckas opranuszaius Cnidaria: A — oauHounbiii o, b — KosoHManbHbli Toaun, B — rugpomesnysa ¢ 4eTbipbMs
paauanbabivMu kanagami, [, /I — ciimdomenyssi ¢ BerBsnmmucs (I) u anactomosupytonumu (/) kanamamu; HaBepxy MOKa3aHbl TOTIOJIO-
I'HYECKH TOMeOMOP(dHbBIE TIOBEPXHOCTH; p — Poji toBepxHocTH (110: Isaeva et al., 2006).
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Puc. 10. Tomosornyeckasi opraHusarisi IJIOCKUX udepseil: A —
CJIETIO0  3aMKHYTasl IHUINEBApUTEJIbHAS CHCTEMA OECKUIIEYHBIX
typ6essipuii (Acoela), B — ckBo3noil kumeunuk, B — amacromos
JIBYX BeTBell kumieynnka (mpejcrasurean Monogenea), I' — Typ-
6ennapun Triclada ¢ HemHOrOUMCIEHHBIMM AHACTOMO3aMU BETBEH
kumeynnka, [l — TypOessipu ¢ HECKOJIbKUMU OTBEPCTHSIMU
kuureunnka, E — typGeansipun Polyclada ¢ mHOrounciaentbvm
anambHbIMEU nopamu, JK — Typbemspun Polyclada ¢ muorounc-
JIECHHBIMU aHaCTOMO3aMU BeTBeﬁ KHIIEYHUWKa; ITOKa3aHbl TaKXe
roMeoMopgHBIE TTOBEPXHOCTH, p — POJ noBepxHocTH (1o: Isaeva
et al,, 2006).

MOJIOTUYECKUX IATTEPHOB Cpeau IyOOK, KHUIAPHIA,
rpeOHEBUKOB 1 TI0CKUX depBeil (YepHblies U zp.
2001; Vcaesa u ap. 2004a). Takum oOpasoM, IOBEpX-
HOCTH TeJia KMBOTHOTO — MEKIIOBEPXHOCTb MEXKITY
OPTaHW3MOM W €TO OKPY;KEHHEM, U TOTIOJIOTHYECKUE
TpaHcHOpPMAITHU B XOJi€ ABOJIONNN 1 Pa3BUTHUST yBe-
JIMYUBAIOT TJIONIA/Ib ATOW MEKITIOBEPXHOCTH, aBast
B pesyJibTaTe JIydlliee paclipejieJieHe TOTOKOB U3
BHEIITHEN Cpe/ibl B OPraHW3M W W3 OpPraHu3Ma — BO
BHEITHIO CPEJLY, NCTIOMb3YEMYIO KaK NCTOUHUK He-
00XOANUMBIX BEIECTB U CTOK 9KCKPETOB, TEM CAMBIM
obecrieunBasi MHTEHCU(UKAIMIO MeTaboIM3Ma U
JIYUNIYIO aanTalfio opranusMa K cpeze. Jlpyroi
THIT TOTIOJIOTMYECKUX TIEPECTPOEK CBSIBHOCTH, MO/~
(utupys cBS3HOCTH 3aPOBIIEBBIX AMUTETHATLHBIX
JINCTKOB, TPUBOJIUT K OT/IEJIEHUIO 3AMKHYTBIX SITUTE-
JIMAJIGHBIX TIOBEPXHOCTEN OT TMPEACYNIECTBYIOIINX,
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A B B r

Puc. 11. Tornosiornyeckuii naTTepH 10JIyXOP/IOBBIX 1 HU3IINX XOP-
JIOBBIX: A — HCXO/HBII TTATTEPH OOJIBITMHCTBA HECIIO3BOHOUHBIX CO
CKBO3HBIM KHIIEYHUKOM, b — IuIeBapuTeIbHbIN KaHA C IBYMS
JIOHOJIHUTEJIbHBIMU JIATEPAJIbHBIMU OTBEPCTHAMM (IIpe/icTaBHTe-
au Pterobranchia, Appendicularia), numeBapuresbHbiii KaHAT ¢
HECKOJIbKUMU NapHbIMu JiaTepaibHbivu otepetusivu (Chordata,
Enteropneusta), I' — nuueBapuTesbHbIi KaHal ¢ MHOTOUUCJICH-
HbiMu oTBepersiMu (Ascidia); mokasanbl TOMEOMOPQHBIE TOBEPX-
HOCTH, p — Poa noBepxHoctH (110: Isaeva et al., 2006).

HAIIPUMED, K SHTEPOIENbHOMY 00pPasoBaHMIO Me30-
JIEPMbI ¥ BTOPUYHOPOTHIX, HEUPYISIIK U (hOPMUPO-
BaHMIO TJIa3HOTO GOKaia y XOpAoBbIX 1 T. /1. (Maresin,
Presnov 1985; ITpectos, Mcaesa 1985; Presnov et al.
1988). YcmoxxHEeHHBIE, YACTHYHO HEYHOPSIOUYCHHbIE
TOIOJIOTMYECKIE TIaTTEPHBI, BO3HUKAIONME Ha Gase
(bpakTasIonomoOHBIX CUCTEM, BKIIOYAIOT U BHYTPEH-
HUE MOTPYKEHHbIE AIMUTETHANbHBIE TOBEPXHOCTH.
DpakrasbHass apXUTEKTypa BETBSIIUXCS COCY/IOB
kposerocHoi cucrembr (Goldberger et al. 1990; West
et al. 1999), morpyskeHHOI BHYTPb HAPYKHOU 2IIUTE-
JINAJIbHOI «000JIOUKI» OpraHuaMa, o0JazaeT poaoM
MTOBEPXHOCTH, JOCTUTAIONAM OYeHb BBICOKUX 3HAUE-
HUI 32 CYET MHOKECTBEHHBIX aHACTOMO30B BETBEN
ATOU BJIOKEHHON CHCTEMBI.

SARJIIOYEHHE

CocyiecTBoBaHNEe W KOHKYPEHIUSA TOPSAKA 1
Xaoca B TIporieccax Mopdoreresa u (HyHKIHOHUPO-
BaHMUsT OpraHnaMa — 0011ee CBONCTBO KUBBIX CUCTEM.
TMoJsHast HAEHTHYHOCTD 0COOE BBICIINX OPraHU3MOB
HEBO3MO’KHA, JlaXkKe eCJAu OHM MMeIOT OJMHAKOBbII
reHoM U (OPMUPYIOTCSI B OJHOM U TOIl JKe Cpeje;
co3/laBaeMble ITyTeM KJIOHWPOBAHWS OPTaHU3MbI He-
u36€KHO JIOJCKHBI PA3INYaThCs AETATSIMU MOPGhOIIO-
MM KBa3U(PAKTAIBLHBIX CTPYKTYP: epuhepruieckoit
KPOBEHOCHOM CHUCTEeMbI, HEHPOHHBIX CBSI3€H W T.JI.
Xaoc, maioniuii onpeesieHHyI0 CTereHb CBOOOIbI,
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ABTOHOMHOCTH KJIETOYHBIX M TKAHEBBIX CHCTEM U
OCTaBJISTIONHI BO3MOKHOCTH MX CAMOOPTaHU3AI[UT —
MyTh K aJIalITAIlNA OPTraHN3Ma K U3MEHEHUSIM CPEJIbL.
Opranusm B CBOEM Pa3BUTUM U (DYHKIIMOHUPOBAHUU
MOPO’KIAeT W YCIENTHO UCMOJb3YeT U YIOPSIOY€eH-
HOCTb, U xaoc. Ilepexos oT mopsizika K Xaocy B MOp-
(orenese BerBaIUXCS PPAKTAIONOLOOHBIX CTPYK-
TYp OpPraHu3Ma C TOSBJIEHUEM CJIYYalHBIX MaJIbIX
(baykTyarnuit, yMHOKAONNXCS W YCUTHBAIOTINXCS
B Xo/ie (hpaKkTaIbHOTO MOpGOreHe3a — YacTHOE MPo-
sBJIeHNe yHUBepcajbHoro cieHapus Deiirenbayma
(Feigenbaum 1978).

3aciy;KuBaeT BHUMAHWS UCCJIE0BAHNE BUIOBBIX
ocobenHocTeil MophoIoTun KBasu(paKTaabHbIX CH-
CTeM OpraHu3Ma U uX M3MEHEHWH B TIpoIiecce BUI100-
6pasopanus. COracHo MOJIEKYISPHBIM AaHHBIM, BU/T
Aurelia aurita BKIIIOUaeT HECKOJIBKO CKPBITHIX BUIOB-
cubsmuros (Dawson, Jacobs 2001). Hccienosanue
MATTEPHOB BETBJIEHNS KaHAJIOB TACTPOBACKYJISPHON
CUCTEMBI Pa3HBIX BUIOB KOMILJIEKCA A. aurita MOKeT
BBISIBUTH BHJOCHENU(UIHBIE 0COOEHHOCTH COOTHO-
HIEHUS MTOPS/IKA U Xa0ca B MOP(MOTIOTUH BETBSIINXCS
kKaHasoB. Ha 9T0 yKa3biBaloT, B YaCTHOCTH, PA3TUYLS
CTPOEHMS TaCTPOBACKYJISIPHBIX KAHATIOB, HAM/ICHHBIE
y «reorpacduueckux ¢dopmy» aTol crudomMenysbl
(Kramp, 1942).

CyI1ecTBeHHbIE OTJIUYUS B COOTHOIIEHUU TIO-
psliKa ¥ Xaoca B MOP(OJIOTHYECKON OpraHu3aIinn
MOKHO BBISIBUTH, CPaBHMBAsi >KUBOTHBIX C Pery-
JISTUBHBIM W JIETEPMUHUPOBAHHBIM (MO32AUUHBIM )
xapakrepoM pazsutus. [lmactnarocTs MopdoreHesa
GoJiee BbIpaskeHa y XOPAOBBIX ¥ JAPYIUX KUBOTHBIX C
PeryJsITUBHBIM pazBuTueM. Pery siTuBHOe pa3Butue,
TunryHoe A GosbinHcTBa Deuterostomia, Koppe-
JIUPYET ¢ «U30BITOYHOCTBIO» KJIETOYHOIO MaTepuralia,
BO3MOKHOCTBIO CEJIEKITMM HA KJIETOYHOM YPOBHE B
npenesiax opranuaMa (4To TOKa3aHO /ISl UMMYHO-
KOMITETEHTHBIX KJIETOK M HEHPOHOB) M OTHOCHUTEJb-
HO BBICOKUM YPOBHEM MOP(OreHeTHUECKOi riubesiu
kietok (anorrosa). IIpoTuBomnosioxkHas crparerus
Pa3BUTHS BbIPAKEHA Y OPTaHU3MOB C JKECTKO JleTep-
MUHUPOBAHHBIM Pa3BUTHEM U 3yTeJueil. Y HeMaTo/|
¢ UX KpaliHe CTPOTOl TeHeTUYeCKOH JAeTepMUuHAINeH
Mopdorenesa dpakTasbHble CBOWCTBa OpraHu3Ma
U OTAENbHBIX CHCTEM OPraHOB OYeHb CaaGO MPOsB-
JISIOTCS TI0 CPABHEHUIO C JKMUBOTHBIMU, UMEIOTIIUMU
peryJisiTuBHOe pasButhe. JleTasbHO ucciemoBaHa
Hematona Caenorhabditis elegans, opraHu3M KOTOPOit
B e(MHUTHBHOM COCTOSTHUU COMEP:KUT 959 KieTok
(He cumMTast MOJOBBIX, YUCJIO KOTOPBIX HETIOCTOSTHHO),
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a HeiipoHHast ceth cocTont u3 302 kimerok (Sulston
et al. 1983; White et al. 1986). HucJio norubaroumx B
XOJIe Pa3BUTHS KJIETOK TaKyKe CTPOTO JIETEPMUHUPO-
BaHo u HeBesmko — 131 kierka y C. elegans, npuyem
MOJIABJICHIE ATONTO3a HE OKA3bIBAETCS JIETATHHBIM
JUI OpraHu3Ma B 1€JIOM, B OTJIMYKE OT CUTYyallUH,
HabJo1aeMo y BeIcIinX XopaoBbix. C syTesueil He-
MaTO/l TECHO CBsI3aHA WHBAPUAHTHOCTH IPOOJIEHUS
u cyapObl Kaxzoro Omactomepa; o0miasg KapTuUHA
PasBUTUS HEMATOA OTJIWYHA OT HabJIIIaeMOoil y
SKUBOTHBIX C PEryJIATUBHBIM Pa3BUTHEM, KOTOpOE
XapaKTepU3yeTcst BapraOebHOCThIO W HEMOJIHOM
MPEICKA3yEMOCTBIO  CYABOBI  KaXKIOH  OTACTBHON
kierku. CormocTaiisist 001Iee YKUCIO KJIETOK B Opra-
HU3MeE C YUCJIOM HEHPOHOB Y 9TOTO YEPBS U YEJIOBEKA
(pubIU3UTETHHO OIIEHUBAEMOE YHCJI0 BCEX KIETOK
B opranmsMme desoBeka — 10" gucio HeiipoHoB —
101—10'"), E./I. Cepmios (2003) momuepkuBaer
HECOOTBETCTBUE OTPOMHOTO PA3JIMUUS CIOKHOCTH
OpraHM3alluy TUX JIBYX BU/OB IIPU MaJIOM pasJiu-
yun uncsia reHoB (okoso 20000 reros y C. elegans u
30000—-40000 y yenoBexa).

B nocsiennue Tonpl Bee yarie OTMEYAIOT Heasek-
BAaTHOCTD IIPEKHUX IIPEACTABIECHUI O COOTBETCTBUUI
CJIOKHOCTU OPTaHU3AIUU YHMCJIy TEHOB; IMPeAIoJia-
raeTcst, 9TO CeThb FeHOB (PYHKITMOHUPYET KaK €MHOe
1eJI0€ 1 JI0JIZKHA N3y4aTbed ¢ IPUMEHEeHNeM KOHIIeT -
11 COBPEMEHHON MeK/INCITUTIIMHAPHON HAyKH (CM.,
Hanpumep: Claverie 2001). BeposTHo, cpaBHUTEIBHO
MaJIO€e YUCJIO TEHOB B TEHOME MJIEKOTIUTAOIINUX 00Y-
CJIOBJIEHO HEJMHEWHBIM BO3PACTaHWEM CJOKHOCTH
CHUCTEMbI 3a CYeT CAMOOPTaHU3AIMM, BHYTPEHHUX
B3aNMOJIEVICTBUI ee KOMIIOHEHTOB BCEX YPOBHEM.
[lomnonnurenpHoe cxkatue reHeTnyeckoil mHboOpMa-
[[UH Y BBICIINX OPTAHU3MOB MOKET OBITH CBSI3AHO C
(ObyHKIIMOHUPOBAaHNEM BCTPOEHHBIX B TEHOM <«CaMO-
Pa3BEPTHIBAIOIIMXCA» (PPAKTATLHBIX CYOIPOrpaMM.
Takoe caMopasBepThIBAaHUE JAET IBOTIONIMOHHOE TIpe-
HUMYIIECTBO OHOTIOTHYECKOTO (hpaKTaibHOr0 MOpdho-
reHe3a ¢ MHOTOKPATHBIM MTOBTOPEHUEM KaKOTO-T100
OCHOBHOTO OUOJIOTHYECKOTO MEXaHU3Ma; MTepaIus
(byHKIIMOHUPOBAHUST KOHTPOJIUPYIONUX (DpaKTasib-
HBII MOp(dOTeHe3 TeHOB 00eCreuynBaeT CKaToCTh
reHeTUYeCcKoi nH(popMaIum.

OpraHusM — OTKPBITast CUCTEMA, Pa3BUBAIOIIASICS
1 HYHKIHOHUPYIOIIAs B IIOTOKE BEIIECTBA, SHEPTUU
u uHbopmanuu. Y OGOJBITHHCTBA KUBOTHBIX MOTOK
CPe/Ibl, Hecyllell BellieCTBO U 9HEPIruio, HallpaBJIsieTcs
U PACIIPEIENSIeTCsT B OpraHu3Me TpyOuaTbiMu SIuTe-
JINATTBHBIMU CTPYKTypaMu. B Xo/e aBOMOINN MHOTO-
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KJIETOYHBIX KUBOTHBIX YBEJNUYUBAJIACH IOBEPXHOCTD
pasjiesia MeXK/Ly OPraHu3MOM U €r0 OKPYKEHUEM, YTO
JlaeT JIYYITyio yTUJIN3AIUIo0 BEMIeCTBA W 9HEPTUU U3
BHEIITHel Cpe/ibl, TeKYIIel CKBO3b OPraHN3M )KMBOTHO-
T0, ¥ 00ECTIeUnBaET JIYUIITYIO afallTAalliio OPraHu3Ma K
ero okpyskenuio. Tomosiornyeckast opranusaius u-
3UYECKOTO MTPOCTPAHCTBA B KAKOH-TO Mepe 00bsICHSET
HEKOTOpPbIe COOBITUS GUOTIOrMYecKOro MopdoreHesa.
Tomonornyeckuii MoAXoa K ONMUCAHUIO U AHATU3Y
6UOJIOTNYECKOTO  MOP(OTreHe3a U TOIMOJOTUYECKAST
HHTEPIPETAINsT HEKOTOPBIX COOBITHII 9MOPHOTEHE3a
C UCTIOJIb30BAHWEM KOHIIETITIMI ¥ TEOPEM TOIOJOTUI
BBISIBJISIIOT HEU30EKHOCTD BOSHUKHOBEHVISI CHHTYJISIP-
HOCTEl, HEOJHOPOAHOCTEN B XOJ€ GHOJOTHYECKOTO
MopdoreHesa, TOMOJIOTNYeCcKIe OrpaHnIeHnst Habopa
BO3HUKAIONNX TATTEPHOB, HEPA3PBIBHYIO CBSI3b JIO-
KaJIbHBIX U TJI0OAJIBHBIX ACHEKTOB GUOJIOTHYECKOTO
MoporeHesa — Bce TO, YTO HA3BAHO <«TOIMOJIOTHYE-
ckuM uMneparusom»> (Isaeva et al. 2006, 2008).

B 6uosornueckom MopdoreHese HeU3OEKHbI
MIPOABJICHUS (PUBNUECKON ONTUMU3AINNYA, MUHUMU-
3l 9HEPTETUUECKON «CTOMMOCTH» MOPGHOGYHK-
[[HOHAJIBHO OpraHU3aIuu OOTOTHYECKUX CTPYKTYP
(Damiani 1994), B wacTHOCTM BeTBsIIUXCST (Hpak-
TaJdbHbIX (opm. MunHuMusanus sHepreTU4ecKux
3aTpar Ui MOCTPOCHUS W TIOJIEPIKAHUS OUOJIOTH-
YECKUX CTPYKTYP onpeziesisgeT GyHKITMOHANbHBIH 11-
3aiiH HEKOTOPBIX OMOJIOrnYeckux (hopM, Halpumep,
BETBAIIUXCS CTPYKTYP; Takue (hOPMBI IPE/ICTABISIOT
€060l «TOTOJIOTHYECKIE aTTPAKTOPBI», HEM30eKHBIE
B apostoru (Thomas, Reif 1993). Beposrtho, dpax-
TAJIONO0OHbBIE U TOPOUHBIE TOMOJIOTHYECKHE (Hop-
MBI opranusma Metazoa — (pyHKITMOHAIBHO ONITUMU-
3MPOBAHHBIA OMOJIOTHYECKUN [M3aiiH, aTTPaKTOPbI
6uosornueckoro mopdorenesa (Isaeva et al. 2008).
Wrak, onpemeseHHbIi HAOOP TOMOJOTHYECKUX TIpa-
BUJI, <TOIIOJIOTUYECKUI NMIIEPATHB», OrPpaHUYNBaET
U HAITPaBJIsIeT GHONOrNYeCcKuil Mopdorenes.

BJIATOJAPHOCTHU

Boimosnenne pabotbl ObUIO GBI HEBO3MOXKHBIM (€3
Y4YaCTHsI, TOCTOSTHHOI TIO//IEPKKU ¥ 3aHTEPECOBAHHOCTH
Banagumupa Jleonnmosuua Kacwsinosa, akamemuka PAH,
DYKOBOJUTEJSI BEIYIEei HAYIHOMN MKOJIBI, 3AMEYaTeTbHOTO
YUEHOTO U IPEKPACHOTO YesioBeKa, aupekropa MHcTuTyTa
6uostorru Mopst ¢ 1989 r., rparuuecku norudurero B 2005 r.
Iny6okas Giarogaprocts A.B. Uepnbieny, 10.A. Kape-
tuny, E.B. [lymmunoii n /[.1O. [llkypatoBy, mpuHuMaBImmm
HEMoCPeICTBEHHOE YUACTHE B TIPOBEIEHNU NCCJIeIOBAHUS
U HOJTOTOBKE HAIIMX COBMECTHBIX ITyOIMKAIIH.

215

JIUTEPATYPA

Apuosba B.A. 2000. Teopus kamacmpog. N3garenncTBo
«Hayxka», Mocksa, 128 c.

Tanonos-Ipexos A.B. u Pa6unosuu M.H. 1997. IIpoGie-
MBI COBPEMEHHOH HeJWHEWHOW MWHAMUKW. Becmuux
Poccuiickoii akademuu nayx, 67: 608—614.

ToanGeprep J.J1., Purnu JI.P. u Yacr B.[Ix. 1990. Xaoc
u ¢dpaxranbl B HU3NOIOTHN YeToBeKa. B mupe nayxu,
4:25-32.

Hep:xasun J[.K. u HcaeBa B.B. 2000. ®pakrasnbHas
CaMOOPTaHM3AINS arPETHPYIONIHX in Vitro TeMOIUTOB
mosuocka Mizuhopecten yessoensis. Zokadve Poccuii-
cxotl akademuu nayx, 373: 254—256.

3axapoB B.M. 1987. Acummempus scusommvix (nonyns-
UuoHHO-(henozenemuueckuti  no0xod). Ms3paTeapcTBO
«Hayxka», Mocksa, 216 c.

HBanosa-Kazac O.M. 1979. Cpasnumenvias sm6puono-
eust 6ecno36oHouHbIY Heusomuvlx. Ynenucmonozue. V13-
narenbctBo «Haykas, Mocksa, 224 c.

Ucaesa B.B. 1994. Knemku 6 mopghozenese. 13narenbcTBo
«Hayxa», Mocksa, 224 c.

HUcaesa B.B. 2005. Cunepzemuxa ois 6uono0z06. Beoonoiii
xkypc. aparensctBo «Haykas, Mocksa, 158 c.

Hcaesa B.B., Kaperun [0.A., Yepupmues A.B. u lllky-
patos [1.1O. 2004a. @paxmanvt u xaoc 6 6u0L0ZUUECKOM
mopozenese. VsnarenbctBo «/lanpHaykay», Biaaguso-
cTOK, 162 c.

Hcaesa B.B., ITymuna E.B. u Kaperun 10.A. 20046. Ksa-
3u(pakTaibHasg OPraHu3alusg HEHPOHOB TOJOBHOTO
Mosra poi6. buonozus mopsi, 30: 143—151.

Hcaesa B.B., I[lymuna E.B. u Kaperun 10.A. 2006.113-
MeHeHne MOp(hOMETPUYECKUX TToKazareseil u (pak-
TAJTbHONH PA3MepPHOCTH HEHPOHOB CIIMHHOTO MO3Ta
B onTorenese cumbl Oncorhynchus masou. buonozus
mopst, 32: 125-133.

Hcaesa B.B. u IIpecnoB E.B. 1990. Tononozuuecxoe
cmpoenue mopgozenemuueckux nonei. V3nateabCTBO
«Hayxa», Mocksa, 256 c.

Hcaesa B.B., Poioaxos A.B. u Kacbanos B.JI. 1999.Bui-
sIBJIEHIE in Vitro KOJIOHUAJIbHOI OPraHnu3aIui HHTEPHbI
KOPHETOJIOBBIX pakooOpasHbiX. /Jloxnadvr Poccuiickoii
axademuu nayx, 366: 840—842.

Hcaesa B.B., Yepnbiues A.B. u lllkyparos /1.10. 2001a.
Dpakrasbl 1 Xxaoc B Mopdosiornn opranusma. Becmuux
Jlanvnesocmounozo omoenenus Poccutickoil axademuu
nayx, 2: 71-79.

Hcaesa B.B., Yepnbuner A.B. u Illlkyparos [1.1O. 20016.
KBasudpaxranbHas OpraHu3aIus racTpoBacKyJIspHOI
cucteMbl Meay3bl Aurelia aurita: opsinox u xaoc. /J{o-
xaadovt Poccutickoii axademuu nayx, 377: 553—555.

Hcaesa B.B., lllykamok A.U. u Axmaguesa A.B. 2008.
Becnosioe pasMHOsKeHNE U PETPOILYKTHBHAS CTPATETUsT
KOJIOHUAJIbHBIX MTPECTABUTEIEN KOPHETOJIOBBIX PaKo-
obpasnbix (Cirripedia: Rhizocephala). 3oonozuueckuii
acypnan, 87: 268—279.



216

Jlaxno B./l. u Yerunun M.H. (pex.). 2002. Komnviome-
puL U cynepkomnvromepvl ¢ Ouonozuu. V3parenbeTBo
«MHCTUTYT KOMIIBIOTEPHBIX HccaeoBanmnii», MockBa,
Mxesck, 527 c.

Manzgeasopor B. 2002. @Opaxmanvnas zeomempus npu-
poobl. MzparenbetBO «IHCTUTYT KOMIIBIOTEPHBIX HC-
caenoBanuii», Mocksa, 856 c.

Mangeasopor B. 2004. @paxmanvi, cayuaii u Qunanco.
WsnarensctBo «PerymsipHas m XxaoTndeckast nHAMU-
ka», Mocksa, xesck, 255 c.

IIpecuor E.B. u Ucaesa B.B. 1985. Ilepecmpotixu mo-
nonoeuu npu mopgoeenese. Vsnarenncrso «Hayxas,
Mocksa, 192 c.

Ipurosxun U. u Crenrepe U. 1986. Ilopsadok us xaoca. M..:
UsnarennctBo «IIporpecc», Mocksa, 431 c.

CaseineB C.B. 2001. Cpasnumenvnas anamomus nepeHnou
cucmemovl  nossonounvlx. WsnatembctBo <«[DOTAP-
ME/l», 272 c.

Casemves C.B. 2005. IIpoucxoxncoenue mosza. Vizgarenn-
ctBo «BE/I1», Mockga, 368 c.

Cangep JI.M. 1987 Dpakranbubiii poct. B mupe nayxu, 3:
62-69.

CeepaiioB E.JI. 2003. JIHK B kieTke: oT MOJIEKYJISIPHON
MKOHBI K ITPOOJIEME «4TO €CTh JKU3Hb?» Becmuux Poc-
cutickou akademuu nayx, 713: 497-505.

Denep . 1991. Opaxmanvr. UsparensctBo «Mups», Mo-
CKBa, 262 c.

Deiirenbaym M. 1983. YHuBepcaibHOCTb B HOBEIEHUU
HeJMHENHbIX cucteM. Yenexu uauueckux nayx, 141:
343-374.

Xaxken I. 1980. Cunepzemuxa. 1anatennsctBo «Mup», Mo-
ckBa, 404 c.

Xaxken T. 2003. Tainwor npupoovt. Cunepzemuka: nayka o
e3aumooeticmeuu. VIsnarenpctBo «Perysipaasi u xao-
THUYecKast [uHaMuka», Mocksa, xxesck, 320 c.

Yepubimes A.B. u Hcaesa B.B. 2002.@opmuposanie
Xa0THUYECKUX MATTEPHOB rACTPOBACKY/ISIPHON CUCTEMBI
B OoHTOTeHe3e Meny3bl Aurelia aurita. buonozus mops,
28: 382-386.

Yepuoime A.B., Hcaea B.B. u IIpecuos E.B. 2001.
CpaBHUTEJbHBIN AHAJINU3 TOMOJOTMYECKON OpraHu3a-
1 Metazoa. Kypuan obueti 6uonozuu, 62: 49—56.

Aizeman E.A., Huang E. J. and Linden D.J. 2003. Mor-
phological correlates of intrinsic electrical excitability
in neurons of the deep cerebellar nuclei. Journal of Neu-
rophysiology, 89: 1738—1747.

Blazis D.E.J. 2002. Introduction. The limits to self-orga-
nization in biological systems. Biological Bulletin, 202:
245-246.

Ben-Jacob E. 1998. Bacterial wisdom. Physica A. 249:
553-577.

Binzegger T., Douglas R.J. and Martin K.A.C. 2005.
Axons in cat visual cortex are topologically self-similar.
Cerebral Cortex, 15: 152—165.

Camazine S., Deneubourg J.L., Franks N.R., Sneyd J.,
Theraulaz G. and Bonabeau E. 2001. Self-organization

Pasnen 3. B.B. Hcaesa

in Biological Systems. Princeton University Press,
Princeton.

Caserta F., Stanley H.E. and Eldred W.D. 1990. Physical
mechanisms underlying neurite outgrowth; a quantita-
tive analysis of neuronal shape. Physical Review Letters,
64: 95-98.

Claverie, J.-M. 2001. What if there are only 30,000 human
genes? Science, 291: 1255—-1257.

Costa L.C., Manoel E.T.M., Faucereau F.,, Chelly J., van
Pelt J. and Ramakers G. 2002. A shape analysis frame-
work for neuromorphometry. Network: Computers and
Neural System, 13: 283—-310.

Crick FH.C. Linking numbers and nucleosomes. 1976.
Proceedings of National Academy of Sciences USA. 75:
2639-2643.

Dallon J., Jang W. and Gomer R.H. 2006.Mathematically
modelling the effects of counting factor in Dictyoste-
lium discoideum. Mathematical and Medical Biology, 23:
45-62.

Damiani G. 1994. Evolutionary meaning, functions
and morphogenesis of branching structures in biol-
ogy. P. 104—115 in: Nonnenmacher T.F,, Losa G.A. and
Weibel E.R. (Eds.). Fractals in Biology and Medicine.
Birkhauser Verlag, Basel.

Dawson M.N. and Jacobs D.K. 2001. Molecular evidence
for cryptic species of Aurelia aurita (Cnidaria, Scypho-
zoa). Biological Bulletin, 200: 92—96.

Delage Y. 1884. Evolution de la Sacculine (Sacculina
carcini_Thomps.), Crustacé endoparasitaire de 'ordre
nouveau des Kentrogonides. Archiv de Zoologie Expéri-
mental et Générale, sér. 2, 2: 417-736.

Dickson B.J. 2002. Molecular mechanisms of axon guid-
ance. Science, 298: 1959—-1964.

Drabik C.E., Nicita C.A. and Lutter L.C. 1997. Measure-
ment of the linking number change in transcribing
chromatin. Journal of Molecular Biology, 267: 794—806.

Edelman G.M. 1988. Topobiology. An Introduction to
Molecular Embryology. Basic Books, New York.

Feigenbaum M. 1978. Quantitative universality for a class
of nonlinear transformations. Journal of Statistic Phys-
ics, 19: 25-52.

Fernandez E., Bolea J.A., Ortega G. and Louis E. 1999.
Are neurons multifractals? Journal of Neuroscience
Methods, 89: 151-157.

Goldberger A.L. 1997.Fractal variability versus pathologi-
cal periodicity: complexity and stereotypy in disease.
Perspectives in Biology and Medicine, 40: 543—-561.

Goldberger A.L., Rigney D.R. and West B.J. 1990.Chaos
and fractals in human physiology. Scientific American,
162: 43—-49.

Guidice G. 1962. Restitution of whole larvae from disag-
gregated cells of sea urchin embryo. Developmental
Biology, 5: 402—411.

Isaeva V.V., Presnov E.V. and Chernyshev A.V. 2006.
Topological patterns in metazoan evolution and



chaKTaJIbeIe " XaOTUYCCKHE MaTTEPHBI JKUBOTHBIX

development. Bulletin of Mathematical Biology. 68:
2053-2067.

Hinegardner R.T. 1975.Morphology and genetics of sea
urchin development. American Zoologist, 15: 679—689.

Hofman M.A. 1991. The fractal geometry of convoluted
brain. Journal des Hirnforschungen, 32: 103—111.

Isaeva V.V., Kasyanov N.V. and Presnov E.V. 2008. Anal-
ysis situs of spatial-temporal architecture in biological
morhogenesis. P. 141-189 in: Kelly J.T. (ed.). Progress
in Mathematical Biology. Nova Science Publishers.

Isaeva V.V., Presnov E.V. and Chernyshev A.V. 2006.
Topological patterns in metazoan evolution and
development. Bulletin of Mathematical Biology, 68:
2053-2067.

Isaeva V.V., Shukalyuk A.I., Trofimova A.V., Korn O.M.
and Rybakov A.V. 2001. The structure of colonial
interna in Sacculina polygenea (Crustacea: Cirripedia:
Rhizocephala). Crustacean Research, 30: 134—147.

Isaeva V.V., Shukalyuk A.I., Korn O.M. and Ryba-
kov A.V. 2004. Development of primordial externae in
the colonial interna of Polascus polygenea (Crustacea:
Cirripedia: Rhizocephala). Crustacean Researh, 33:
61-71.

Jockush H. and Dress A. 2003. From sphere to torus: a
topological view of the metazoan body plan. Bulletin of
Mathematical Biology, 65: 57—65.

Kauffman S.A. 1993. The Origins of Order. Self-Organi-
zation and Selection in FEvolution. Oxford University
Press, New York, Oxford, 709 p.

Kniffki K.-D., Pawlak M. and Vahle-Hinz C. 1994. Frac-
tal dimensions and dendritic branching of neurons in
the somatosensory thalamus. P. 221-229 in: Nonnen-
macher T.F, Losa G.A., and Weibel E.R. (eds.). Fractals
in Biology and Medicine. Birkhéauser, Basel.

Kramp P.L. 1942. Medusae: The Godhaab expedition,
1928. Meddelelser om Gronland, 81: 1—-168.

Louis E., Degli Esposti Boschi C., Ortega G.]J. and Fer-
nandez E. 2007. Role of transport performance for neu-
ron cell morphology. Journal of the Federation of Ameri-
can Societies for Experimental Biology, 21: 866—971.

Maletic-Savatic M., Malinow R. and Svoboda K. 1999.
Rapid dendritic morhogenesis in CA1 hippocampal
dendrites induced by synaptic activity. Science, 283:
1923-1926.

Mandelbrot B.B. 1977. Form, Chance and Dimension. Free-
man, San Francisco, 365 p.

Mandelbrot B.B. 1983. The Fractal Geometry of Nature.
Freeman, New York, 468 p.

Maresin, V.M. and Presnov, E.V. 1985. Topological ap-
proach to embryogenesis. Journal of Theoretical Biology,
114: 387-398.

May R.M. 1975. Biological populations obeying difference
equations; stable points, stable cycles and chaos. Journal
of Theoretical Biology, 51: 511-524.

Meakin P. 1986. A new model for biological pattern forma-
tion. Journal of Theoretical Biology, 118: 101-113.

217

Metzger R.J. and Krasnow M.A. 1999. Genetic control of
branching morphogenesis. Science, 284: 1635—1639.
Naeim F., Moatamed F. and Sahimi M. 1996. Morpho-
genesis of the bone marrow: fractal structures and

diffusion-limited growth. Blood, 87: 5027—-5031.

Parrish J.K.and Edelstein-Keshet L. 1999. Complexity,
pattern, and evolutionary trade-off in animal aggrega-
tion. Science. 284: 99-101.

Parrish J.K., Viscido S.V. and Griinbaum D. 2002. Self-
organized fish schools: an examination of emergent
properties. Biological Bulletin, 202, 296—-305.

Pivar S. 2007. An Inconvenient Theory. The origin of Liv-
ing Structure by Self-Organization. Dalton Press, New
York.

Presnov E. and Isaeva V. 1996. Topological classification:
onto- and phylogenesis. Memorie della Societa Italiana
di Scienze Naturali e de Museo Civico di Storia Naturale
di Milano, 27: 89-94.

Presnov E.V., Malyghin S.N. and Isaeva V.V. 1988.
Topological and thermodynamic structures of mor-
phogenesis. P. 337-370 in: Lamprecht I. and Zotin A.IL.
(eds.). Thermodynamics and Pattern Formation in Biol-
ogy. Walter de Gruyter, Berlin, New York.

Rakic P., Bourgeous J.-P. and Eckenhoff M.F. 1986. Con-
current overproduction of synapse in diverse regions of
the primate cerebral cortex. Science, 232: 232—235.

Rubiliani C., Turquier Y. and Payen G.G. 1982. Recherche
sur 'ontogenese des rhizocephales. 1. Les stades préco-
ces de la phase endoparasitaire chez Sacculina carcini
Thompson. Cahiers de Biologique Marine, 23: 287-297.

Schiff S.J., Jerger K. and Duong D.H. 1994.Controlling
chaos in the brain. Nature, 370: 615—620.

Shukalyuk A., Isaeva V., Kizilova E. and Baiborodin S.
2005. Stem cells in reproductive strategy of colonial
rhizocephalan  crustaceans (Crustacea: Cirripedia:
Rhizocephala). Invertebrate Reproduction and Develop-
ment, 48: 41-53.

Shukalyuk A., Golovnina K., Baiborodin S., Gunbin K.,
Blinov A. and Isaeva V. 2007. Vasa-related genes and
their expression in stem cells of colonial parasitic rhizo-
cephalan barnacle Polyascus polygenea (Arthropoda:
Crustacea: Cirripedia: Rhizocephala). Cell Biology
International, 31: 97-108.

Smith T.G., Lange G.D. and Marks W.B. 1996. Fractal
methods and results in cellular biology — dimensions,
lacunarity and multifractals. Journal of Neuroscince
Methods, 69: 123—136.

Southward A.J. 1955. Observations on the ciliary currents
of the jelly-fish Aurelia aurita. Journal of Marine Bio-
logical Association of United Kingdom, 34: 201—216.

Spiegel M. and Spiegel E. 1975. The reaggregation of dis-
sociated embryonic sea urchin cells. American Zoologist,
15: 583-606.

Stanley H.E. 1989.Learning concepts of fractals and prob-
ability by “doing science”. Physica D, 38: 330—340.



218

Sulston J.E., Schierenberg E., White J.G. and Thom-
son J.N. 1983. The embryonic cell lineage of the nema-
tode Caenorhabditis elegans. Developmental Biology,
100: 64—-119.

Stasiak A. 2000. DNA topology: feeling the pulse of a
topoisomerase. Current Biology, 10: R526—R528.

Thom R. 1969. Topological models in biology. Topology, 8:
313-335.

Thom R. 1996. Qualitative and quantitative in evolution-
ary theory with some thoughts on Aristotelian biology.
Memorie della Societa Italiana di Scienze Naturali e de
Museo Civico di Storia Naturale di Milano, 27: 115—
117.

Thomas R.D.K. and Reif W.E. 1993. The skeleton space:
A finite set of organic design. Evolution, 47: 341—359.

Tononi G. and Edelman G.M. 1998. Consciousness and
complexity. Science, 282: 1846—1850.

Thorne B.C., Bailey A.M. and Peirce S.M. 2007. Combin-
ing experiments with multi-cell agent-based modeling
to study biological tissue patterning. Brief Bioinforma-
tion, 8: 245-257.

Valentine J.W. and Collins A.G. 2000. The significance
of moulting in Ecdysozoan evolution. Evolution and
Development, 2: 152—156.

Waddington C.H. 1940. Organisers and Genes. University
Press, Cambridge, 162 p.

Waliszewski P. and Konarski J. 2002. Neuronal differen-
tiation and synapse formation occur in space and time
with fractal dimension. Synapse, 43: 252—258.

Pasnen 3. B.B. Hcaesa

Warburton D., Schwarz M., Tefft, D., Flores-Delga-
do G., Anderson K.D. and Cardoso W.V. 2000. The
molecular basis of lung morphogenesis. Mechanisms of
Development, 92: 55—81.

Wasserman S.A. and Cozzarelli N.R. 1986. Biochemical
topology: applications to DNA recombination and rep-
lication. Science, 232: 951-960.

Weibel E.R. 1991. Fractal geometry — a design principle
for living organisms. American Journal of Physiology,
261: 361-369.

Weibel E.R. 1994. Design of biological organisms and
fractal geometry. P. 68—85 in: Nonnenmacher T.F, Losa
G.A. and Weibel E.R. (yds.). Fractals in Biology and
Medicine. Birkhauser, Basel.

West G.B., Brown J.H. and Enquist B.J. 1999. The fourth
dimension of life: fractal geometry and allometric scal-
ing of organisms. Science, 284: 1677-1679.

White J.G., Southgate E., Thomson J.N. and Brenner S.
1985. The structure of the nervous system of the nema-
tode C. Elegans. Philosophical Transactions of the Royal
Society of London, 314: 1-340.

Whitesides G.M. and Grzybowski B. 2002. Self-assembly
at all scales. Science, 293: 2418—2421.

Wilson H.W. 1907. On some phenomena of coalescence
and regeneration in sponges. Journal of Experimental
Zoology, 3: 250—252.

Witten T.A. and Sander L.M. 1981. Diffusion-limited
aggregation, a kinetic critical phenomenon. Physical
Reviews Letters, 47: 1400—1403.



