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YBAXKAEMBDIE ABTOPbLI
N YNTATEJ/IN XKYPHAJIA OHTOI'EHE3, KOJUIEI'!!
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B 2020 rony ucnionssiercs 50 JIeT co BpeMeHHU OC-
HoBaHUA akagemukom b.JI. AcTaypoBbIM KypHaja
“OHToreHes3”. 3a MpollIeAIIne TOIbl XXKypHaJI CTal aB-
TOPUTETHHEIM HayYHBIM M3JaHUEM B 00J1aCTU OMOJIO-
TUM Pa3BUTHS M CMEXHBIX HAYYHBIX IUCHUTUIVH, MH-
TErpUPYIOLIUM LIEHTPOM OMOJIOTMU pa3BuTus B Poc-
cun. KypHan mHaekcupyercss B Web of Science,
PUHIIL n n3gaeTcss B aHTIOSI3BIYHON BEPCUM KakK
Russian Journal of Developmental Biology. Oco6as
3acjyra B TOM, YTO XypHaJl OCTaeTcsl IIpU3HAHHOM
NyONMMKAIIMOHHOM TIIJIOIIAAKOM, OOBbeIMHSIONeH
POCCUICKMX U 3apyOeKHBIX OMOJIOTOB, TpPUHAIJIE-
XKUAT aBTOPUTETHOM peaKOJUIErMU XypHalia, pado-
TaBIIel ITOa OECCMEHHBIM PYKOBOICTBOM 1.0.H.
Cepresa I'puropreBuua Bacenkoro. B pemakiinoH-
HOM KOJUIErMHM XXypHaja paboTaiud BblIaloIIvecs
y4eHbIe-0MOJIOTY, TIPpeJaHHbIe HayKe JIIOON, YbUMU
YCUINSIMU COXPaHSIJICS U pa3BUBaJcs XypHai. Bpe-
ms1 uaet, u C.I'. Bacelkuit mpuHsa penieHue clio-
XKUTH ¢ ce0s1 MOJTHOMOYHS IJITaBHOTO peaaKTopa.

Pemrenuem Ilpesunnyma Poccuiickoii akaneMuun
Hayk oT 29 mas 2019 r. rmaBHBIM peIaKTOPOM XypHa-
Ja “OHTOreHe3” CpPOKOM Ha TSITh JIET YTBEPXKIAEH
yieH-KoppecrionaneHT PAH, n.6.H. A.B. Bacunbes.
Kpome Toro, pemrenuem Ilpesnauyma Poccuiickoit
akanemuu Hayk, PI'BYH HMHcTUTyT OMOIOTMM pa3-
Butusgd uMm. H.K. KonsoBa PAH cran coyupenurte-
aeM XxypHaima “OntoreHe3”. Takum oOpa3om, Io-
SIBWJIACh BO3MOXHOCTbD IIeJIeHAIIPaBJICHHOIO Pa3BU-
TS XypHana. @opMUpyeTCS HOBask PEAKOJUIETHS, B
KOTOPYIO IpUTJIallieHbl aKTUBHbIE U aBTOPUTETHHIC
Y4EHEIE CO BCETO MHUpa.
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PenakiivoHHasi KoJjuleTusi U pelakLMOHHBINA CO-
BET OyIyT coyeTaTh OoraTble TPaAULIMU U OECLIEHHbIH
OIBIT HAILIMX TIPEAIIECTBEHHUKOB C COBpeMEHHBIMU
noaxonaaMu K M3AaHWIO HAyYHBIX KypHaJloB. MBI
MpojojiKaeM MNyOJMKOBaTh CTaTbU, KOTOpbBIE CITO-
COOCTBYIOT OoJiee TTOJTHOMY MTOHMMAHUIO MPOLIECCOB
U MeXaHW3MOB pa3BUTHs. B Hammmx 6avkaiimx nia-
Hax co3maHue caiita XXypHaja “OHToreHes”, BBIITYCK
TeMaTUYEeCKUX HOMEPOB, MOBBIIICHNE OIepaTUBHO-
CTU 00pPabOTKU pYKOIUceil, BBeIeHUEe HOBBIX TeMa-
TUYeCcKuXx pyopuk u chopmartoB ctateil. Tak, yxe mo-
SIBUJIACh BO3MOXHOCTb ITyOJIMKALMU B XXypHaje
KpaTKUX COOOIIEHW, BBILIET TEepBbI TeMaTuuye-
CKMi1I HOMep XypHasa, MOATrOTOBJIEHHBIM YieHaAaMU
OOHOBJICHHOI PeNKOJIJIETUN, 3aMEeCTUTEJIEM IJIaBHO-
ro peaakropa 1.6.H. M.}0. BakiymuHcKoii 1 oTBeT-
CTBEHHBIM CeKpeTapeM kKypHaia K.0.H. FO.A. Kpayc.
IMToka3zarenbHO, UTO 3TOT HOMEP MOCBSIIEH I00MICIO
BbIXOJla OCHOBoTIoJiaratomiero tpyna Y. JlapBuHa
“IlpoucxoxneHme BUOoB”. Pa3sBuTHe 3BOJIOIINOH-
HOM OMOJIOrUY — SIPKU pUMep MHTeTpallid HOBO-
ro B OMOJIOTUYECKOM HayKe ¢ TPaIUuIIMOHHBIMU T€O-
pUsSIMU U B3TJIsIAaMU.

Hamra menb — BMecTe ¢ aBTOpaMU U YUTATEISIMU
copMHUpPOBaTh COBPEMEHHBIN OOJIMK XKypHaja, clie-
JIaTh €TO ellle 60siee MHTEPECHBIM U BOCTPEOOBAHHBIM
IJIs IUPOKOM ayauTOPUM MCCeaoBaTeseii, paboTa-
IOIIMX B Pa3HBIX 00JIACTSIX OHMOJIOTUY Pa3BUTHSI.

Trhaenutii pedaxkmop ucypuana “Onmoeernes”
unen-koppecnondenm PAH,
0.0.H. Audpeii Basenmunosuu Bacuives
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160 sieT, mpoledlre co THs BIX0Aa MeEPBOro U3aaHus reHuanbHoro Tpyaa Y. Jlapsuna “IIpoucxoxaeHue
BUIOB IIyTEM €CTECTBEHHOTIO OTOOpa” OBLIM Upe3BbIYAHO IIOJNOTBOPHBI 111 OMOJIOTMM, B IIEPBYIO OUe-
penb IS CTAHOBJICHYSI TEOPWH DBOJTIOLIMY Y pa3BUTHUs KOHIIETIIIMK Buma. HecMoTpst Ha 3TO, TIpaKTUYECKH
BC€ BONpPOCHI, chopmyarpoBaHHbIe Y. [lapBUHBIM, TTO-MIPEXXKHEMY aKTyaJIbHbI, B TOM YKCJIe TpobjieMa BUaa

1 3HAYCHUC FI/I6pI/I,Z[I/ISa]_[I/II/I B 3BOJIIOLIMH.

Karuesvie crosa: B, TuOpyuan3aivst, GUIOTeHETUUECKUE PEKOHCTPYKITUHA

DOI: 10.1134/50475145019060028

BBEAEHWE

CoBpeMeHHas1 0Moi0rus, Kak 1 Ipyrue HayKu, 1
HEKOTOpbIe chephbl COBPEMEHHOMN OOBIAEHHON KM3-
HU, OKa3ajach IO IIPeccOM OOJIbIIMX MAaCCUBOB
IaHHbIX, “big data”. [eHOMUKa 1 IpOTEOMMKA IIPO-
XOIST OIMMCATEeIbHBIN 3Tall, TaKOi 3Tan 1j1sk Mopdo-
JIOTUYECKUX MCCIIENOBAaHUI IIUTCS yXKe He IIepBOe
cronetre. OCMBICTIEHHE W CPAaBHUTEIbHBIN aHaIU3
MOJYYEHHBIX B HOBBIX 00JACTSIX JaHHBIX BO3MOXKHBI
JIMIIG TP (POPMHUPOBAHUU COOTBETCTBYIOIIUX TEO-
petmyeckux TmoctpoeHuit (Popper, 1959; Winkler,
2016), KoTopble, BHE BCIKMX COMHEHMiI, Ha COBpe-
MEHHOM 3Tamne OyIyT OCHOBaHbLI Ha 3BOJIIOLIMOHHOM
MHPOBO33PEHNH, Hadajao (pOpMHUPOBAHUSI KOTOPOIO
ObUIO MOJIOKEHO TpyAaMU MPEAIIECTBEeHHUKOB, B
nepBylto ouepenb, Y. [lapsuHa. “IIporicxoxneHvie BU-
noB” (Darwin, 1859) nMmeeT HempexomsIIyio IIeHHOCTb
Onaromapst GOpMyJIMPOBAHMIO, KAK MUHUMYM, YETBIPEX
OCHOBOITOJIATAIOIINX TIOHSITUIA: €CTeCTBEHHbLIA OTOOp,
MOMYJISIIIIOHHOE MBIIIUICHUE, OLIEHKA POJIY CIIy4aiiHO-
CTU Y Bp€MEHMU B 3BOJIIOIIMM, KOHIIEITIIYSI OOIIIETO Mpe/I-
Ka. 3peJIoCTb OCMBICIICHMSI MU 3BOJIIOIM OTPaKeHa B
crpykrype “IIpomcxoxmeHusi BHIOB”, JIOTMYHOM U
TIIATeJIbHO BBIBEPEHHOI, Ha3BaHUs IJIaB KHUTU COOT-
BETCTBYIOT HaIIpaBJICHUSIM 3BOJIIOIIMOHHON OMOJIOTHUH,
aKTyaJIbHBIM U 110 ceit meHb. C 3Tol TOUKM 3peHUsI 3Ha-
yeHue padot Y. JlapBrHa HEBO3MOXKHO MEPEOLICHUTD.

KOHUEINIWA BUIA
B COBPEMEHHOMN BHUOJIOTUA

ChycTs 6osiee TIoJlyTopa COTEH JIET Mocjie BbIxoaa
CBET TIepBOTO M3MaHusA Beaukoro tpynda Y. JapBuHa

(Darwin, 1859) He pa3paboTaHO OOIIECIIPUHSITOE
onpeaencHue Buaa. OCHOBA 111 TAKOT'O OTJIOKEHHOTO
cTtapTa Oblia 3ajioXkeHa, pakTmaecku, caMuM Y. Jlap-
BUHBIM. OIHOI M3 TIPEAIOCHIIOK MOCIEA0BaBIINX
3aTpydHEHUI oKa3ajach HEOIIPeACISHHOCTb TEPMU-
aoyioruu. I'maser I, 11 1 V “Ilponcxoxnenns BuaoB”
MOCBSILIEHbI aHAJIM3Y BapUalliii IIPU JOMECTUKALIMH,
B IIpuponae 1 ¢GOopMyIUPOBAHUIO 3aKOHOB BapuaIlUii.
Tepmun “variety” mcmonb3oBaicsa Y. JlapBuHBIM B
pa3HBIX CMBICJIaX, B TOM YMCJE I 0003HAaUYEHUS
reorpadudeckux pac (IMOABUIOB) U IJisl, KaK MBI
ceifiyac OBl Ha3BaJM, BHYTPUIOMYJISIIMOHHOM, W3-
MeHYUBOCTU. OTHUM M3 Hanbojee M3BECTHBIX Ha-
YYHBIX “IIpopbIBOB” Y. JlapBrHAa ObLI BHIBOJA O TOM,
YTO Pa3HOBUIHOCTU MOTYT U3MEHSTHCS MOCTEIIeH-
HO, TTOKa He JOCTUTHYT cTatyca Buaa. C 3TUM Te3u-
COM CBSI3aHO TaKKe ITOJIOXKEHME O TOM, YTO IIPUPOaa
He JenaeT cKadykoB. IlocTyiaT o IMOCTEIIEeHHOM Xa-
pakTepe SBOJIOLIMY IIPEeBaJIMPOBAJl JOJTUE TOIBI,
MoKa He ObLJI 000CHOBAaHHO MOJABEPTHYT COMHEHUIO
B PEBOJIOIIMOHHBIX KOHIIENIHUIX “MHOT0O00EMmAaio-
mux MoHctpoB” P. Tonpnimmuara (1940) u “npe-
peiBUcTOTO paBHOBecus” H. Daapumxka n C. I'yaga
(Eldredge, Gould, 1972).

B coBpeMmeHHOIT OMooTMM onpeAcsieHe BUAa 1
TEeOpeTUYEeCKOoe 0O0OCHOBAaHME CIIOCOOOB BMAOOOpa-
30BaHUSI OCTAIOTCSI B IieHTpe BHuUMaHus (Mallet,
1995). I1o muenwuto U.A. ITaBruHOBaA TPYIHOCTH pe-
IIEHUSI 3TUX BOIIPOCOB OOBEKTUBHEI, ITOCKOJIBKY
“OCHOBHOE COIepXaHWE COBPEMEHHOM IIPOOIEMBI
BUJIa B OMOJIOTMU COCTaBJISIET IPOTUBOPEUNE MEXKIY
HEeOOXOOUMOCTBIO OOILETO IOHATUS BUAA, HadeaCH-
HOTO €IMHBIM CMBICJIOM B Pa3HBIX OMOJIOTMYECKUX
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IUCHUTIINHAX, 1 HEBO3MOXHOCTBIO JJOCTVKEHUST 3TO-
ro” (ITasnmuHoB, 2009, c. 250). B. Maiip, 10AT0 U MJI0-
JIOTBOPHO pa3padaThIBaBIINII OMOJOTMUECKYIO KOH-
mermumio Buga (Biological Species Concept, BSC),
MOJYEPKUBa, YTO, Tpeajarasi ouepenHylo KOHIIEI-
LIMIO BUJIa, MCCJIEIOBATEIM 3a4acTyl0 He OTAAlOT cebe
OTYETa B TOM, UTO IIPY 3TOM OHU JOJIKHBI PEIIUTh IBE
pas3HbIe TIPOOJIEMBI, TTOCKOJIBKY TBOMCTBEHHOCTD IMPU-
pOIbl BUIAa BEAET K HEOOXOAMMOCTH pa3IMYeHNs BUIa
Kak Kareropuu (“ompeneneHne BHaa”’) WM BUIA Kak
TakcoHa (“ompenejieHue TrpaHull Buma”). Hepenko
CYTh KOHIIEITIIMU CBOAUTCS UMEHHO K OIpeeIeHUIO
rpaHull BHUIa, T.e. pa3pabOTKe KpUTEpHUEB BHUIA
(Mayr, 1987, 1996). UMeHHO TaKoi1 MOIXOMI XapaKTe-
peH IS pa3IMYHBIX (PUITOTEHETUUECKUX KOHLICTTIINIA
BUAa, “HaclegHWI’ TEHETWYECKOM KOHIEIIINNA
®. ToOpxaHCKOTO, OMpeAearBIIeTro BUI KaK 3alllu-
meHHbIi reHodoHa (Dobzhansky, 1937). ITonoxe-
HUE yCYTyOIseTCSI BO3pacTaHEM MaCcChl IIPOTUBOPE-
4Mii MEXAYy ycTapeBalolleil Teopueil (KIIacCuIeCcKUii
JIApBUHU3M, CUHTETUYECKAasl TEOpUSI DBOJIOLIMU) M
¢dakTaMu, IIOJIydeHHBIMU OJaromapsi HOBBIM METO-
J1aM, TaKM KaK MOJIEKYJIIPHO-TeHETUIECKMIA 1 LIUTO-
reHeTU4YecKuit aHanu3bl. B utore, B HanboJiee MoJIHOM
COBPEMEHHOI CBOIKE, MOCBIIICHHON MpoOjieMe BU-
nma, onmcaHbl Oojiee 30 xkoHuenuuii Buga (Zachos,
2016), 1 3TOT MpolLEecC MPEACTaBIsIeTcs OeCKOHEeU-
HeiM. [loaTBepXkmeHue ToMy — HOBBIE KOHIICIIIIWM,
MOSIBJIEHNE KOTOPBIX CBSI3aHO C IIEPESOCMBICIICHUEM
sBOJIIOLIMU reHoma B LejoM (Campbell et al., 2018).
Tak, U3BeCTHO, YTO MUTOXOHIpUAJIbHbIE TEHOMBI 9BO-
JMIOIUOHMPYIOT OBICTpEE SIIEPHBIX BCJIEICTBHE TOTO,
YTO MOABEPKEHBI 00JIce BBICOKOI YaCTOTE MyTallUii 1
HE peKOMOMHUPYIOT. B CBSA3U C 3TUM JIOTUYHO TIpe-
MOJOXUTh, YTO KOAmaNTalus SAePHOT0 1 MUTOXOH-
JIpUaJIbHOTO TEHOMOB COXpaHsIeTCsl JUIb Oaaronapsi
KO3BOJIIOLIMU T€HOB SIAEPHOTO U MUTOXOHAPUATIBHO-
ro reHoMoB. K0o3Bomo1ms IpuBOIUT K pacXOXIeHU -
SIM B KOaJalTUPOBAaHHBIX HA0Opax MUTOHYKJIEAPHBIX
reHOB BCSIKMII pa3, KOrla MPOUCXOIUT HapylleHUe
IIOTOKAa T€HOB MEXIy MOIyIsauusIMu. B pesynbrare,
MOHIVDKEHHAST IIPUCIIOCOOJIEHHOCTh THOPUIIOB M3-3a
MUTOHYKJIEapHON HECOBMECTUMOCTH TIpephIBacT 00-
MEH TeHaMu 1 3P (HEeKTUBHO M30IUPYET NOMYJISIINNA
0co0eil ¢ 00IIMMHU KOagalTHUPOBAHHLIMI T€HOTHUIIA-
Mu. [ToHuMaHue 3Toi MPOOIEMBI MPUBEIO K BO3-
HUKHOBEHUIO KOHIEIIIMI BUAA, PE3KO OTJIUYHBIX OT
BCEX CYIIECTBOBABIIMX paHee, TAKMX KaK KOHIEIIIUS
MUTOHYKJIEADHOU CcoBMecTUMOCTH (mitonuclear
compatibility species concept (MCSC) (Hill, 2019).

B oBomonmu mMOHATHS BUZA CBOETO POIA ecTe-
CTBEHHBII OTOOP BedeT K CMEIICHMIO aKIIeHTa C aHa-
Jiu3a TIPUCIIOCOOJEHHOCTH (EeHOTHUIIa K aHaIu3y
MPUCITOCOOJICHHOCTH TeHoMa. B KoHUenuum “KoH-
(GIMKTHOTO BUIO00Opa3oBaHMsA” B Ka4eCTBE OCHOB-
HOTo 00beKTa eCTECTBEHHOI0 0TOOpa paccMaTpuBacT-
Csl TEHOM, TIpU 3TOM (DOPMHMPOBAHUE PEITPOMYKTHB-
HOM M30JISIIIMN OKAa3bIBACTCS TTOOOYHBIM ITPOTYKTOM
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neiictBust oroopa (Shapiro, 2005; Maheshwari, Bar-
bash, 2011; Crespi, Nosil, 2013; Presgraves, 2013).

I'MbPUIAN3ALINA U EE POJIb B 5BOJIIOLIMN

OmHMM M3 CaMBIX YOMBUTEIBHBIX IIPO3PEHUIA
Y. JapBuHa ObUIH €ro MpearoIoXKeHUsT O HacjieIoBa-
HUM Tipu3HakoB. COBpeMEHHBIM OMOJIOTaM TPYIHO
MPEACTaBUTh, KAK MOXHO OBLIO PAacCyKIaTh O TUOpH-
nuzaiuu (hybridism), He obJiamast 3HaHMEM 00 OCHO-
Bax HacJieICTBeHHocTU. TeM He MeHee, B “IIpowmc-
XOXIEHUN BUAOB” THOpMAM3AaIUM TOCBSIIEHA OT-
nenbHasgs timaBa (I'masa VIII). Ha coBpeMeHHOM
YPOBHE 3HAHUI MBI MOXEM yTBEePXAaTh, UYTO OCTE-
MIEHHOCTD 3BOJIIOLUOHHBLIX NU3MEHEHUIT HapyIIaeTCs
npu THOpUAU3ALINK, HO BUIOOOpa3oBaHME HE ITIpe-
pBIBacTCs, HAIIPOTUB, JIMIID B CJIydyae TMOpUIM3aLIuU
BO3MOXHO BO3HMKHOBEHIE HOBOTO B1A YK€ BO BTO-
poM MoKoJeHUH. [y pacTeHU TMOpuan3anusi, He-
COMHEHHO, SIBJISICTCSI OTHUM M3 OCHOBHBIX MEXaHU3-
MOB 3BOTIOLIMA. JIJI1 BBICIIIMX ITO3BOHOYHBIX XUBOT-
HBIX, TaKMX KaK MNTULB W MJEKONUTAIOLIVE,
MOJOOHBIX MPUMEPOB U3BECTHO HEMHOI'O, HO XapaK-
TEPHO, YTO MMEHHO IS TajalaroCCKuX BBIOPKOB,
00BeKTa, HaOMIOJEHUS 3a KOTOPBIM ITO3BOJIMIIN
Y. dapBuHy caenaTbh 0000IIEHMsI, COCTABUBIIINE OCHO-
By “IlpouncxoxmeHust BUAOB”, OBLIO ITOKA3aHO OBICT-
poe BOZHMKHOBEHME HOBOI'O BHUA BO BTOPOM IIOKO-
JeHuu B pe3yabTare rubpunuszauuu (Grant, Grant,
2017; Lamichhaney et al., 2018). 'mOpuauzanust Mo-
XKET BECTU K peOopraHM3anuiy amallTUBHBIX CUCTEM
(Anderson, Stebbins 1954; Rieseberg et al., 1995;
Schumer et al., 2018), U3MEHEHUIO XPOMOCOMHBIX
HaOOpPOB U IIOCJEAYIONIEMY X 3aKPEIJICHUIO C I10-
Mollblo MeioTnyeckoro apaiiBa (de Villena, 2001;
Tambovtseva et al., 2019), T.e. dopMupoBaHuIO pa3-
OOIIIEHHBIX TEHOMOB, YTO PaBHO3HAYHO OOpa3oBa-
Huto HOBBIX BUIOB (Taylor, Larson, 2019). 1. llanu-
PO yXe IOYTU ABaalaTh JIET pa3BUBAeT KOHIICIIIINIO
MHTEPreHOMHOTO B3aWMMOAECUCTBUS KaK BaXKHOM CO-
CTaBJISIONIEN agalTUBHOTO 3BOJIIOLIMOHHOTO M3Me-
HEHMUS, 10 KpaiiHeit Mepe Ijisd Mupa 0akTepuii U ap-
xeit (Shapiro, 2002, 2019). C yBenruyeHneM HaHHBIX
JUJTSI BBICIIIMX TTO3BOHOYHBIX 00OCHOBaHNE BO3MOX-
HOCTHU OBICTPOrO BO3HMKHOBEHUSI HOBBIX BUIIOB ITy-
TeM ruOpuAn3alui CTAHOBUTCS BCE 0OJIee BECOMBIM
(Mallet, 2007; Abbott et al., 2013). BmecTte ¢ TeMm, B
JTaHHOM CiIy4ae elle OoJjiee aKTyaJbHOM CTaHOBHUTCSI
pa3paboTKa anekBaTHOM KoHIenuuu Buga. CoOobIThs
OTHAJICHHON TUOPUAM3ALMU OCJOXHSIIOT PEKOH-
CTPYKLINIO (DMJIOT€HETUYECKIX OTHOILICHMI, KaK IIpU
HCIIOJIb30BAHUN MOP(OIOrMYeCKIX MPU3HAKOB, TaK
U TIPY BKJIIOYUEHUHU B aHAJIU3 JAHHBIX ITOJIHBIX TEHOMOB
(Liet al., 2019).

SAKIIIOYEHHME

[MapamokcasibHO, HO TIOMYJSIPHO MHEHUE O TOM,
yro Y. J/IapBHUH BO BpeMs CBOEIO 5-JIETHETO MyTellle-
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CTBUSI JIUIIIL COOMPAIT BCEBO3MOXHEIE JaHHbBIE, KOTO-
pBIe 3aTeM, MO IBaILIATUIETHEM OCMBICICHUH, OKa3a-
JICh (PYHIAMEHTOM JIJIST PeBOJIIOLIMOHHO KOHIIETIIIN
€CTEeCTBEHHOro 0T0opa. DTO TMpeAcTaBlIeHUE, IO CBU-
nerenabcTBY camoro Y. JlapBumHa, HE COOTBETCTBYET
JIEUCTBUTEBHOCTU, TUMOTE3a O MOCTETIEHHOM HU3Me-
HEHUM BUAOB (T.e. 3BOMIOLNM) (OpMUpPOBaAach Ha
MPOTSDKEHUM MHOTUX JIET, OH OMUCHIBACT 3TO B CBOCH
aBroouorpaduu: “O4deBUIHO, YTO TaKue (PaKThl, KaK
5TU, PaBHO KaK U MHOTHE IPYTHe, MOTYT ObITh OOBSIC-
HEHBI JINIIb €CJIA TIPEAITOI0XUTD, UTO BUALI U3MEHSI-
10TCSI TIOCTETIEHHO; M 3TOT BOIIPOC IpeciienoBal MeHs”’
(Darwin, 1958, p. 119). “IlpoucxoxneHue BUI0OB”, Be-
mukuii Tpyn Y. JdapBuHa, mpereprniea COOCTBEHHYIO
SBOJIIOLIMIO, KaXIoe MOoCHeaylolee U3AaHUe CyIle-
CTBEHHO KOPPEKTUPOBAJIOCH aBTOPOM, OCOOEHHO IO~
KazaTe/IbHO M3MeHeHMe HaszBaHus. IlepBoe m3maHue
(Darwin, 1859) nHaswsiBanoch: “K Bompocy o mpouc-
XoXaeHnU BUOOB...” [“On the Origin of Species...”],
3aTeM Ha3BaHME CTAaHOBUTCSI HEMHOTO Kopoue “IIpo-
ucxoxaeHue BuaoB” [“The Origin of Species...”] n
CYLIECTBEHHO 00Jiee aKIIeHTMPOBAaHHBIM Ha OCHOB-
HOIT paccMaTpuBaeMOIi TIpodIeMe — KaK BO3HUKAIOT
Buabl. HecoMHEeHHO, Takoe M3MEHEHUE Ha3BaHMUS
CBUJIETEILCTBOBAJIO O BO3POCIIEl YBEPEHHOCTU aB-
TOpa B TOM, 4TO €ro paboTa OyaeT NpUHITA HAyYHBIM
COOOIIIECTBOM.

FO6wuneit Yapapsa JlapBrHa — BO3MOXKXHOCTb OTAATh
JIaHb YBaXK€HMST BbIAAIOIIEMYCSI MBICIMTENIO, YbU pa-
0OTbI UBMEHUJIM MUPOBO33PEHME U ITOJIOXKUIIN HAaYaIo
Hay4YHOMY aHa/M3y eCTeCTBeHHOoIl mcropum. Komoc-
CaJIbHOE KOJIMYECTBO CTaTeif M KHUT IO IpobjeMaM
BUIa, BUIO0OOpa30BaHUSI, €CTECTBEHHOIO M MCKYC-
CTBEHHOT'0 OTOOpAa 1 APYTYM CONPSLKEHHBIM BOIIPOCaM
OBLIIO ONMYOIMKOBaHO 3a 160 JileT coO BpeEMEHM BBLIXO, B
cBeT nepsoro uznanus “IlpoucxoxneHus Bugos”. Ho,
HECMOTPSI HAa 3TO, HET OCHOBAHMI YTBEpPXKIATh, YTO
MEXaHU3MbI 3BOJIOLUN paciirdpoBaHbl, paBHO Kak
JIaJieKO He Ha BCE BOIPOCHI, YTO ObLIM IOCTABJICHbI
Y. lapBUHBIM HaiileHbI OTBETHI, 0OJIee TOrO, BOSHUK-
JI1 HOBBIE TIPOOJIEMEI. B 3TOM, BEpOSITHO, 1 COCTOUT
Henpexoasasi HeHHOCTb reHuaabHoro “IIponcxox-
JIEHWSI BUIIOB”, TIOC/IeMHsISA (ppa3a KOTOPOTro HAUYMHAET-
cs cioBaMu: “B aTOM B3IJIsIe Ha >KM3Hb €CTh BEJIM-
yue...” [“There is grandeur in this view of life...” (Dar-
win, 1959, p. 490)].
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160 years that have passed since the release of the first edition of the brilliant work of Charles Darwin “The
Origin of Species through Natural Selection” were extremely fruitful for biology, primarily for the develop-
ment of the theory of evolution and the development of the concept of the species. Despite this, almost all
the questions formulated by C. Darwin are still relevant, including the problem of the species and input of
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C tex nop kak Yapin3s Japsun (1809—1882) u DpHct 'ekkenb (1834—1919) onmybiuKoBaiu CBOU UIEU, Ha-
BCeraa M3MEHMBIIME HAyKy, 9MOPUOHAJIbHOE PAa3BUTUE CTAIO OOCYKIAThCS HAayYHBIM COOOIIECTBOM B
KOHTEKCTEe 3BOJIOIIMOHHOI O6mnosiornu. Bocxoasiue K I'ekKello KOHIIETIIMYA OHTOTeHe3a 1 (hrIoreHesa,
aKTyaJbHbIe U IIJISI COBPEMEHHOM OMOJIOTUM, BMECTE C HbIHE YCTapeBIUIUM OMOTeHETUYECKUM 3aKOHOM U
TeopHei TracTpeH, IpeTepIiesii CBOI0 COOCTBEHHYIO 3BOJIOIMIO B paboTax camoro I'ekkerst. JleTonmuck 3Toit
9BOJIIOLIMY MMO3BOJISIET MOHSTh, KAKUM 00pa3oM uaeu ['ekkessi, mpolieniire MpoBepKy BpeMeHeM (Takue
KaK OHTOreHe3 U (OUIoreHe3), BO3HUKIIM B XOJe CJI0XKHOTO TBOPUYECKOTO mporiecca OpMUPOBAHUS KOH-
eI, TEOPU U TEPMUHOB, MHOTME 13 KOTOPBIX 0OpeJIM CBOIO COOCTBEHHYIO cynn0y. B Hallleii ctatbe
MPOILIeCC KOHIIENTYaTbHON M TEPMUHOJIOTUYECKON 3BOJIONMU MPOCIEKUBAETCS Ha cmpanuyax “O0Ieit
Mopdosiorun opraHusMoB” (Generelle Morphologie der Organismen) Texkkenst (Haeckel, 1866) — o4yeHb
CIIOXKHOM JUIST BOCTIPUSITUS pabOThI, OKa3aBIlIel, TeM He MeHee, GOJIbIoe BIMSHUE Ha pa3BUTHE HAyKH, a
TakKe B ero 6oJjiee mo3nHux padotax. C MoMOIIbIO aHaIM3a TEKCTOB I'eKKes1, Mbl OXapaKTepu30BaJIv ya-
CTOTHBII MATTePH UCMOJI30BaHUS M TEPMUHOB. MBI TaKXKe MOCTapaJInCh 0003HAYNUTh 316Ch HEKOTOPBIE
MPOOJIEMBI, C KOTOPBIM CTONKHYJCS ['eKKenb Mpu pa3paboTKe HOBBIX KOHIIEMIIUNI U TEPMUHOJIIOTUU TIPU
Hanucanuu “O0611eit MopdoIoruy OpraHn3MoOB” , a TAK:Ke 0OpaTUTh BHUMAaHNE Ha €T0 YCUJINS PaCIINPUTH
9Ty AMAAKTUYECKYIO PabOTy B MOCAEAYIOIINX TPyAaX.

Knroueeswie crosa: DpHct I'eKKeIb, OCHOBHOIT OMOreHeTUYeCKUIA 3aKOH, TEOpHSI TaCTper, OHTOreHe3, (pHiIo-

reHe3, MophOoJIoTHsI, 300JI0TUSI
DOI: 10.1134/50475145019060077

BBEAEHUE

OpHcT 'ekkenb 011, BO3MOXHO, HauboJIee BIIMSI-
TEeJIbHBIM yYeHBLIM, pabOoTaBIIMM Ha IIepeaHeM Kpae
pa3BUTHS JapBUHMU3MAa B KOHTMHEHTaIbHOU EBporre
koHna XIX u Havyana XX BekoB (Figure 1; Richards,
2008; HofBfeld, 2010; Rieppel, 2016; Joshi, 2018a;
Watts et al., 2019; Kutschera et al., 2019; HoBfeld
et al., 2019) (puc. 1). B cBoeit nmepBoii 60JbI1110i1 padbo-
Te, ABYXTOMHOM “OO0I1ieii MOp(oIoruu opraHus-
MOB”, TIosgBUBIIIeiica B 1866 romy, ['eKKellb BIiepBhIe
B UICTOPU U OMOJIOTUU TIPEACTABUII ITOIPOOHBIC (PUITO-
reHeTu4eCKue JIepeBbsl (MHAaYe Ha3hbIBacMbie B COBpE-
MEHHOI1 TuTeparype “TeHeaIormIeCKUMM IePEBhSIMI ),
KoTopble BKioyanu u 4yenoBeka (HoBfeld, Levit,
2016; HobBfeld et al., 2017; Watts et al., 2019). Dror
TPYA OBbUT MOCBAIIEH “IOPOTMM APY3bsIM U KOJUIE-
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raMm”: ToM TiepBblii — aHaToMy Kapny I'ereH6ayapy
(1826—1903), ToM BTOpOI1 — “OCHOBATENISIM TEOPUM
obmiero npeaka” Yapne3y dapsuny, Moranny Boabg-
raHy ¢oH ['€re (1749—1832) u XKany-bantucry ne Jla-
Mapky (1744—1829). I'ére 661 1151 ['ekkensi ocobeHHO
BaxkHOW (pUTypoit, oH 1ieHwI ['ére, Kak rpencTaBuTe st
HEeMELIKOSI3bIYHOTO MUpa, TOro, KTo “HauboJiee ycepa-
HO, B TUXMX TJTyOMHAX 3aHUMAJICSI aHAJIOTUSIMU 1 Taki-
HBbIMU OTHOLIEHUSIMU MEXIY CYIIECTBAMU U TIIyOxKe
BCEX BHUKAJ B AEHCTBUTEIbHOE ObITHE 3TUX OTHOIIIE-

i1” (Haeckel, 1866b, c. 157; Levit and HoBfeld, 2017).

HU

“O61ast MopdosIoTUs OpraHM3MOB” (PaKTUYECKU
JaeT K09 K IOCIIeqyroIuM TpydaM ['ekkens, ycTa-
HaBJIMBasi KOHIIEITYaJTbHOE CoAepXXaHWe oOJacTei,
MOJIYYMBIIMX Pa3BUTHE B €ro 0ojiee MO3MHUX pabo-
Tax, a TaKKe OMpenelisss TPaHWIIBl 3TUX obiacTeit
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Puc. 1. OpHct I'ekkenb, npumepHo 1872 ron, (13 apxuBa
VBe Xoccoenbaa).

(Ulrich, 1967, c. 201). B atoit MoHorpaduu I'ekkenb
OCO3HAHHO BBIIIEN JAJIEKO 3a MPeNeibl, yCTAHOBJIEH-
Hble JlapBUHBIM, pacnpocTpaHUB JlapBMHOBCKYIO
TEOPUIO 3BOJIOIMM Ha BCio buosioruto (Olsson et al.,
2017). Yxxe B 310i1 paboTte ['eKKenb mpu3Baa 3BOJIIO-
LIMOHHYIO OMOJIOTUIO B3SITh Ha Ce0sl LIEHTPAIbHYIO,
MpeoOpasyolLyIo pOJb IUIST BCEX OMOTOTMYEeCKUX Ha-
yK. bosiee Toro, ¢ ero TOUku 3peHus BOJTIOIIMOHHAS
OUOJIOTUST JOJKHA BBICTYIATh B Ka4eCTBE OCHOBBI
COBPEMEHHOI0 MWPOBO33PECHUSI, OPUEHTUPOBAHHO-
IO ¥ OPUEHTHUPYIOIIETO IPYTUX Ha yJydllleHre Yyesio-
BeYecTBa B 1IEJIOM, Ha (hyHIaMeHTaIbHble aCHEKThI
€CTeCTBEHHBIX HayK. B TeueHne Bceit xxn3uu I'ekkenn
OBLT 00JIEYUECH CBOETO poJa IUIAKTUUECKON MUCCUEH
(Porges et al., 2019; Dodel, 1906). Cniycrs aBa roma
nocjie Beixoaa “OO1ieii Mop¢hoJoruu OpraHu3MoB”
OH BbIpa3uj cBou HaTypduiaocobhckre uaeu B 6omee
noIyJsipHoil (popMme cHavasa B “EcTecTBeHHOI mC-
Topun MuposnaHusi” (Natiirliche Schopfungsges-
chichte) (Haeckel, 1868), koTopoe Bblaepxano 9 un3-
JaHUU 1 ObLIO TIepeBeAecHO Ha 12 SI3bIKOB, BKITIOYAsI
aHTIIMiicKoe m3manue 1876 roma M pyccKoe M3maHue
1908 roma (Kolchinsky, Levit, 2019). Dtot Tpyn, a
TakXe ero “AHTpONOreHe3 WU 3BOJIOLMOHHAS WC-
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Topus yesnoBeka” (Anthropogenie oder Entwickelungs-
geschichte des Menschen) (Haeckel, 1874), B oTiiuuue
ot “O0611eit Mopdoa0ru OpraHU3MOB”, OBLJIU ITOITY-
JIIPHBI ¥ TOATOTOBUWIM IIUPOKYIO, OEHCTBUTEIHLHO
MEXIYHAPOOHYIO YUTATEIbCKYIO ayIUTOPUIO, ISt
BocIipusTUsl padboT camoro HapuHa (Nordenskiold,
1935). Kak nomuepkuBan Pobept Puuapnc: “Ha py-
Oexke BEKOB OoJIbIIIe JTIoAeH y3HAIU 00 3BOTIOIIMOH-
HOI TEOPUM M3 €ro TPYIOB, UeM U3 JII0OOTO IPYyroro
WCTOYHMKA, BKJIIOYasg COOCTBEHHBIE Tpyabl JlapBu-
Ha” (Richards, 2018, c. 35). Xotrsa nocne 1859 roma
JIoKTpuHa JlapBUHA MOJIyYUJIU OTHOCUTEIBLHO IIUPO-
KOe Mpu3HaHUe, a paboThl ['ekKesst pacrpocTpaHu-
JIMCh IO BCEMY MUPY, pabOTBEI 000OMX aBTOPOB B pa3-
HOe BpeMsl ObLIM 3aIlpellleHbl B HEKOTOPBIX CTpaHax,
pkmouas Poccuio, (Kolchinsky, 2019; Kolchinsky,
Levit, 2019). Cutyauus TOJBKO yCYyryoJsjiach TEM,
YTO MOCTOSTHHASI BOBJICUCHHOCTh [ eKKelsl B HayYHbIe
KCCJIEIOBAHUS, €r0 MOHUCTUYECKOE MUPOBO33pPEHUE,
TeCHasl CBSI3b C pEJIUTUE Y MCKYCCTBOM MpUaaBaia u
npuaaeT TpyaaM [ekkesnss cBoeoOpasHbIi xapakTep,
OCTaBJISISI MECTO IJIsI IIPOTMBOPEUYMBLIX MHTEPIIpETa-
LU, KPUTUKU U TOJIUTUKO-HICOJOTUUECCKUX KOM-
MeHTapueB camoro pasHoro poja. (Kleeberg, 2007;
Stewart et al., 2019). “3amnpeTHslii 17104, , OMHAKO, CKO-
pee coOJIa3HsII ¥ IPUTSATUBAJI YATATEIeH KaK B OOBIU-
HBIX IIKOJIaX, TaK M B akageMudeckoil cpene (Hop-
wood, 2015, c. 189).

B pamkax sBosollMoHHON Ouosorum I'ekkenab
pacrnipocTpaHuil uaeu JlapBuHa Ha HECKOJbKO Ha-
MpaBJICHW, B TOM 4YHCJIe HA 00JIacTh SMOPHOIOTHUN.
XOTsl 3aKOHOMEPHOCTU 3MOPHOHATBHOIO Pa3BUTHUS
ObLTM U3BECTHBI MHOTUM MCCliefoBaTessiM 10 ['ekke-
JIs1, BKJIIo4ast ero apyra I'eren6ayapa, a takke @puiia
Miromnepa (1921—1897), I'ekkenb OOHUM M3 TIEPBBIX
chopmynmpoBal “dyHmaMeHTaIbHBIIl 3aKOH O01oTe-
HeTuku” (OMOTeHEeTUYECKUil 3aKOH) |[Biogenetisches
Grundgesetz] (Junker, HoBfeld, 2009; Hoffeld et al.,
2016; HoBfeld et al., 2019). Teopust racTpen, Kak 1 10
CUX MOP aKTyaJbHbl€ KOHIIEMIINHN, TAKUE KaK OHTOTEe-
He3 U ¢pujioreHe3, BocxomiaT K I'ekkemto. JJapBUH U
I'ekkesb B3aMMHO BHOXHOBJSUIM OPYyr Ha Apyra
BJIMSUIM APYT Ha Apyra; BO3MOXHO, JlapBuH OBICTPO
MPUHSUT TEOPUIO PEKAMUTYISILUU TTOTOMY, 4YTO €e
nopaepxuBail umeHHO ['ekkenb (Richards, 2018).

Ha ocHoBe Bcero cka3zaHHOIO MOXHO CIeJIaTh
CIIeIYIOIINII BBIBOMA: XOTS JajeKo Maylre o6obIe-
Hus ['ekkesnst He OBLIN OOIETTPUHSITHIMU, €T0 BIIMSI -
HIUE CKa3aJ0Ch, HAIpUMEDP, B TOM, YTO 3MOPHOIOT S
BCKOpE CTajla CYUTATHCSI HE3aMEHUMbIM MHCTPYMEH-
TOM [IJisl pacIiO3HABaHUSI HEOYEBUIHBIX TOMOJIOTHIA
MeXIy opraHu3mMamu. anee, MOXHO cKa3aTh, YTO
Hay4JHBIe 1e6aThl 0 GUOTEeHETUYECKOM 3aKOHE WILTIO-
CTPUPYIOT IJIOAOTBOPHOE B3aUMOJIeICTBHE, KOTOPOE
CJIOXXWJIOCH MEXKIY SMOPHOJIOTUEH U CPaBHUTEIILHOM
anatomueii B koHne XIX Beka (HofBfeld et al., 2003;
HoBfeld, Olsson, 2003a, 2003b; HoBfeld et al., 2019).
Korma moHsTHII 1 TEpMUHOB, BBeJICHHBIX [ eKKeneM,
OKa3bIBaJIOCh HEIOCTATOYHO JISI OTBETA HA MOSIBUB-
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III1eCs BOIIPOCHI, MJIM KOTda OHM BCTYMNAJIM B IIPOTU-
BOpeuMe ¢ pe3yJbTaTaMy JaJbHEUIINX aHAaTOMUYe-
CKUX WCCIeAOBaHUI, NPeANPpUHUMAINCH ITONBIKA
JIOTIOJTHUTh WJIM 3aMEHUTh OMOT€HETUIECKIIT 3aKOH.
MMeHHO B KOHTEKCTE TaKO KPUTUUECKOM HUCKYC-
CUM OBbUIU 3aJIOXKEHBI Ba>KHbIE BEXU B UCTOPUU DBO-
JIIOLIMOHHOI OHoJIorny pa3BUTHUs. B KoHEYHOM cueTe
OMOTeHEeTUYECKNI 3aKOH ITOCITYXKMJI OOBEKTOM ISt
TBOPYECKOI KPUTUKU; UAEU, BCE €11I€ aKTyaIbHbIE AJIsI
COBpPEMEHHOIT OMOJIOTUM, TaK1e KaK OHTOTreHe3 U (pu-
JIoreHe3, ObIIN C(POPMYJIMPOBAHBI B CBI3U C 00OCHO-
BaHMEM OMOTreHEeTMYECKOTO 3aKOHA, KaK M camMa ujest
MPUYMHHON CBSI3U MEXAY OHTOTeHEe30M 1 (PUJIOreHe-
30M, KOTOpasl UMIUIMIIMTHO 3aJI0K€HA B 9TOM 3aKOHE
(Levit et al., 2015; Joshi 2018b; Watts et al., 2019).

OCHOBHBIE ITOAPA3IEJIEHWA
MOP®OJIOTMUHA: TEKTOJIOTI'UA,
MNPOMOP®OJIOTUA, OHTOT'EHE3
N ©OUJIOTEHE3

I'ekkenb B cBoux padoTax ciaeaoBal MPpUHIUIIAM
IUOAKTUKW; OH BeJI pacCy:KICHMs OT OOIIETO K 4acT-
HOMY 1 (DOPMYJIMPOBajl KOHKPETHBIE BOIIPOCHI, BCE-
ra CTpeMsCh 3aBOeBaThb 4uTaTeseil, 3aCTaBUTh WX
IIPUHSTH CBOU PACCYKIAECHMSI, KOHIENIIUNA U TEOPUU
(Ulrich, 1967, c. 205; Levit et al., 2004; Olsson et al.,
2006; Levit et al., 2014). 'oBopst 0 “IuaakKTU4eCKUX”
yenmnusix I'ekkerst, clienyeT IOSICHUTD, 4YTo caMm ['ek-
KeJIb M €T0 paHHME YUTATeJIM pU3HABaJIM, YTO Mac-
CUBHBIA ABYXTOMHUK “OO01eit mopdonorum opra-
HU3MOB”, €ro MEpBHIl OIILIT II0 IpeoOpa30BaHUIO
SI3bIKA Y KOHIIETIIIUIA OMOJI0TMM, HE OB €ro JIyYIIUM
mumaktnaeckuM tpymoM (Haeckel, 1906). Jaxe ca-
MEIE€ CTOWKME CTOPOHHMKMN ['eKKeJs BhICKAa3bIBaIU
9TO MHEHHE, UIla OOBSICHEHUSI €TI0 PUTOPUYECKUM
HEIOCTaTKaM B JIMYHOCTHOM KOHTEKCTE, MTOCKOJIBbKY
paboTa Obl1a HalMCaHa B IUXOPag0YHOM TEMIIE B Te-
yeHue ogHoro roaa (Schmidt, 1924, I: XXII; Ulrich,
1967). TeM He MeHee, KaK OTMeYaIi T€ K€ CaMbl€ Ui~
TaTenu, ['eKkeilb CTpeMWICS K MOHYMEHTaJIbHOMY
pedopMUpPOBAaHUIO MBIIIJIEHUST BO BCeX OO0JIACTIX
ouonoruu. Kak u B ciiyyae npyrux TpaHchopMaliy-
OHHBIX MOMEHTOB B UCTOPUM HayKu, pelieHue ['ex-
KeJIeM CJIOXKHOI 3amauyu U3MeHEeHUsT (DOPMYTIMPOBOK
Heun30eXHO MPUBEJIO K OTPOMHOM ITpo0dJieMe cMellle-
HUSI CTapbIX U HOBBIX ITOHATHUI U s13b1Ka (Levit et al.,
2014). HekoTopsle mpuMephbl Mbl IPUBOIMM HILKE.

IMepBbiii ToM “OO01Iei i MOpdosaOrMU OpraHu3z-
MOB” (Ha3BaHHBII “OO0Imas aHATOMUSI OpraHU3-
MoB”’) I'ekKenb HAaYMHAET C XOPOIIO CTPYKTYPUPO-
BaHHOTO 0030pa, TIe OH 00CyXAaeT MpeaMeT Mopdho-
JIoTuH, Wik “ydeHue o ¢popMax B pa3BUBAIOIIEMCS
opranusme” [Formenlehre des werdenden Organis-
mus|. 3HaKoOMsI unTareieit co cBoeil HOBOI TEPMUHO-
Jiorueii, 'ekkesb UCIIONb3YeT CTapble TEPMUHBI, OUe-
BUIHO IS TOTO, YTOOBbI CAEIATh CBOM PACCYXAEHUS
KaK MOXHO OoJjiee MOHSATHbIMU. ['eKKenb pasaenn
MOPdOIOTUIO Ha IBE OCHOBHbIE 00JIACTH: aHATOMUIO
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u MopdoreHes (puc. 2). Mopdoaorust “B camoMm y3-
KOM cMbIciie” [im engsten Sinne] OblIa Ha3BaHa aHa-
TOMMEI B ITONBITKE COCIMHUTH HOBBIE KOHIEIIIINU
I'ekkenst ¢ mpexXHel “I03BOIIOIMOHHONM” aHATOMM -
elf, KoTopasl oneprpoBaja ¢ “IoCTOSTHHBIMU BO Bpe-
MeHu” dopmMamu opraHu3moB. PyHIaMEeHTAIbLHBIM
st ['ekkenst siasieTcst To, 9To pOpMbI HUKOTIA HE
OBIBAIOT CTATUYHBLIMU B CTapoM Ho-apBMHOBCKOM
CMBICJIe, HO MOTYT paccmampusamucsi Kak TaKOBBIE C
onpeaesIeHHOM TOYKM 3pEHUsI, a MMEHHO Ha YPOBHE
WHONBUOYYMa, “KOTOPBIM B JAHHBI MOMEHT pac-
cMaTpuBaeTcs Kak HenzMeHsiemoe cyiiectBo” (Hae-
ckel, 1866a, c. 265).

B pamkax 3TOro nmoaxoma aHaTOMUS ObIJIa pa3aelie-
Ha Ha TEKTOJIOTMIO 1 IpoMopdosoruio. Ilepsas mpen-
CTaBIIIET COOOIl aHaM3 OpPraHM3MOB HA OCHOBE WX
CTPYKTYPHBIX KOMITIOHEHTOB, BTOpasi — U3ydeHUe “He-
M3MEHHBIX” 0a30BBIX CTEPEOMETPUYECKUX CBOICTB
dopwm, (Grundformen), KOTOpbIe OOBEIUMHSIIOTCS IPYT C
JIpyrom npu ¢GOpMUPOBAaHUM OpraHM3Ma Kak LeJIoro
(Haeckel, 18664, c. 46-49; Rieppel, 2016, c. 22). Bo BTO-
POM OCHOBHOM paszeiie (MopgoreHe3) BBOIITCS HO-
BbI€ TEPMUHBI: OHTOTeHE3 U (prIoreHe3. DTO JaejlaeTcs
JIJIS1 TOTO, YTOOBI ITPUBHECTU JUHAMUYECKUIT aCTIEKT —
paccMaTpUBaTh SBOJIOLUNOHUPYIOIINE OPTaHU3MBI
KakK B paMKaX WX WHIWBUAYaJbHOTO >XW3HEHHOTO
LIMKJIa UK “cTaHoOBieHUs1” [werdende] (OHTOTEeHE3),
TakK U B paMKaxX BBOJIOIMOHHON UCTOpuU (Puiyma
win “ctBona” [Stamm] (CIIOBO rpedyecKoro mpouc-
XOXOeHMsI, KOTopoe IpuayMain ['ekkelb), K KOTOpo-
My oM npuHamiexat (bpunoreres) (Haeckel, 1866a,
c. 29—30). Kak BUIHO U3 CKa3aHHOTO BbILIE, “OHTOre-
He3” 4YeTKO OTOXIECTBIISIETCS ¢ “aMOpHoioruein”, a
“dunoreHe3” — ¢ “maneoHrojorueii” (puc. 2).

KOHLEIIINWHA 1 CIIOBA, CTAPBIE U HOBBLIE

TBopueckoe ncnojb3oBaHue ['eKKeaeM cTaporo u
HOBOTO CJIOBapsl SIBJSETCS OCO3HAHHOW IOMNBITKOM
pEIIUTh IIPO0IEMY HOBBIX KOHLIEIIILINIA, 00JI€YeHHBIX
B CTapblii SI3bIK, 1 HOBOTO SI3bIKa, KOTOPBIA TpeOyeT
OOBSICHEHUSI, a 3HAYUT HEM30eXKHOro MCIOJIb30Ba-
HUsI cTaporo cioBaps. IloTpsicaiomeii ocoOeHHO-
CTBIO TBOpUYECKOTO TeHus ['eKKens, IposIBUBIIEIICS B
“Oomieit MopdOJTOTUM OPTaHU3MOB”, SIBIISIETCS TO,
YTO OH HE TOJIbKO CO3IaBajl HEOJIOTM3MEBI, HO U II0-
CTOSTHHO aJanTHpPOBajl TEPMUHOJIOTHIO, MCIIOIb3ye-
MYIO B YCTOSIBIIMXCST AUCLUTIMHAX, IJISI TOTO, YTOOBI
Pa3bSICHUTH IIyOOKME CBSI3U MEXIY OOJIAaCTSIMH VIC-
cienoBaHus. Harmpumep, BEIIIEYITOMSIHYTOE OIIpee-
JieHre MOpPQOJIOTUM C MO3MLHUN 3MUCTEMUYECKOMN
MEPCIIEKTUBBI, a UMEHHO OOpalllcHUe C MHINBUIYY-
MaMM “Kak eciii ObI” OHU OB HEM3MEHHBIMH, TO,
yto OnuBbe Punresnp Ha3bIBaeT “BpeMEHHBIM Cpe-
3oM” (Rieppel, 2016, c. 42), uMeeT KOpHU B OHTOJIO-
TMYeCKOM NpPUHIIUIE, BhITEKAIOIEeM 13 Oosee pyH-
JlaMEHTaJIbHBIX TIpeAcTaBiieHui ['ekkenst o mpupoae
M O TOM, KaK OHa HOOJDKHA OBITh mo3HaBaeMa. Ha
MIpeaIIeCcTBYIONNX cTpaHuuax “Oomeit Mopdoiio-
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MorrPHOLOGIE DER ORGANISMEN

(im engeren Sinne, nach Ausschluss der statischen Chemie).

S

. Anatomie

oder Morphologie im engsten Sinne.

(Gesammtwissenschaft von der voll-
endeten Form der Organismen.

e
Tectologie Promorphologie
(oder Structur- | (oder Grundformen-
lehreX lehre).

Wissenschaft von
den dusseren For-
men der organi-
schen Individuen

‘Wissenschaft von
der Zusammmen-
setzung der Orga-
nismen aus orga-

nischenIndividuen| Jund deren stereo-
verschiedenerOrd-\ {metrischen Grund-
nung, formen, /

Morphogenie
oder Entwickelungsgeschichte.
(Gesammtwissenschaft von der wer-
denden Form der Organismen.

Ontogenie Phylogenie
(oder Embryologie). | (oder Palaeon-
tologie) -
Entwickelungsge- ) ( Entwickelungsge-
schichte der orga-( )schichte der orga-
nischen Individuen( )nischen Stimme
(Onta). (Phyla).

Puc. 2. Cxema, MJUTIOCTPUPYIOLIAS CTPYKTYPY MOpGhOJIOrMU OpraHUu3MOB Kak obyiact Hayku (ro: Haeckel, 1866a, c. 30).

T'MU OpraHu3MoB” I'eKKeIb CTpeMUJICS CBsI3aTh MOP-
¢oJrornio, B YaCTHOCTH, C TOI 4acTbiO (DU3UKM, KO-
TOopasi IOHUMaJIach KakK Hayka o cuiax |Krifte]. C
HauOoJiee yHUBEPCAIbHOMN TOUYKHY 3PEHUS BCS IIPUPO-
Jla eCTh “He 4YTO MHOE, KaK CHUCTeMa IBIEKYIINX CHUII,
13 Yero CJIEIYET, UYTO HUTIe HET TAKOTO MOHSATUS, KaK
JEMCTBUTEIBHBINA MTOKOM, TAK YTO TaM, 1€ MOKOM KaK
OBI CyLLIECTBYET B 00JIACTSIX MaTePUU, 3TO BCEro JIUIIb
pe3yabTaT ypaBHoOBemuBalomux cui...” (Haeckel,
1866a, c. 11). [TockoabKy MOP(MOIOTHST €CTh M3yde-
HHUe popMBbI, OOHAPYKMBAEMOI B OpraHM3Max, Kax-
JIasi paccMaTrpuBaeMasi TaKuM oO6pa3oMm (opma ecThb
“He YTO MHOE, KaK pe3yJIbTaT paBHOBECUS ABVKYIIIX
cui B naHHBIM MoMeHT”. Hayka o popmax, mim mop-
¢oJIoTUSI €CTECTBEHHBIX TEJI, SIBISICTCS, TAKMM 00pa-
30M, B CAMOM IIIMPOKOM CMBICJIE CTATUKOI MaTepuu
(Haeckel, 1866a, c. 11) unu, eciu ucnoiab3oBaTh 60-
Jilee COBPEeMEHHYI0 (DOpPMYJIUPOBKY, — U3YYECHUEM
paBHOBeCHBIX cocTostHuit (Watts et al., 2019). Ipyroii
npuMep — “amMbpurosiorust”. DTOT TEpPMUH, BUAUMO,
OBLI BBEIIEH IJISI TOTO, YTOOBI CBSI3aTh HOBBII TEPMUH
“OHTOreHe3” ¢ IIMPOKO U3BECTHBIM COBPEMEHHUKAM
I'ekkesst pa3BUTUEM MHAMBUIYYyMa Ha ONpeAaeIeHHOMI
CTaIuu ero >Ku3HeHHoro 1ukia (puc. 2). Ho 'ekkenb
cpasy Xe MOTYSPKHYJ, YTO SMOPHUOJIOTUS — “CIIUIII-
KOM y3Kasl 00J1aCTh, IPUMEHUMAS TOJIBKO K BBICIIIMM
kiaccam kuBoTHBIX” (Haeckel, 1866a, c. 30), u uto
TEPMUHOJIOTHS IJIsl OTIMCAHMUS SBOJIOLIMMN KaK BHYT-
pu, TaK U BHE 3MOpPMOHAIBLHOM MEMOpaHbI OTCYT-
cTtByeT. B nanbHeiiem ['ekkeb onmpenessisi OHTore-
He3 II0-pa3HOMY: KakK “3BOJIOLMOHHYIO HCTOPHUIO
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WHIVBUAYYMOB” , KaK “3BOJIIOLIMOHHYIO NCTOPUIO Te-
HeaJ0TMYeCKOro WHAWBUAYyMa IEPBOro ITOpsiaka”
VI “3BOJIIOIIMOHHYIO MCTOPUIO TIPOAYKTA Pa3BUTHS
aiia” (Haeckel, 1866a, c. 55). Ilepsas yacTh ciioBa
“oHTOreHe3” — “onta”, mMcrhoab3oBajiach I'ekkeleM
KaK TepMUH JJIsI 0003HAUYCHUST Pa3BUBAIOIIETOCS Op-
raHu3Ma, 4ToObl N30eKaTh, KaK OH ITUIIET Jajiee, UC-
MOJIb30BAHUST BSUIOTO M MHOTOCJIOXHOIO TepMUHA
“pusznonornueckuii nHousuayym” (Haeckel, 1866a,
c. 367). “OHTOB” OH TaKKe Ha3bIBaJI “OMOHTAMMU”’ —
“bionts” [ Bionten] (Haeckel, 1866a, c. 266). Kakoii 6561
TepPMMH OH HU MCITOJIb30BaJ (a I'ekKeb ncnoab3oBan
TEPMUHBI OHTa U OMOHT B3aMO3aMeHSIEMO), OH I10-
HUMAJ IO HUMU HeKHe KOHKPETHRIE Tejla, OTINYa-
folyecs OT abCTpaKLM MW KOHLETITYaIbHbIX TEJ:
KOHKpETHbIE MHIANBUIYYMBI (KaK IIPOCTPaHCTBEHHO
OrpaHUYEHHBIC eAUHUILIBI (POPMBI), KOTOpPhIE B TaH-
HOE BpeMSI SIBJISTIOTCSI 0OBEKTOM PACCMOTPEHUS U UC-
cienoBaHus. Kak Mbl yBUIMM HMXKE, CAMO ITOHSITHE
“UHIMBUIAYYM~’ HaXOIWJIOCH B IIPOLECCE IBOIIOLINN B
STOT MEPUO, YeMY HEMAJIO CIToco0CcTBOBAN ['eKKenb.

TouHo Tak xKe “OHTa” WIN XUBbIe UHAVBUIYYMEI B
3TOM CMBbICJIE MPOTUBOCTOAT “phyla” (dbriymy) mau
reHeaJloTu WHAWBUAYYMOB [Individuen-Stimmen],
oM KOTOPHIMM MBI IIOHMMaeM “abCTpaKTHYIO COBO-
KYITHOCTb BceX “OHTa”, POJICTBECHHBIX IO KpOBU”
(Haeckel, 18664, c. 55). Takum ke 06pa3oM, TTO-BUIN-
MOMY, TEPMUH “IIaJICOHTONOTHSI” OBLI MCIIOJIB30BaH
3aech (CM. puc. 2) Kak HaubOoee MpUOIMKeHHBIN K
TepMUHY “¢uiioreHe3”. PaHee 3TOT TEpMUH UCIIOJb-
30BaJICA B TeX CITydasix, KOTraa peyb IIuta 06 N3ydeHUN
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LIEJIOCTHBIX KOJUIEKILIMI POJACTBEHHBIX BUIOB Ha 00-
LIUPHBIX 9BOJIOLIMOHHBIX BpeMeHaxX, U UMEHHO Ta-
KO€ ero MoHMMaHNe OKa3bIBaeTCs LICHTPATbHBIM JJIST
HOBBIX TepMUHOB ['ekkenst: “dunon” (phylon) (Bapu-
aHTwl phylum w phyla Ha nateiau, Stamm (cmeon) Ha
HeMeLIKOM) 1 ero usydeHue “cpunorerHe3”. Ho I'ek-
KeJIb BCKOpe TpUllel K BBIBOAY, UTO TEPMUH “Tiajie-
OHTOJIOTUSI” TIEPETPYKEeH TEM, UTO JJIsl €0 HOBAaTOP-
CKOTro M3ydyeHUs (puaoreHe3a ObLIO OTBJICKAIOIINMU
accolManusiIMM, CBSI3aHHBIMU CO “CTaTUYECKUM ™ JT0-
JapBMHOBCKUM TI€PUOAOM U C OTHOCUTEJIbHBIM OT-
CYTCTBHMEM HHTepeca K OpraHUYeCKO MCTOPUU CO
ctopoHsl TeonioroB (Haeckel, 1866a, c. 59—60). Tem
He MeHee, KaK Mbl yBUJIUM, MTO3IHEE 3TO CJIOBO OyneT
HEOJTHOKpPATHO MCIT0JIb30BaThes B “O0m1eilt Mopdo-
JIOTUM OPraHU3MOB” B KaueCTBE CHHOHUMA TepMUHA
“dumorenes3”. Ero 3HaueHue B TekcTe “O0mIeit Mop-
¢donoruu opraHu3MoB” (M, B ria3zax I'ekkens, meii-
CTBUTEJILHO B HayKe B 1ieJIoM) OyneT TpaHC(hOpMUPO-
BaHO, MOCKOJIbKY HOBBbIE TEPMUHBI U UX ONpeese-
HUSI perIaMEHTUPYIOT BCIO paboTy: “@uioreHes M
OHTOTeHe3 TOJIKHBI, TAKUM 00pa3oM, CITy>KUTh B3au-
MOCOTJIaCOBaHHBIMHU BeTBAMU MopdoreHesa. Ouro-
reHe3 TIpelCTaBJisieT COOOM 3BOJIIOLIMOHHYIO MCTO-
puio abCTPaKTHOTO WMHIAMBUAYYMA, OTITOLIEHHOIO
HEKUMU TE€HEWIOTMYECKMMMU OTHOIIEHUSIMU; TOTIa
KaK OHTOTEHE3 — 3TO 3BOJIIOLIMOHHAS MCTOPUSI KOH-
KpeTHOro mopdonorndyeckoro nauausuayyma” (Hae-
ckel, 1866a, c. 60).

B Haubonee HarnsamHol hopMe MHpOpMALUSI 00
UCMHOJb30BaHMM ['eKKelneM pa3IuYHbBIX TEPMUHOB
npeacTapieHa B Tab. 1. B Helt 060011IeHbI pe3yiabTa-
ThI aHaJIM3a OTHU(MPOBAaHHBIX TEKCTOB I eKKeJsl, Kak
Hay4YHBIX TaK M IIOIYJISIPHBIX. TaOmmia Io3BOJISIeT
MOJYyYUTh MPEACTaBIEHUE Cpa3y O TPeX TEPMUHOJIO-
rmyeckux acrekrax pador I'ekkesnst. Bo-mepBbiX, O
TOM, KaKH1e CJIOBA IO OTHOIIEHMIO K KaKO KOHIIE -
WU yIIOTpeOJSUTUCh B TOM WM MHOUM padore. Bo-
BTOPBIX, O TOM, KaK pacHpOCTPaHSIJIUCh ITOITYIsSIpU-
30BaHHBIe [eKKeaeM HeMelLKue BapUaHThl TEPMU-
HOB, 00pa30BaHHbIE OT JATUHCKUX U TPEUYECKUX KOP-
Heit B “O06weit mopdonorun”. M B-TpeTbUX, OHa
IO03BOJISIET B3MJISTHYTh Ha 3BOJIIOLIIO TEPMUHOB, YKa-
3bIBasi, KaK1e U3 HUX COXPAaHWIMCh BO BCex paboTax
I'ekkens, a kKakue ucuyesau, roBopsl IpyTUMHU CJIOBa-
MU “BBIMEpIIN”.

IMTPOBJIEMA MHANBUIYYMA

B xaxxaoM 13 4yeThbIpeX OCHOBHBIX Pa3ieaoB KHUTH
I'ekkenb paccMaTpuBaeT BOIpoc 00 MHAWBUIYALINH,
KOTOPHKII ITOABEPrajicss COMHEHUIO KaK MopdoJiora-
MU, TaK U (pU3N0NI0raMH, B GOTAHWKE U 300JI0TMU Ha
MPOTSLKEHUM  MPEAIISCTBYIOMINX — ACCSITUICTUIA.
(Rieppel, 2016, c. 41—43; Rieppel, 2019). “IIpobie-
Ma”, OOHOBPEMEHHO Jormyeckass U cUcTeMaTude-
CKasi, cTalia elle 0oJjiee CIOXHOI B KOHTEKCTE 3BO-
JIIOLIMOHHOTO pa3Butus. Tenepb He TOTBKO MHANBU-

IyyM, MHOHMMAaEMBbIii KaK 3peyblii, CIOCOOHBIA K
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BOCIIPOM3BEACHUIO OpPTaHU3M, COCTOSII M3 4YacTeid
(3mech BBEIEHO HOBOE M3MEPEHUE B KJIACCHYECKOE
pasnuyure yacTeii/Iej0oro), Ho M Kaxaast U3 9THUX Ja-
CTEli, B 3aBUCMMOCTHU OT TOTO, O KAKOM OpraHU3Me
UIET peub, JOJDKHA ObLla paccMaTpuUBaThCS B pas-
JIMYHBIX BpEMEHHBIX MacCIlITabax B 0mHouleHuu Ipyr K
IPYTY U B OmMHOWleHUuy K TOMOJOTUYHBIM 4YacTSIM B
npenenax BuaoB U ¢pmwiyMoB (Rieppel, 2019). B rnase 8
kHuru III mepBoro Toma I'eKKeab ONMUCHIBAET Ollle-
JIOMJISTIONIUIT HA0Op MPEeaIIeCTBYIOIINX IIOIX0A0B K
npobieme nunuBuayauuu (Haeckel, 1866a, c. 241—
268). OH mbITajCcd HAliTH CBOE pellleHNe B KOHIIEI -
Uy “oTHOCUTeNbHOI nHauBuAyaasHocT” (Haeckel,
18664, c. 264), KoTOopast mogpa3yMeBaja OTKa3 OT ca-
MOTO TMOHSATUSI a0COJIOTHOM WHIWBUIYATbHOCTH,
OCTaTKM KOTOPOI'O COXPAaHWINCH B HebaTax IIpeabl-
OYyIIUX OecatwieTuil. ['ekkeab cucTeMaTHu3upOoBal
3Ty OTHOCUTEIBHOCTD, MPEIJIOKUB IIECTh “TOPSII-
KOB” WMHIWBUIYAIbHOCTH, KOTOpPbIe OBLIM aHajlo-
TUYHBI I TIIPOTUCT, PACTEHUI M XMBOTHBIX, TIPU-
MEHSISI TEPMUHBI, UCITOJIb30BAaHHBIC B XOJIe MHOTO-
YMCIEHHBIX IOUCKYCCUil MeXay OoTaHMKaMHu U
3ooyioraMmu B mpenbiaymne gecatuietusi (Rieppel,
2019): Plastiden unu KJIETKM, KaK IJIsI OMHOKJIETOY-
HBIX, TaK W OJIsI MHOTOKJIETOYHBIX OpPTaHMU3MOB;
Werkstiicke nnm opraHbl 1 CUCTEMBI OPTaHOB, COCTO-
SIIIUE U3 KJIETOK; aHTUMePHI (Antimeren) v Mopdo-
JIOTMYECKHE CTPYKTYPhI, PaCIOJIOKEHHBIE ITONepeK
IUIOCKOCTH CUMMETPHUU (3TO MOTYT OBITh OpTaHbI C
MpaBOM U JIEBOW 4acTSIMU, WJIA CUCTEMbI OPTAaHOB B
JIBYCTOPOHHE CHUMMETPUYHBLIX OpPTraHM3Max), MeTa-
Mepbl (Metameren), NI COOTBETCTBYIOIIME YaCTH,
pacriojiararoiimecs: BIOJb OCHU, TAKWE KaK MEeXI0y3-
JIMSI BET€TaTUBHBIX CTEOJIeil, CETMEHTHI Y YepBE NI
COMMTOB Y IIO3BOHOYHEIX; 0co0u (Personen); mecToid
U TIOCJIEAHUN “TIOPSIIOK” — 3TO KOJIOHUU MJIN KJITyO-
HenykoBullbl (Cormen oder Tierstocke) (Haeckel,
1866a, c. 241—68).

Kaxnpiit 3 3Tux 1MIecTH “TOpSIIKOB” WHINBUIY-
YMOB paccMaTpUBaeTcs ¢ 006eux “CTOpoH” paznelie-
HUs “aHaromusi/mopdoreHne3” Ha puc. 2. Tak, B ri1a-
Be 9 xHuru III mepBoro Toma “O01eit Mopdosioruu
opraHuamoB” T'ekkenb oOcyxXmaeT “mopconoruye-
CKYIO MHAMBUAYAIbHOCTb OPraHM3MOB C TOUKU 3PEHUS
WX TEKTOJIOTUH, IBUTASICh BBEPX OT KJIeTOK (1-i1 opsi-
JIOK) K KOJIOHUSIM (6-11 OPSITOK), a 3aT€M CHOBA pac-
CMaTpUBaeT UX KaK “(U3N0I0rMIeCcKre NHINBUIYY-
mbl” B r1aBe 10 (Haeckel, 1866a, c. 269—363). [ToHs-
THE “OTHOCUTEIbHAS MHINBUAYAILHOCTh ITIOMOTaeT
CTPYKTYpUpPOBaTh oOcyxneHue Grundformen (IIpo-
mopdosaorun) B IV kuure (Haeckel, 1866a, c. 377—
399, 528—539), B To BpeMs Kak B IiiaBe 18 kHuru V
BTOpOro TomMa I'ekkeab paccMaTpuUBaeT “3BOJIOLIM-
OHHYIO MCTOPHUIO MOP(OJOTUYECKUX HMHIUBUIYY-
MOB” TI0 T€M XK€ IIECTHU ITopsaKaM, B KOHTEKCTe 00-
cyxxneHus KHuru V “O011ero oHToreHe3a” , KOTOphIid
BKJTIOUAJT KaK SMOPHUOJIOTHUIO, TaK U MeTaMOpQOI0-
ruto (Haeckel, 1866b, c. 110—147). [loHATHE WHAVBU-
nyyma oynet nmopadorano I'ekkenem Bo 11 Tome ms
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Taomuma 1. YacTora ucrob30BaHMs TEPMUHOB B TeKcTax ['ekkeis (3a MCKTI0OYeHUEM OIJIaBJeHU U MHIEKCOB). B kauecTBe
LI(PPOBBIX ICTOYHUKOB TEKCTOB ObUIM MCITOIb30BaHbI caiiThl https://archive.org wiu http://caliban.mpipz.mpg.de. B kaxxnom
CcJyJae JUIsl TIOMCKa CJIOB MCTOJIb30BaIach MTOMCKOBAsI CUCTEMa, BCTPOSHHAs! B JaHHBIE CAiThI; CEPbIM 1IBETOM OTMEUEHBI Hau-

Oosee rmomyssipHbIe paboThl I'ekkerst; (a) —

(k) — URL-ampeca Kaxmoro TeKcTa

TepMuHbI
Q E [5) %
: 2|52,
HasBanue paboTsbl o = | &8 2 S |F 12y
& 2| 21 E 2|9 e |23
e AR AR R AR REREE
S I R
& |a|S |0 |2 |&|E|a |0 |0 |[¥2]|&C
(a) Generelle Morphologie, Bd. 1 (1866) 109 | 23 5 33 0| 21 23 0 0 0|0 0
(b) Generelle Morphologie, Bd. 2 (1866) 84 | 32 0 | 146 0 | 67 | 146 0 0 0] 0 0
(c) Natiirliche Schopfungsgeschichte (1868) 0| 17 0 61 0| 21 34 5 0 0 0 0
(d) Kalkschwamme, Bd. 1 (1872) 22 4 0 53 3 2 49 4| 12 0| 4 17
(e) Kalkschwamme, Bd. 2 (1872) 0 0 0 1 0 0 0 0 0 0] 0 1
(f) Kalkschwdmme, Bd. 3 (1872) 0 0 0 4 0 0 0 0 0 0] 0 0
(g) Anthropogenie (1874) 0| 11 0O [109 | 87 | 16 56| 73 | 46 | 15 8 47
(h) Systematische Phylogenie, Bd. 1 (1894) 0 4 0 71 9 | 38 83 | 54 3 0] 0 25
(i) Systematische Phylogenie, Bd. 2 (1896) 0 2 0 | 146 9 | 40 53 62 | 36 14 2 26
(j) Systematische Phylogenie, Bd. 3 (1895) 0 6 0 101 | 10 | 33 46 | 55 7 1 0 21
(k) Die Weltritsel (1899, Volksausgabe) 1 9 0 39 | 30 15 24 | 42 1 8 0 26

(a) https://archive.org/details/generellemorpholO1haec.
( ) https://archive. org/detalls/generellemorpholO2haec

¢ ) http://caliban.mpipz.mpg.de/haeckel/natuerliche/natuerliche.html.

( ) https://archive.org/details/diekalkschwmmeOlhaec.
( ) https://archive.org/details/diekalkschwmme02haec.
( ) https://archive.org/details/diekalkschwmmeO3haec.
(g) https://archive.org/details/anthropogenieod05haecgoog.
( ) https://archive.org/details/systematischephy(Olhaec.
(*) https://archive.org/details/systematischephy02haec.
(J) https://archive.org/details/systematischephy03haec.

( ) http://caliban.mpipz.mpg.de/haeckel/weltraethsel/weltraethsel.html.

TOI'0O YTOOBI BKJIIOYUTH B HETO TPOICTBEHHYIO KOHIIETT -
LIMIO T€HEeaJOrMYecKOro MHAUBUAYYMa, TAKXKe BaxK-
HYIO [UISl €r0 OMOreHeTUYECKOTo 3aKOHa, HO 3TOT MO-
MEHT He OyneT obcyxnaThest 3nech (Haeckel, 1866b, c.
26—31; 421—-422; Rinard 1981; Rieppel, 2019).

BUOTEHETUYECKMI “3AKOH”
N EI'O HAYAJIA B “OBIIIEU
MOP®OJIOTM OPTAHU3MOB”

Kitoue BBIM MOMEHTOM 311eCh SIBJISIETCSI TO, UTO IO~
HaThe “mHamBUAyyMa” Wi ['ekkesst, Ha KaKoM OBl
YPOBHE OHO HM HaXOOWJIOCh, HEOOXOAMMO paccMaT-
pUBaTh KaK ¢ MOP(MOIOTMUEeCKUX ITO3ULNI, TaK U C
GU3NOIOrNYeCKNX, OMHOBPEMEHHO KaK CTaTUYeCKOe
n muHammdeckoe (Olsson et al., 2010; HofBfeld et al.,
2017). IlepBbIM BapuaHTOM OBLI “¢opMa-UHIUBUILY-

[Formindividuum], 4bps Tipupona 3aBucesia OT
€IMHOBPEMEHHEBIX B3aMMOOTHOIIIEHUII €ro 3JIeMeH-
TOB WJIM YacTei, KOTOpbIe HEe MOIJIM OBITh pa3ielie-
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HEI. B mocnenyolieM BapuaHTe oInMcaH “UHIUBUIY-
yM-nipoudBoautens”’ [Leistungsindividuum], Koto-
pBIi paccMaTpUBAaJICS B €TO0 CKOPOTEYHOM XKMU3HU OT
poxnenust no cmeptu (Haeckel, 1866a, c. 265—268).
Ho o1 I'ekkesst Ki1rouyeBbIM MOMEHTOM OBLIIO TO, UTO
00a IIpOosBIICHUSI THIUBUIYAJIBHOCTA B3aUMOCBSI3aHbI.
Kak mmucan OmuBbe Purimens: ... BbICIINE XMBOTHBIE
0e3 CIIOXKHBIX KM3HEHHBIX [UKJIOB MOC/IEIOBATEIHLHO,
yepe3 IpoIecc pa3MHOXKEHHMS M IuddepeHIInaim,
peaIM3YIOT HU3IIME YPOBHU MHAUBUAYATLHOCTH (DOPM
B IIPOLIECCE CBOETO Pa3BUTUS, B TO BpeMsI KaK KaxKIbIi
U3 3TUX HU3IIMX YPOBHEM MHIWBUIYAIBHOCTU (hOPM
MpeacTaBIsieT co0oit 3penylo (PU3NOJIOTMYSCKYI0 MH-
JIVBUIYyaJIbHOCTh Ha ITOCJICIOBATEIbHBIX YPOBHSIX Opra-
HU3aLMK pacTeHni 1 XuBOTHBIX” (Rieppel, 2016: 43).
Drta QOpPMYIUPOBKA, II0 CYTH, SIBJISIETCSI OCHOBHOIA
KOHIIETIIHUEN TOTO, YTO B ITOCJICAYIOIINX paboTax Oy-
JIeT Ha3bIBaThCs “OMOreHETUYECKUM 3aKOHOM”, SICHO
ONMCaHHBIM mo3xe B “O0meil Mmopdoaorum opra-
HMU3MOB” KaK “Te31C” 0 peKaIUTYJISILINN, CBSI3bIBAIO-
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el OHTOTeHe3 U UIoTreHe3. DTOT Te3UC MOT CTaTh
boJiee SICHBIM TOJIBKO JIMIIIL TTOCTe Oojiee TTOJTHOTO
o0CcyXneHusl oHToreHe3a u (uioreHe3a B Tome Il
“O61eit MophoJIoTur OpraHU3MOB”.

Takum obOpa3oM, BCTyIUTEIbHBIE cioBa Toma Il
OIIPEACSTIOT OHTOTeHEe3 0oJiee IMIMPOKO, yeM B ToMe I:
“OHTOTeHE3, UM IBOJIOIIMOHHAS UCTOPUS OpTaHu-
YECKMX UHAUBUIYYMOB, — 3TO HauboJjee ob1ias Hay-
Ka 00 usMeHeHUs1X GOPMbI, Uepe3 KOTOPbIe TPOXOIST
OUOHTBI, WX (PU3MOTOTUYECKUE WHAWBUIYYMBI, B
TeYeHUEe CBOEW XXKU3HU, OT POXIEHUS 1O CMEpTU.”
OTHollleHue OHTOTreHe3a K MOp(hOJIOTUM TENEPD YXKe
OoJiee pa3BUTO O CPABHEHUIO C TEM, YTO OTIMCAHO B
toMme I: “3amaya oHTOreHe3a, TaKUM 00pPa3oM, COCTO-
UT B BOCIPUSITUU U OOBSICHEHUU U3MEHEHUH Yy
¢GOpPM-UHANBUIYMOB, TO €CThb, B ONPENCICHUU €CTe-
CTBEHHBIX 3aKOHOB, KOTOPBIM CJIENYIOT U3MEHEHUS
dopM MOpPGPOIOTNIESCKUX WHIMBUIAYYMOB M dYepe3
KOTOpbIE OMOHTHI MOTYT OBITh TIpeacTaBieHbl” (Hae-
ckel, 1866b, c. 3). dunoreHe3 TakKe MOJIy4aeT pac-
IIUPEHHYIO TPAKTOBKY B KHUTe VI, KOTOpast OTKpbI-
BaeTcsl CleAylIIuM ompeaeiaecHueMm: “DuioreHes,
WIN BBOJIOLMOHHAS UCTOPUSI OpraHUYeCcKux huiy-
MOB [Stdmme] — 3T0 1IeJTOCTHAsI HayKa 00 M3MEeHEHM -
sIX (hopMBbI, Yepe3 KOTOPbIe MPOXOASAT (PUIYyMbI B Te-
YeHUE BCEro UX CYIIECTBOBAHMS U3-3a U3MEHEHMIA
X BUIIOB WJIU BUJOB, BKIIIOYAIOIIUX MTOCIEI0BATENb-
HbIE WJIM COCYLIECTBYIOLIME OJU3KOPOICTBEHHBIE
yneHbl Kaxxaoro ¢rinyma” (Haeckel, 1866b, c. 303).

Camas nirmHHAas Ti1aBa Bo Becex 1Byx Tomax (I'ma-
Ba 19: “Teopus nmpoucxoxaeHUs U 0TOopa”) 3HAKO-
MUT YMTATEJIsl C KPaTKOM UCTOPHUE U pacIlIMPEHHBIM
OOBSICHEHEM LICHTPAJIbHBIX ITOHSTUII HacjeIoBa-
HUS M ajarTaliu, Kaxka0e U3 KOTOPBIX CJIeAyeT CBO-
UM SMIIMPUYECKU BbIBEIEHHBIM 3aKoHaM [Gesetze]
(Haeckel, 1866b, c. 180—222). Tonbko B rimase 20
“OHTOreHeTUYEeCKME TE3MCHI” COIEPKUTCS KITIoUe-
Basi KOHIIETIIUS TOTO, YTO B OoJjiee MO3MHUX padboTax
OymeT Ha3BIBAThCS “OMOreHETUYECKMM 3aKOHOM”.
Ona copMynupoBaHa cpeau B OOIIEN CIIOXHOCTU
44 Te31coB, KOTOpbIC SIBJISIIOTCSI CBOEOOpa3HOit 00-
30pHOI TOYKOUW Ha TOPHOM TpOIle, C KOTOPOM XOpO-
1110 BUIHA MIPOMI€HHAS TEPPUTOPUSI U TOT ITyTh, KOTO-
PBIii ellle MpeaCcTOUT MpoiiTy B “O01eit Mopdonaoruu
opranu3MoB”. Mcnoab3oBaHre TaKMX PEBU3MOHHBIX
“Te3MCOB” B KAUeCTBE IUIAKTUIECKOTO METOAa, HECO-
MHEHHO, OKa3aJIo BIUSHNE Ha OoJiee MTO3THUE TEKCThI
no 61oJ0oruu, Harprumep, yueHuka I'ekkenss Puuapma
I'eptBura (Richard Hertwig, 1850—1937) (Ulrich
1967, c. 206).

IMocnennue mnsTh Te3ucoB (40—44) kacarorcst
“IIpUYMHHOI CBSI3M OMOHTUYECKOI 1 (DUJIeTUIECKOI
IBOJTIOLIMU “, M “3aKOH” JIy4Ille BCETO BhIPasKeH CJIOBa-
Mu camoro ['ekkensi: “OHTOTEHE3 ... KOCBEHHO 00y-
CJIOBJICH [bedingt] pumoreHe3oMm... puiryma, K KOTOpPO-
My OH TipuHamiexur” (40); aTo “KpaTKkoe U ObICTpOE
MOBTOpeHUE (huioreHesa, o0ycIOBIeHHOe (hU3UOJIO-
TMYECKUMU (PYHKUMSIMUA HaCJIeICTBEHHOCTU (pa3-

MMOPTEC u np.

MHOXEHUS) U IIpucnocoOieHus (muranus)” (41); u
“opraHNM4ecK1ii MHIUBUAYYM ITOBTOpSIET [wiederholf]
B OBICTPOM U KPATKOM XOZI€ CBOETO Pa3BUTUSI BaXKHEI -
LIME U3 TeX U3MEHEHU (DOPMBI, Uepe3 KOTOphIe MPO-
LIJIM €0 MpeaKU B XOA€ CBOEM HOJroit 1 MeajIeHHOM
MaJICOHTOJIOTUUECKOI ABOMIOLIMU, COIJIACHO 3aKOHaM
HacJiemoBaHusI U npucriocoonenus” (42) (Haeckel,
1866b, c. 300).

W3 nmatm paccMaTpuBaeMbIX T€3UCOB, (POPMYIIH-
poBKU MepBbix Tpex (40—42) ObUIM NMPUHLMIUAb-
HBIM 00pa3M H3MeHEHBI OJjiaromapsi MOCJICTHUMH,
43-my 1 44-My Te3mcaM, KOTOPEIE YYUTBIBAIOT CIIOXK-
HOCTU, OOHapyXeHHbIe ['eKKeJieM B CBUIETEIbCTBAX
9BOJIIOLIMOHHEIX U3MEHEHUIT OHTOreHe3a: “IoJIHas 1
TOYHAS PEKANUTYAIINS” “BBIYCPKUBACTCI U COKpa-
maercst” “[verwischt und abgekiirzt], moToMy 4TO “OHTO-
reHe3 BCeraa BeIOMpaeT HauboJiee npsiMoii myTh” (43);
¥ cama I10 ceOe peKarnmuTyaIIns CTAaHOBUTCS ““airb-
CUPULITPOBAHHON U U3MEHEHHOM M3-3a BTOPUYHBIX
ananTtaiuit” [gefdlscht und abgedndert durch secunddre
Anpassung]” n, TakuM o00pa3oM, peKaImUTYJISIIINS
“gaBJIsIeTCS TEM 0OJiee TOYHOI, YeM 0oJiee CXOIHBIMU
OBLIM YCJIOBHSI CYILIECTBOBAaHUS, IIPU KOTOPBIX pa3-
BUBaJIUCH OMOH 1 ero npeaku” (44) (Haeckel, 1866b,
c. 300).

I'ekkens yxxe B “O011eit MOp(HOJTOTUN OpraHu3-
MOB” IIPOBOIWJI pa3jiMuMe MEXKIy CBOMMHU “Te3Mca-
mu” u “3akonamu’”’ (Gesetze), TepMHUH, KOTOPBII OH,
KaK MbI BUJEJIHU, C YIOBOJIbCTBUEM UCTIOIB30BAJI B OT-
HOILIICHUM SMIUPUYECKUX 3aKOHOMEPHOCTEi, Ha-
OmrogaeMbIX B HacaenoBanuu u amanrauum (Haeckel,
1866b, c. 180—225), 1 KOTOpHI OH paccMaTpUBal
KakK IIPMMEHUMEI K 3aKOHaM B €ro 0oJiee Mo3THEM
oOCYyXXKIeHUN “(PUIoreHeTHYEeCKO 3BOIOMN. B
riaBe 26 Toma 11. Kak 1 B ci1yyae paciipeHHOro oo-
cyxneHust “mopdonornyeckux Te3ncoB” B Tome I
(Haeckel, 1866a, c. 364), 3mech UCITOJIb30BAHUE CIIO-
Ba “Te3UChl” OBLIIO YMECTHBIM, IT0 MHEHUIO I eKKes,
JUIST OTIMCAHUSI CaMOil HayKUd B €¢ 3BOJIIOLIMOHHOM
ctaHoBiieHNN: “Takoif HayKe, KaK MOP(HOIOTHS Op-
raHU3MOB, KOTOpasl ellle HaXOMUTCS B KOJIBIOSIH
[in primis cunabilis], Hamo ele IpoiiT MeTaMopd o3,
MpexXae 4YeM OHa CMOXET OCMEIUTHCS IEeKIapupo-
BaTh IJISI CBOMX IOCTYJIATOB paHT aOCOIIOTHBIX, 0€3-
YCJIOBHBIX 3aKOHOB MPUPOAHEL.... B oTHOIIeHMM uX
IajbHEHNIero “pa3BUTUS OO YPOBHS 3aKOHOB MBI
JIOJDKHBI HaJesIThCSl Ha HaIMX IocjemoBateiaein””
(Haeckel, 1866b, c. 295). I'ekkenb B3sUT Ha cebsl 3TO
“nmampHelIee paspuTne” .

PASBUTHUE BUOTEHETHUYECKOI'O 3AKOHA
N TEOPUU I'ACTPEU B INTO3AHUX TEKCTAX

I'ekkens 3aMeTHO TpaHCHOPMUPYET COOCTBEH-
HYI0 TEPMUHOJIOTUIO B TIOCHEAyIOIIUMX paboTax,
MIpeaIPUHUMAs TTOTBITKA cAeNaTh KIIIOYeBble KOH-
LIETIIIMU, TAKKE KaK TE3UC O PEKAIUTYJISIIIUM, OTHO-
BpEMEHHO 0oJiee AMUCTEMUYECKU HaleXKHBIMU U 60-
Jiee TIOHSITHBIMU IJ1s1 Inpokoit aynuropuu (Olsson,
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Hofifeld 2007; Hoffeld, Olsson 2008; Hof3feld et al.,
2011). B ero “EcTecTBeHHOI UCTOPUM MUPO3IAHUS”
(1868), monyJIpHOCTh M IIMPOKOE PaCIpPOCTpaHe-
HIE KOTOPOI MBI yXe OTMEUaId, IIPUIMHHAS CBSI3b
MEXIy pa3sBUTHEM OMOHTA W (PUICTUUECKOM 3BOJIO-
1Mei paccMarpuBaiach Kak BaKHeulllee U HEOIPO-
BEPKMMOE T0Ka3aTeJIbCTBO TEOPUHU IIPOUCXOXKICHUS
(puc. 3; Haeckel, 1868, c. 227—258). UMeHHO B
1872 roay B mepBOM TOMe TPEXTOMHOK MOHOTpaduu
I'ekkesis1 06 M3BECTKOBBIX I'yOKaX BII€PBBIC ITOSIBIISI-
eTcd TEPMUH “OMOTreHEeTUYECKUIA 3aKOH~ IJIST OTpaXke-
HUSI 3TOM CBSI3U: TYOKU BbIpaXkalOT CBOUM CYIIECTBO-
BaHUEM “TJIyOOKMII CMBICII 3TOI0 OMOTreHETUIECKOIO
OCHOBHOTO 3aK0OHa [biogenetischen Grundgesetzes|. 160
BCSI OpraHu3alMsl 3TUX KUBOTHBIX CTAHOBUTCSI IIJIsI
Hac SICHOM TOJIbKO 4epe3 MX OHTOreHe3, Yepe3 KOTOo-
PBIii MBI HETIOCPEICTBEHHO IIPUXOAUM K UX (uiiore-
Hesy” (Haeckel, 1872, 1. I, c. 215). Kak yTtBepxnaet
I'exkenb, TO, 9TO OBLIO “Te3nrcoM” B “O061Ieit MOpdo-
JIOTUM OPraHU3MOB”, TeNEph, B 3TOM TEKCTE, ITOIy-
yujo aMIMmpudeckoe ooocHoBanue (Reynolds, Hiils-
mann, 2008; Reynolds, 2019). B Toii xxe paboTe oH
LUATUPYET COOCTBeHHYIO0 KHUTY (“OO0I111yto MopdoJio-
TM10”), MPOSICHSISI CBOM KOHLIETIIIMA U CBOASI B OTHO
LEHTPAJIbHOE YTBEPXKICHNE TUIOTE3y O PEeKAIUTYIISI-
M, KOTOPYIO OH pa3padoTai B “O0mieit MopdoIorum
opranu3moB”. Kak oH muiler, “oCHOBOIIOMAraronuii
3aKOH OPraHMYeCKOM 9BOJIIOLINI OH ITOCTABUJI Ha BEp-
IIHY “Teopry MPUUNHHOI CBSI3M OHTOreHe3a 1 (prto-
reHe3a”, Ha KOTOpPOU OCHOBaHA BCSI DBOJIIOLIMOHHASI
uctopus (Haeckel, 1872, 1. I, c. 471). B ToM e nepBoM
ToMe ['eKKeTb MOCBSATHI LIETYIO TJIaBy “(pHIIOTeHEe3Y Ty-
00K”, yroTpeO1sisi CHHOHUMWYHBIE TEPMUHBI “Duiio-
reHe3”, “ucropus ¢uiayma” (MM UCTOPUSI CTBOJIA) U
“ITaJieOHTOJIOTMYECKasl ABOJIIOIMOHHAS HCTOpUs”
(Haeckel, 1872, I. 340). OtnenpHas rjaBa, IOCBSI-
IeHHasl OHTOTeHe3y, BBOAUT TEPMUH “MCTOPUS 3a-
ponbria” [Keimesgeschichte] m “wHIuBUIyalbHaS
ucropust pas3Butusi”’ [individuelle Entwicklungsges-
chichte] xak cunonuMsbl (Haeckel, 1872, 1. I, c. 328).
B TpeTheM TOMe MOHOTpad M 0 U3BECTKOBBIX T'yOKax
I'ekkenb caeiaa CBOU pe3yabTaThl 00Jiee TOCTYIHBI-
MU IS IIMPOKOTO Kpyra 4muTraTesicii ¢ ITOMOIIBIO
n3o0pa3uTeNbHbIX cpencts (puc. 4; Haeckel, 1872b).

B uenom nonynsipabie pabotsl I'ekkess 3akpenu-
JIU UCTIOJIb30BaHME HEMELIKUX TEPMUHOB Keimesges-
chichte n Stammesgeschichte, 0cOOeHHO B ero Ooiee
MO3THUX paboTax: “AHTpPONOTeHe3 MM SBOTIOLIMOH-
Hasl UCTopus uesioBeka” (Anthropogenie oder Entwick-
elungsgeschichte des Menschen) n “3aragka BceneH-
Hoit” (Weltrdthsel). Kak BUIHO 13 TaOIUIEI 1, B Tpex
9TUX KHUTAX TOpa3lo MEeHbIIIE CIIeIUaTbHbBIX TEPMU-
HOB, a HEKOTOPbI€ 1 BOBCE HE UCIOJIL3YIOTCS B psiie
ciydaeB (Hampumep, “OmoH” m “oHta”). M Haobo-
poOT, TEPMUH “OMOTeHETUYECKUNA (hyHIaMEHTATbHBINA
3aKoH” |biogenetisches Grundgesetz] mocne 1872 roma
BCE Yallle MOSBIISIETCS B OMYISIPHBIX KHUTAX, YTO Cy-
ILIECTBEHHO CIOCOOCTBOBAJIO CTAOMIBHOCTU TEPMMU-
Ha B ToCjeaylolue 1ecITUIeTUs, HECMOTPSl Ha He-
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onHo3HayHoe Bocrpustue pabor I'ekkens (Ulrich
1968; Joshi 2018b). Hampumep, B “AHTporioreHese”
(1874), BeigepxkaBuieM K 1910 roay 1miectb U3maHUIA,
I'ekkenb cTpeMmiicsl MoKa3aTh, IO KaKOWl CTEICeHU
MOXKHO PacIio3HaTh B OAHOM OpPraHMU3Me BECh MCTO-
pUYEeCKU CBSI3aHHBIN PsiL ero MpeakoB. B aToit KHure
I'ekkenb cTpemMuiics B HauboJiee SICHOM (hopMe TToKa-
3aTh 9BOJIIOLIMOHHYIO JIMHUIO XXKUBOTHBIX, BEIYIIIYIO K
YeJIOBEKY, KOTOPYIO OH PEKOHCTPYHUPOBAJ Yyepe3 Uc-
TOPUIO Pa3BUTHUS OTIOECILHBIX OPraHOB C IOMOIIBLIO
OmoreHeTMUEeCKOro 3akoHa. MIMeHHO B 3TOif padoTte
OH TIpeICTaBUJI N300pakeHUsI SMOPUOHOB, KOTOPHIE
OBICTpO cTaau (1 IO CUX IIOP SIBJISIIOTCS) 3HAKOBBEIMU
st I'ekkenst (Hopwood, 2015). OH Hayas1 MUCITOIb30-
BaTh M300paxkeHUsT SMOPUOHOB yxke B 1868 romy B
“EcTecTBEeHHOII MCTOpUM MHUpPO3NaHUS’, B TJIaBe,
MOKa3aTeJIbHO HAa3BaHHOM “DBOJIIOLIMOHHBIE 3aKO-
Hbl [Entwicklungsgesetze] opraHnmdeckoro duiayma
[Stdmme] n nHIMBUIYYMOB: (PUIJIOTEHE3 U OHTOIE-
He3” (puc. 3; Haeckel, 1868, c. 227—258). IIpumeua-
TeJIbHO, YTO Maphbl WILTIOCTPALIMiA SMOPHUOHOB JIJISI CO-
0aK ¥ JIIoAei, a TakKKe KypUIIbl M YepellaXy COOTBET-
CTBEHHO OBLIM TIOCTEIIEHHO I0padoTaHbl B OoJjiee
no3gHux n3ganuax (1868—1909) (Hopwood, 2015).
W B TOli Ke paboTe MOBTOPSIETCST OMOTeHETUYECKIIA
3aKOH, pa3paboraHHblil Bo II Tome “O611eit Mopdo-
JIOTMM OPTaHU3MOB”, CO CCHIJIKOI Ha KJII0UEBbIC IJ1a-
BHI “O011eit Mopdolornu opraHM3MOB”, TaK1e KaK
“DBOJIIOIIMOHHAS MUCTOPUS MOPQPOITOTMIESCKUX WMH-
nuBuayymMoB” U “OHToreHeTnyeckue te3uckl” (Hae-
ckel, 1868, c. 253).

Ho nauOosiee mosHOe NIpUMEHEeHUE OMOTeHEeTH-
YeCKOro 3aKOHA MOXHO HaliTh B paboTax ['ekkeJs 1Mo
Teopuu ractpen. CornacHo I'ekkemnto, racTpest — 3TO
runoteTudeckast 6azosast opma (Urform), u3 Koto-
PO BOTIOLIMOHUPOBATIA BCE MHOTOKJIETOUHBIE KM -
BoTHbIe. OHa He OCTaBWJIA CJICAOB B ITAJIEOHTOJIOTH-
YeCKOil JIETONUCH, U IIO3TOMY MOXET ObITh OOHApY-
KeHa TOJbKO KaK CTaausl TacTpyJbl B pPa3sBUTUU
MHOTHX COBPEMEHHBIX XWBOTHBIX: “OCHOBBIBAsICH
Ha UASHTUYHOCTHU TacTpyJl IpelCcTaBUTEIICi caMbIX
Pa3HBIX (DUITYMOB XXHUBOTHBIX, OT I'yOOK IO ITO3BOHOY-
HBIX, S 3aKJII0YAl0, COTJIACHO OMOTEHETUYECKOMY 3a-
KOHY, 4TO (PUITyMbI JKMBOTHBIX UMEIOT O0IIIee POUC-
XOXJIEHUE OT OJHOTO €AUHCTBEHHOI'O HEM3BECTHOIO
MpeaKa, KOTOPBIM MO CYIIECTBY ObLT MIEHTUYCH ra-
crpyne: Gastraea” (Haeckel, 1872, c. 467). I'ekkenb
CUMTAJI, UYTO CBOEI TeOpUE racTper OH JOKa3all MO-
HODUIIETUYECKOE MPOMCXOXIECHNE BCEX MHOTOKIIE-
TOYHBIX XXUBOTHBIX. ECJIN 1Ba MEpBUYHBIX 3apO/IbIIIIe-
BBIX JINCTKA OEUCTBUTEIHLHO TOMOJIOTUYHBLI y BCeEX
Metazoa, kak noctyaupoBai I'ekkerb, To 3TO cTajio
OBI OOBSICHEHUEM PAHHETO U OYEHD BasKHOT'O COOBITUS
B 3BOJIIOLIMM 3MOPUOHATLHOIO Pa3BUTUSI — ITPOMC-
xoxnaeHus: 3aponbliiieBbix UcTKoB (Haeckel, 1874a,
1875; Grell 1979).

Takum oOpa3om, MepBBIA TOM MOHOTrpaduM 1o
U3BECTKOBBIM TyOoKaMm (1872) ObLT BaxkeH He TOJBKO
TeM, 4TO coaepKaa (OpMyIUPOBKY “OMOTeHETHYIE-
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Puc. 3. PucyHku sMOGpMOHOB MO3BOHOYHBIX XKUBOTHBIX (110: Haeckel, 1868, c. 240).
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Taf 40

Puc. 4. CxemaTnueckoe npencrabjieHue KaHaJIOB BOJOHOCHOM cUCTEMBI T'YOOK Y pa3JIMUHBIX MpeAcTaBuTeneit Leucon: a, 0, 3,
U — Cpe3bl, MEePIeHANKYJISIPHbIE allMKO-0a3aJIbHON OCU TYOKH; B—X — CPe3bl BIOJIb allMKO-0a3aIbHOM OCU I'yOOK Ha pa3HbIX
cranusx pa3suus (mo: Haeckel, 1872b, puc. 40).
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— 17) (nmo: Haeckel 1910, Plate II).
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Puc. 6. 3aponpliiieBblie JTUCTKU pa3IMYHbIX opranu3moB (mmo: Haeckel 1874a, Plate 111).
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CKOro 3aKOHa”; B TOi ke pabore I'ekkenrb Hammcan
KOpPOTKYyI0 (4 cTpaHuMIBI) TIJaBy II04 Ha3BaHUEM
“Teopust 3apOABILIEBBIX JIUCTKOB U (prIoreHEeTUYe-
ckoe apeBo xkuBoTHEIX” (Haeckel, 1872, c. 464—467).
31mech OH BiepBhIe C(POPMYITMPOBAI TE3NC O TOMOJIO-
TMYHOCTU 3apOJIbIIIEBBIX JIMCTKOB Y Bcex Metazoa.
VYxxe Bo 11 Tome “O01ieit Mopdoaorum opraHu3MoB”
I'ekkenrs BBIIBUHYJI TPEOIIONOXEeHNE 00 o00IIeM
TpeaKe sl BCero 1uapcTBa XUBOTHBIX [ Thierreich] n
€ro IIPOMCXOXIECHUM OT OJHOI (PUIOTeHETUICCKOM
dopmnur (Haeckel, 1866b, c. 408—417). Bboaee Toro,
no3unuio I'ekkess MoAKpernsiii TOT (akT, YTO €ro
dunoreHeTndeckue Te3uchl “OO0mIeit Mopdoaoruu
OpPTaHM3MOB” OBIJIM BITOJEIACTBUM TOITBEPKICHBI
padotamu Anekcanapa OHydpuesuuya KoBaaeBcko-
ro (1840—1901) (Haeckel, 1872, c. 466). B mociemyro-
mux u3naHusgx ['eKKenb mMposiCHUI CBOIO MHEHHE O
3HAYEeHUU U3YYeHUs SMOPUOHOB, HAIIpUMep, B Tpe-
TheM m3naHuu “EcTecTBeHHOII MCTOpHMU MUPO3da-
Hus” (Haeckel, 1872, puc. 111, c. 499). B 6onee mo3n-
HUX U3JaHUSIX OH HCITOJIb30BaJl PUCYHKU, YTOOBI BU-
3yalIM3upoBaTh Teopuio ractpen (puc. 5). OH Takke
MPUBOINII B CBOMX paboTax M300paxkeHUS 3apOmbl-
IIIEBBIX JIMCTKOB Pa3INYHBIX OpraHU3MOB (pHc. 6).

B 6onee mo3mHux paborax I'ekkeiab pa3BUI TeO-
puIo TacTpeu, Harpumep, B “Mopdosorun napys3o-
puii” (Zur Morphologie der Infusorien) (Haeckel,
1883) u B “HccimemoBaHusSIX IO TEOpUM TacTpen”’
(Studien zur Gastraea-Theorie) (Haeckel, 1873, c. 77),
a TakxXe B psifie ApyTuxX padboT, HalIpuMep, B €ro cTa-
The 1874 1., oryGiMKoBaHHOM B XKypHasie ecTecTBeH-
HbIX HayK Mensl (Jenaische Zeitschrift fiir Naturwis-
senschaft) (Haeckel, 1874b). B ToM Xe oIy OH OITy0-
JIMKOBaJI BechMa MNOMYJISIpHBII “AHTpoIrioreHes”, B
KOTOPOM MCITIOJIb30Bajl KOHLETILINIO TaCTPEU, CEIaB
ee JIOCTYITHOU 1151 Topasao 0oJjiee IMPOKOTro Kpyra
yurareaeit (cm. Tadi. 1).

SAKJIFIOYEHUE

I'ekkenb moHMMAaI M IPUHUMAI HEOOXOIMMOCTh
BBEICHMS B HAYUHBIN M OOIIECTBEHHBIN IUCKYPC HO-
BBIX TEPMUHOB M KOHILIEIILINIA, a TakKXKe pa3padoTKu
IUIST HAX Y4eTKUX olpeneieHnii. UMeHHO 3TO cTano
OIHUM 13 OCHOBHBIX TOCTMK€HUM ['eKKess1, Haualio
KOTOpPOMY OBLIO IIOJIOXXEHO B €T0 YIUBUTEIHLHOM
“O0meit MopdoIOTUN OpraHu3MoB”. OTJISIAbIBasICh
Has3an, I'ekkenb camM IpU3HaBaJl HECOBEPIIEHCTBA
stoii tepBoit mombITkY (Ulrich, 1967). OH oco3HaBai
OrpOMHOE KOJIWYECTBO U CJIOXKHOCTb BBOAVMMBIX UM
TEPMUHOJIOTUYECKUX HOBIIECTB M M3BICKUBAJI CIIO-
COOBI COKpaTUTh MCIIOJb30BaHUE “CHeLMNaTU3UPO-
BaHHBIX” TEPMMHOB B ITOCJIEAYIONINX, OOJIee IOIMy-
JIIpHBIX paboTax. TepMUHOJIOTHUS, cO3daHHAas JIs
KOHIIETIIUIA OHTOJIOTeHe3a W (prjIoreHe3a, BCe elle
aKTyaJibHa CETOIHS, 1 UMEHHO €€ MOXHO IPHU3HATh
OCHOBHOI nHHOBauuei B “O011eit MopdOoI0oTHUN Op-
rann3MoB”. Bckope I'ekkellb Hadaja MCIIOIb30BaTh
JIpyrie CHMHOHUMBI M HEMEIKYI0 TEepMHHOJIOTHUIO,
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0COOEHHO B CBOMX OoJiee ITONYyJISIPHBIX paboTax. DJre-
MEHTBI €Tr0 KOHIEeNIUi, OKa3aBIIUX HauOOJbIlee
BJIMsSIHUE, @ UMEHHO OMOreHEeTUUECKHUiT 3aKOH U TeOo-
pus racTper, MOXHO HaiiTu yXe B ero padborax paH-
HEro M caMoro TBOPYECKOIO IIepHuoaa, KOrma B Teue-
HUE OAHOTO Toja ObLIM HAIMCaHBI BA MAacCCUBHBIE
ToMa “O61eii Mopdoiiornu opranu3dMoB”. Hu oHa,
HH1 “MoHorpadus mo ryokaM” Tak M He OBIJIN epe-
BelleHbl C HEMELIKOTO SI3bIKa M OKAa3aJIMCh JOCTYITHBI
JIMIIB IJIsT OTpaHNYCHHO HEMEIIKOSI3bIYHOM ayIuTO-
puu (Ulrich, 1967; Olsson et al., 2017). HecmoTps Ha
9T0, I'eKKeab UCIoab30Bal U caeian 6oyiee TOCTYII-
HBIMU CBOM HOBBIE KOHIIEIIIIUM B 00JIee IIO3IHUX pa-
0oTax, MCIOJIb3ys KakK JIMHIBUCTUYECKME, TaK U
n3o00pa3uTesibHble cpeacTa. Eine npu xuzHu I'ek-
KeJIsI eTO YIMBUTEIbHASI CIIOCOOHOCTh COUYETaTh KOH-
LETT, I3BIK ¥ N300pa3suTeIbHOE NCKYCCTBO OBITa OT-
MeueHa yJYeHMKaMu U TiocjienoBatensiMu (Porges
et al., 2019; Godel 1906). buoreHeTHYeCKMIi 3aKOH U
€ro NpMMEHEHNE B TEOPUM TacTPer B KaUyeCTBE ITPHU-
YUHHOM CBSI3U MEXIy OHTOTeHE30M 1 (PUJIOTEeHE30M
HoCITy>Xvuiy 111 I'eKKelrst 1eiTMOTUBOM U B €ro IIpO-
CBETUTEIBCKOM MUCCUU. DTa MUCCHUS, HEOTIEIMMAsI
OT HAy4YHBbIX MCCJIEOOBaHMIA, OblIa LIEHTpaJbHOI B
€T0 >KM3HU.

PMHAHCHUPOBAHUME

Vuyactue Mua Croapra B maHHOII paboTe 0OKa3ajioch
BO3MOXHBIMU Oyiaromapsi MoAAep:KKe MpoeKTa DpasMmyc
[Tnioc (TpeBesl-TpaHT JUIsl UCCleqoBaTessl, CTAXUPOBKa B
HccnenoBaTenbCKoit TpymITe Mo 6MoJIorniecKkomMy o6pa3o-
BaHUIO, yHuBepcutTer Mensl um. ®punpuxa HIunnepa
(I'epmanust)).
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Since Charles Darwin (1809—1882) and Ernst Haeckel (1834—1919) published their trailblazing ideas, the
scientific community’s discussion of evolutionary biology has included the topic of embryological develop-
ment. The concepts of ontogeny and phylogeny, still current in contemporary biology, together with the now
obsolete biogenetic law and his Gastraea theory, which trace back to Haeckel, all underwent an evolution of
their own in Haeckel’s works. The record of this evolution makes clear how the features of his thinking that
proved durable, such as ontogeny and phylogeny, were established as such through a difficult creative process
of formation of concepts, theories, and terminology that themselves enjoyed varying fortunes. Beginning with
Haeckel’s Generelle Morphologie der Organismen | General Morphology of Organisms] (1866), this paper traces
aspects of the conceptual and terminological evolution that takes place both within the pages of this highly
complex but seminal work and then chronologically in later works. We include the use of text data mining of
his works to establish and analyze word frequency patterns. We seek to indicate here some of the challenges
Haeckel faced in establishing new concepts and terminology in the General Morphology, and we draw atten-
tion to his efforts in later works to extend this didactic work.

Keywords: Ernst Haeckel, Biogenetic Law, Gastraea Theory, Ontogeny, Phylogeny, Morphology, Zoology
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OBOJIOIUA KN3HEHHDBIX ITUKJIOB METAZOA
N IMTPONCXOXIEHUE ITEJATTYECKUX TNYNHOK
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Ha ocHoOBe pa3nuyHbIX TUTIOTE3 MPOUCXOXAEHUS MHOTOKJIETOYHBIX XXMBOTHBIX MPOAHAIM3MPOBAHA MTPO-
O1eMa TIPOUCXOXKAEHUS XKU3HEHHOTO 1IMKJIa Metazoa. B cOOTBETCTBUM C TUIIOTE3aMU TacTper U (aroiu-
TEJUTbI UICXOOHBIN XKU3HEHHBIHN LIMKJI TpeakoB Metazoa — rojionejarudyeckuii. B pamkax rurores nepBUYHON
CeleHTapHOCTHU TpenoK Metazoa umen neaaro0eHTUYeCKUid XXKU3HEHHbBIN 1TUKII C PaCCEeTUTETbHBIMU JI-
YUHKaMM — CMH300CcNopaMu. B cooTBeTcTBUM € 3TO# runoTe30ii Eumetazoa mpoucxoasiT OT MpOreHeTr-
YeCKMX JUUYMHOK celleHTapHOoTo mpenka. McxomHblit )XU3HeHHBbIN MK Eumetazoa (MHOTOKJIETOUHBIX
>KMBOTHBIX, 00JIaIalolIMX HEPBHOI CUCTEMOM, MyCKYJIaTypOii, pTOM U KMILIEYHUKOM) — 3TO TOJIoNearu-
YeCKU )Ku3HEeHHbI 1TuKIJI. MMeHHO Takoi >Ku3HEeHHBII IMKJI cBOicTBeH Ctenophora, KOTOphIE SIBJISTFOTCS
HauboJjiee paHo obocobuBIIeiics BeTBblo Eumetazoa. Cnidaria u Bilateria siBIsIt0TCSI CECTpPUHCKUMU TPyII-
namu. Mx obmwmii nmpenok npuoOpes menaro-6eHTUYecKuidl XKU3HEeHHbIN UK de novo. [lenarmueckas
4yacTh >KM3HeHHOoro 1ukiaa Cnidaria BKJIIoUaeT TOJIbKO OJIacTyJIbl U racTpybl. ¥ yactu Anthozoa coxpaHsi-
I0TCS TTAaHKTOTpOdHBIE TacTpysbl. [Tnanynst Medusozoa — 3T0 1elIUTOTPOGHBIE TUUYUHKY C YTTPOIIEHHBIM
CTPOEHUEM, OHU YTPATUJIU PACCEIUTENIbHYIO (DYHKIIUIO B CBSI3U C MOSIBJIEHUEM B XKU3HEHHOM LIMKJIE CTa-
Uy Meay3bl. Y TpexciaoliHbix Bilateria mpousonia mpojioHTraus nejarndyeckKoi 4acTu XKU3HEHHOTO 1IUKJIa
3a CUeT IOSIBJIEHUSI PECHUYHBIX OWIaTepaIbHO-CUMMETPUYHBIX JUUYUHOK, KOTOPbIE B AEMCTBUTEIbHOCTH
MPEACTaBIISIIOT COO0 IOBEHWIbHBIE (DOPMBI, TIOTHSTHIE B TOJIILY BOJBI. DTOT (DUIOTEHETUYECKUIT MOIYC
MOXeT ObITh 0003HaUEH CHelMaIbHBIM TEPMUHOM “JapBaiu3anus”. Takum o6pa3oM, JMYMHKU BCEX TPEX-
CJIOMHBIX OWJIaTEpUil UMEIOT 00I1Iee TPOMCXOXKICHUE OT IOBEHWJIBHBIX CTaIUi 0OIIIETO TpeiKa OujiaTepuii.
Mx pecHUYHBIE LIHYPBI TPOU3OIUIN OT BUIOU3ZMEHEHBIX PECHUYHBIX 1IyIaJiel] OBEHWJIbHBIX CTaAuii 00-
mero rnpenka Bilateria. [IpocneskeHbI TOMOJIOTUYHBIE DJIEMEHTHI B PECHUYHBIX IITHYpax JUIMHOK Trocho-
zoa u Deuterostomia.

Knrouesble cro6a: nporcXoXaeHUE MHOTOKJIETOYHBIX, TEOPUSI FaCTpeU, TeOpUsI (parolMTe UIb, TEOPUSI TIep-
BUYHOI CeIeHTapPHOCTH, XXM3HEHHBIN LIUKJI, OOLIMI peaoK OuiaTepuil, nejaarndyecKue JMIYMHKY, JapBa-
JIM3alMsl, peCHUYHBIE IITHYPBI

DOI: 10.1134/50475145019060041

BBEAEHWE

ITpobGnema >BoOINS XKN3HEHHBIX TUKJIOB Meta-
70a U TIPOUCXOXIEHUE UX MENarnYeCKUX JAUNHOK —
9TO OAVH U3 “BEYHBIX” BOIPOCOB CPABHUTEIBLHOI AM-
Opuosiorun 6ecro3BOHOUYHBbIX. Kak u3BecTHO, cyiiie-
CTBYET JIB€ TOUKM 3pEHUS Ha MPOOJEMBbI TIEPBUYHOTO
SKM3HEHHOTO IMKJIa U TIPOUCXOKACHUS TIeJIarnyeCKrX
JIMYMHOK. BpImaromuiicss poCCUMCKHUA 3MOpUOJIOT
I1.T1. MBaHOB cumTall, 9TO IIPSIMOE pa3BUTHE TIep-
BUYHO U YTO “JIMYMHKA MOSIBJSICTCS B pa3BUTUU KM~
BOTHOTO MOTOMY, YTO MHUTATEJIBHOTO MaTepuana,
HaKarIMBAIOIIETOCS B OOLIUTE B MEPUO XKEJITKOOO-
pa3oBaHUs, HEAOCTATOYHO [UISI TIOJTHOTO 3aBeple-
HUS 3apOABIIIEM CBOETO PA3BUTHSI, M OH BBIXOJIUT U3
sgiia Ha O0ojiee I MeHee paHHell SMOpUOHAIbLHOMN

cragun” (MBaHoB, 1937, c. 95). MHeHHe O TOM, YTO
MpsIMOE Pa3BUTHUE WJIU PA3BUTHUE C HETTUTAIOIIMMUCS
JIEIUTOTPO(PHBIMU TUUMHKAMU TIEPBUYHBI [IJISI MHO-
TOKJIETOYHBIX, a TIJIAHKTOTPOGHbIE TUIMHKNA BO3HU-
KaJIl He3aBUCHUMO U HECKOJIbKO pa3, IIMPOKO pac-
MIPOCTPaHEHO B IMTepaType (CM., HaripuMmep, Salvini-
Plawen, 1980; WBanosa-Ka3zac, 1987, 1988, 1995;
Willmer, 1990; Haszprunar et al., 1995; Jenner, 2000;
Hadfield et al., 2001; Sly et al., 2003; Raff, 2008; Raff,
Raft, 2009 u ap.).

IIpsimo mMpOTUBOIIONIOXHAS TOUKA 3PEHUS B TE€ XKe
roabl ObUIa BhICKazaHa U.U. E)KI/IKOBBIM, KOTOPBIN
I0JIaraji, YTo €CjM “pa3BUTHE MMeeT IIPUMUTUBHBIA
XapakTep, TO Kaxkaast CTaavs BeAeT CBOOOIHEBIN 00pa3
XKU3HU U CaMOCTOSITEIbHO IOAEPKUBAET CBOE CY-
mectBoBanue” (Exukos, 1939, c. 261). MHorue aB-
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Puc. 1. HDOI/ICXO}KZ[CHI/IS MHOTOKJIETOYHbIX JKUBOTHBLIX B
COOTBETCTBUHU C TUITOTE301 racTpeu.

Ctenophora Cnidaria

Porifera

Puc. 2. npOI/ICXO}KI[CHI/Ie MHOT'OKJIETOYHBIX 2KUBOTHBIX B
COOTBETCTBUU C TUITOTE301 (lﬁ)aFOL[I/ITE.TIJIbI.

TOpPBI MPUAEPKUBAINCH MHEHUSI, UYTO KU3HEHHBIN
LUK C IJIAHKTOTPOGHBIMU JIMYMHKAMU — 3TO Iep-
BUYHAsI YepTa MHOTOKJIETOUHBIX KMBOTHBIX M YTO
rnepexol K JeHUTOTPOMHBIM JTUUYMHKAM U MPSIMOMY
Pa3BUTHIO IIPOMICXOINII B 9BOIIOLIMY MHOTOKPAaTHO B
pPa3HBIX 3BOJIIOLIMOHHLIX BeTBIX Metazoa (Thorson,
1946; Jagersten, 1955, 1959, 1972; Strathmann, 1978,
1985, 1993; Nielsen, 1985, 1987, 1998, 2012, 2013;
Nielsen, Norrevang, 1985; Davidson et al., 1995; Pe-
terson et al., 1997; Peterson, Davidson, 2000; Erwin,
Davidson, 2002).

IMTonbITKM pa3o0paThCsl B 3TOM BOIIPOCE HEU3OEXK-
HO 3aCTaBJISIOT Hac 0OpaTUThCS K MpobeMe Ipouc-
XOXII€HUSI MHOTOKJIETOUHBIX XUBOTHBIX U WX KM3-
HEHHBbIX IMKJIOB.

ITPOBJIEMA ITPOUCXOXIAEHUA
MHOT'OKJIETOYHBIX 2KWBOTHbIX
N NUX XKMU3HEHHDbIX LIUKJIOB

MHOro4ruciaeHHbIE TUIIOTE3bI ITPOUCXOKICHUA
MHOTI'OKJICTOYHBIX 2KWBOTHBIX B CBOC€ BPEMA ObUIH pac-

MAJIAXOB u np.

cMotpensl A.B. UBaHoBeM (1968), paboTa KOTOpOTO
JIO CUX OCTAeTCs CAMBIM MOAPOOHBIM 0630pOM HA TEMY
npoucxoxneHuss Metazoa. Mbl He OymeM 31eCh pac-
CMaTpUBaTh THUITOTE3bI MPOUCXOXICHUST Metazoa oT
MHOTOSIEPHBIX MH(MY30pUil TTyTeM LEJUTIONSpU3aLINI
(cm., HanpuMmep, Hadzi, 1944, 1953, 1963), TOCKOILKY
B HACTOsIIIee BPeMSI OHU yTPaTWUJIM HaydyHOE 3Hauye-
HUE U MPEACTABISIOT MHTEPEC TOJILKO B UCTOpPUYE-
ckoM TtaHe. Cpeln TUIIOTe3 MpoucXoxkaeHus Meta-
Z0a OT KOJIOHUI OTHOSIAEPHBIX MPOTUCTOB MOXKHO
BBIIEIUTH IBE TPYIIIHLI TUTIOTE3, KOTOPHIE LeIec000-
pa3HO Ha3BaTbh TMMIOTE3aMU MEPBUYHON MOOHWIBLHO-
CTU Y TUTIOTE3aMU TIEPBUYHOMN CEACHTAPHOCTH.

K rumote3zam nepBUYHOI MOOMITBHOCTA OTHOCSITCS
JIBE IO CHX MOITYJIIPHBIE TUIIOTE3bI: TUIIOTE3a TacTpen,
pa3paboranHasa D. I'ekkenem (Haeckel, 1874), u rurmo-
Te3a daroumTelibl, npepnoxkennas M.M. Megnuko-
BbIM (Metschnikoff, 1886). O6e runoTe3bl B OpUrnHa-
JIe MOXHO HalitTu B miepBoucTtouHukax (Haeckel,
1874; Mionnep, I'ekkenb, 1940; Metschnikoff, 1886;
MeunukoB, 1950), a mogpoOHBIN UX Tepecka3d — B
kHure A.B. UBaHoBa (1968). OGe runoTe3bl UMeIu 1
WMEIOT MHOTOYMCIICHHBIX CTOPOHHUKOB U TTPOTUB-
HUKOB, KOTOPBIE UX pPa3BUBaIN, MOIU(GULIMPOBAIN 1
KPUTHUKOBAJIM, OMHAKO PAMKU HACTOSIIEH CTaThU He
MO3BOJISIOT YIYOJSITHCS B 9TU UHTEPECHBIC BOIIPO-
ChblI. HI/I)KC MBI YITOMWHAEM TOJIBKO T€ aCII€KThI T'MITIO-
Te3, KOTOPbIE BaXKHBI 151 00CYKIaeMOM TTpOOJIEMBI.

B o06eux rumote3ax mpeariosjaraeTcs, 4ro Ipen-
KOM MHOTOKJICTOUHBIX >KMBOTHBIX ObLIa aKTUBHO
TIaBarolllasi B TOIIE BOJIbI KOJIOHMS reTepOTPOPHBIX
KTyTUKOHOCLEB (puc. 1, 2). KonoHust ¢ HE60AbIINM
YMCJIOM KJIETOK B TUIIOTE3€ racTpeu IojIydinia Ha3Ba-
Hue “Mopess” (OT cTaguu MOPYJbI B APOOJIECHUU
MHOTOKJIETOYHBIX). bojiee 1mo3aHsIs1 puyioreHeTh4e-
CKasl cTaaus — lapoodpa3Hasi KojioHus1 — “biacres”
(ot ctanuu 61acTyiibl). B manbHelilieM Ha nepeaHeM
MOJIIOCE TaKOM KOJIOHWU ITOSIBUJIOCH BIISTYMBAHUE —
NEPBUYHbIN KUIIEYHUK, COCAUMHEHHBIN C BHEILIHEN
Cpenoil MepBUYHBIM PTOM. Takoil THUMOTETUYECKUIA
JBYXCJIOMHBINA MPEAOK C ABYMSI SIIUTEIUATbHBIMU CJIO-
SIMU, PTOM 1 XOPOIIO BbIPAXK€HHOM MOJI0CThIO KUIILIEY-
HuKa Ob11 Ha3BaH “I'actpeeit” (puc. 1).

B rumnorese ractpeu npeaku Metazoa UMeIu rojo-
reJlarnyeckuil XKU3HeHHbI LMK, B cooTBeTCTBUU €
nejarndeckum oopa3oM KU3HU O1acTest U ractpest 00-
Jlaganau panvaibHoit cumMetpueit. [To3nHee, Kak Hal-
CTaBKa HaJ TojI0MneaarnyeCKuM KU3HEHHBIM LIUKJIOM,
nosiBlIach noHHas ctagus. I'ekkenb (Haeckel, 1874)
paccMmaTpuBall TyOOK U KUIIIEYHOTOJIOCTHBIX KaK Hau-
0oJsiee TIPUMUTUBHBIX MHOTOKJIETOUYHbBIX, COXpaHUB-
LIMX OpPraHU3alNIO racTpeu BO B3POCIOM COCTOSIHUU
(puc. 1). CornmacHo aBTopaM 0oJ1ee IT030HMX padoT, OT
panvaibHO-CUMMETPUYHOI TIeJIJarMYecKoil racrpewu,
rnepeleiiei K JOHHOMY CYIlIECTBOBaHUIO, MTPOM30-
num npenku Bilateria, y KoTopbIx, TakuM o0pa3om,
chopMUpPOBAICS  TMEJIArO-0EHTUYECKUI >KU3HEHHbII
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kI (cM., Hanpumep, Nielsen, 1985, 1987, 1998, 2012,
2013).

B omHOI M3 MIMPOKO M3BECTHBIX MOIM(UKALIIIA
TUITOTE3Bl TACTPEU TIPEANoaraioch, 4To Iepexoa K
JIOHHOMY CYIIIECTBOBAaHUIO MTPOU3O0IIIE] HE Ha CTaIuN
racTpeu, a Ha CTaauu 0JjlacTeu: TaK BOZHMKIIA OuaTe-
pobiacTtesi, U3 KOTOPOI BNOCIEACTBUU CHOPMUPO-
Bayiack Ouitareporactped (Jagersten, 1955, 1959, 1972).
B manpHeiinem ot OmiaTeporacTpey IpoOMn30IILII KaK
Tpexciiolinble Bilateria, Tak M JBYXCIOMHBIE Opra-
Hu3mbl (Cnidaria u Ctenophora), a Takxke ryoku. B
TUIIOTEe3e OMIaTeporacTper IIpearoiaraioch, YTO
TEPBUYHBIN KU3HEHHBIM LIMKJI NpeakoB Metazoa —
rojionejflaruyeckuii, a mneaaro-0eHTUYEeCKU UK
chopMUpOBaICS YK€ Ha CTaauM 0JacTyI000pa3HbIX
npeakoB (Jagersten, 1955, 1959, 1972).

B rumnotese darouuremnsl (Metschnikoff, 1886;
MeyHukoB, 1950) mpenkaMu MHOTOKJIETOUHBIX CUMATA-
JINCh LIAPOBUIHBIE KOJIOHMU KTYTUKOHOCIEB, KOTO-
pble MUTAJIMCH IMyTeM (harolmTo3a, T.e. 3axBaTa Mulle-
BBIX YaCTHII OTIEIbHBIMU KJIETKAMU — YWICHAMM KOJIO-
Huu (puc. 2). Harmorapiimecs IMINEBBIX YacTHIL
KJIETKU TEPSUIM KTYTUKU U TIOTPY>KaTUCh BHYTPb KOJIO-
HUU, QOPMUPYS BHYTPEHHIOID Maccy amMeOOUIHBIX
Ki1eToK. B manpHeiiem Takass BpeMeHHast nuddepeH-
LMPOBKA CTajla MOCTOSSHHOM: HAPY>KHBIN XTYTUKOBBI
cJioit (KnHOOJ1acT) obecreuynBal JIOKOMOLIMIO, a KJIeT-
KM BHYTpeHHell Macchl ((paromurobiacra) — mepeBa-
pUBaHME MUIIEBBIX YaCTUII, KOTOPHIC OHU 3aXBaThIBa-
JIM 4yepe3 TIOphl MeXy KJieTKaMHu KuHoOjacTa. Takoii
TUITOTETUYECKMIT IPEIOK C HAPYKHBIM KT'yTUKOBBIM
SITUTEJIMEM U BHYTPEHHEI Maccoif aMeOOMITHBIX KJIe-
ToK-(arouToB ObUT Ha3BaH “‘paronutennoin”. B
JaJbHEeNIeM Ha 3agHeM noJjroce (harouTesIbl BO3-
HHUK YY4acTOK, TIe aMeOOMIHbIC KIeTKHN (harolmuTo-
Oacta OCOOEHHO aKTMBHO 3axBaThIBaJIU ITUIIEBbIC
YacCTHUIILI — IPO00pa3 IIepBUYHOIO PTa, OOHAKO 3TOT
pOT BeJl HEe B KMIIIEYHUK, a K aMeOOMIHBIM KJI€TKaM
darouurobdnacra (puc. 2).

I'umote3a darouuTe/ibl OblIa pa3paboTaHa
NU.N. MeunukoBeiM (1886) Ha ocHOBe ero cob6-
CTBEHHBIX McclieqoBaHWI sMOpuoreHe3a Hydrozoa.
B osMOpuoHaNbHOM pa3BUTUU TUAPOUIHBIX HE
BCTpeYaeTCs TaKoil crnocod (GopMUPOBAHUS SHTO-
JIIEpMBI, KaK BIITYMBAaHUE CTEHKM OJIacTysbl (MHBa-
ruHanus). MU.M. Meunukos (1886) cumrai, yto Hy-
drozoa — camasi IPMMUTUBHASI TPYyINa CTPEKAIOLINX
KMIIIEYHOIIOJIOCTHBIX, M IIOTOMY paccMaTprBaj MHBA-
TMHALIMIO0 KaK BTOPUYHBIM criocod dopMupoBaHUs
SHTOJEPMEI, KOTOPHIIA BO3HUK KaK pe3yJIbTaT 3BOJIIO-
M MEXaHU3MOB mpoliecca ractpysauun. 1.1, Meu-
HUKOB (1886) 1 ero CTOPOHHUKM paccMaTPUBAJIN JIV-
IIEHHbIE PTa ¥ KUIIEYHUKA IUIaHY/Ibl TUAPOUIHEIX 1
MapeHXUMYJbl TYOOK KaK CTaauy, PeKaruTyIUpyIo-
1IKe CTPOSHUE TUTIOTETUYECKOM (haroLnTeUIbL.

3amMeTuM, 4YTO COrJIaCHO COBPEMEHHBIM B3I/ AaM,
Medusozoa (B ToM umcie Hydrozoa) — sto amo-
MmopdHas rpynna Cnidaria, B XXKM3HEHHOM IIMKJIE KO-
OHTOTEHE3 Ne 6
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TOPBIX TIOSIBIIIACH OOMOJIHUTEIbHAS IIejarudeckas
cragusi Meny3bl (Collins, 2002; Marques, Collins,
2004; Collins et al., 2006). ITranyner Medusozoa —
3TO KOPOTKOXUBYIINE JIEIUTOTPOMHEIE JIMYNMHKH,
OHM JIMIIIEHBI pTa U (PYHKIIMOHUPYIOIIETO KUIIIEYH -
Ka. I[ToaToOMy OTCYTCTBUE MHBarMHaIU1, KOTOPOE Xa-
pakTepHO mis1 amopuoreHe3a Hydrozoa, ects cien-
CTBME PENYKIIMU PTa U KUINEYHUKA Y JEIUTOTPOd-
HOM TJIaHYJIbI.

Hcxonst u3 rtumoresbl (parouuTesbl, Mpeaku
Metazoa TakxKe MMM roJ0IeIarndeCKuii JKU3HEeH-
HbIM nuki. [1leaaro-0eHTUYECKMI JKU3HEHHBIN LIUKIT
BO3HMKAaJI HECKOJIBKO pa3 KaK HaJCTpOiKa Hall TOJIo-
nejaarndyeckumMm ukiaoM (cM. MBaHoB, 1968). daro-
OUTEJUTHI 03 pTa MepeluIn K JOHHOMY 00pa3y XXN3HN
U a1y HavaJsio TyokaM, ¢haroluTeJibl C pPOTOBBIM OT-
BEPCTHEM, HO 6e3 KMIIIEUHHNKA MEePEILIN K ITOJI3aHUI0
10 THY Y JaJIM Ha4ajio 6€CKUILIEYHBIM TyPOCILISIpUSIM
Acoela (oT KoTopbIX NMpou3ouuin Bce Bilateria), mo-
TOMKHU TIeIarndecKux (arouutesa, copMUpoOBaB-
IIYe SMUTEIM30BAHHBIN KUIIEYHUK, TPUKPEITUINCH
abopanbHbIM TTOJIIOCOM U Aajv Hadasio mpeakam Cni-
daria (puc. 2).

I'mmoTe3sl IepBUYHOM CeACHTAPHOCTH TakKKe MMe-
10T JaBHIOIO MCTOpHIO. BoJblioe BIusTHME Ha pa3BUTHE
SBOJIIOLIMOHHON MOp(dosornn uMesa TMIoTe3a CUH-
300CIIOPHI, ITOAPOOHO pa3paboTaHHas A.A. 3axXxBaTKU-
HbIM (1949). CormacHo 3Toi rurore3e mnpeaKkaMu
Metazoa ObLIM KOJOHUU JOHHBIX XXTYTUKOHOCIIEB.
OHU pa3sMHOXaINCh 300CTIOPaMH, 00pa3yIOIINMUCS
B pe3yJibTaTe MaJUHTOMUYECKOTO HECICHUST 3UTOTHI
(puc. 3, I). Ilocne meprona TJIaBaHWSI OOWHOYHAST
JKTYTHKOBasI 300CITOpa TIPUKPETUIIIach M CHadaia Cy-
IIECTBOBAJIA B BWIE OTWHOYHOTO TPUKPEIIEHHOTO
XKTyTUKoHocla. [Tocae ocenaHust OTMHOYHOM 300CIIO-
pHI 32 CYET MOHOTOMIYECKOTO AeicHUsT (popMUpoBa-
Jlach KoJloHus1. Ha criemyroriieM 3BOTIOIIMOHHOM dTare
JKTYTUKOBBIE 300CTIOPhI, OOpa3yolecs: B pe3y/ibTaTe
MMAJTMHTOMITYECKOTO AEJICHUS 3UTOTHI, He pa3bearHsI-
JIMCh, a OCTABAJINCh coemMMHEeHHBIMU (puc. 3, 2). Takas
paccenuTeIbHasl nejaruueckasi cTaaus Obljla Ha3Ba-
Ha A.A. 3axBaTkuHbIM (1949) cuHzoocnopoil. CuH-
300CTIOpa MPUKPETUISIIIach U cpa3y aBajia Hayajao He
OIMHOYHOI 0COOM, a KOJTOHUM XKT'YyTUKOHOCIIEB.

ITo muenuo A.A. 3axBatkuHa (1949), 6iactyiio-
oOpasHble JIMYMHKU, XapaKTepHble [Jisi MHOTUX
Metazoa, TpeacTaBiIsIIOT COOOM HE UYTO MHOE, KakK
cuH300cCTIophl. TakuM 00pa3oM, COIIaCHO TUIMOTe3e
CUH300CIIOPbI, MEPBUYHBII XKU3HEHHbIH 1TUKJI Meta-
7Z0a — BTO Meaaro-06eHTUYECKUA XXU3HEHHbIN LUK
A.A. 3axBaTkuH (1949) cuurtay, 4TO rumoTe3a CUH-
300CMHOPBI OOBSICHSIET, TOYEMY HU3IIHME MHOTOKJIe-
TOUYHBbIE, HANlpUMep TyOKUW U KHUAApUU, SIBISIOTCS
MPUKPETJIeHHBIMU OpraHu3MaMu. [uroresy CHUH-
3oocriopsl nogaepxan B.H. beknemumies (Beklemi-
shev, 1963; beknemuies, 1964), KOTOpPBIi TIpeario-
Jlaraji, yTo Hu3iue yepBu (Scolecida) mpoucxonst ot
HEOTEeHUYECKUX TUIaHYJd TUApOUIHbIX. CTOPOHHU-
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Puc. 3. [IpoucxoxaeHre MHOTOKJIETOYHBIX )KUBOTHBIX B COOTBETCTBUU C TMITOTE301 MEPBUYHOM CEACHTAPHOCTH: | — KOJIOHUS
KTYTUKOHOCIIEB, pAa3MHOXKAIOIASICSI OMMHOYHBIMU 300CTTOpaMu, 2 — KOJIOHMSI XKTYTUKOHOCLIEB, pa3MHOXKAIOIIAsICSI CHH300C-
nopamu, 3 — ryoKu, pa3MHOXaIOIINECs pacCeIUTETbHBIMM JTIMYMHKAMU — XTYTUKOBBIMU OJ1acTyJIaMU (=CHH300CITOpaMu).

KOM TUINOTEe3 MEePBUYHON CENeHTApPHOCTU ObLT W3-
BecTHBII 30050r Peitnrapar Purep (Rieger, 1994),
KOTOPBIN CUYUTAJ, YTO MOXKHO TTOCTPOUTH SBOJIIOLIM -
OHHBIN PSIT TPUKPETUIEHHBIX KOJOHUABHBIX Mpe/-
KOB Pa3HOTO YPOBHSI OpraHuM3aliiu — OT HU3IINUX
Metazoa no TpexciaoiHbIx Bilateria, a ogMHOYHBIE
MOABUKHBIE (POPMBI MPEACTABISIOT COO0IT MOTOM-
KOB MPOT€HETUYECKUX JIMYUHOK TaKUX KOJOHUM. B
XXI Beke rumoTe3bl TMepBUYHOI CeIeHTapHOCTU T10-
ayawn HoBoe pasButue (Nielsen, 2008; Mikhailov
etal., 2009).

B coBpeMeHHOI TpaKTOBKe TUIOTe3a MEepBUYHOI
CeACHTApHOCTU TIPEaIojaraeT, 4To Iejlaro-OeHTuJe-
CKUI1 >XM3HEHHBI UK ObUI M3HAYaJIbHO TPUCYIIL
MpeaKaM MHOTOKJIETOYHBIX SKUBOTHBIX. [1pu aTOM G1a-
CTyJ1000pa3Hble JUIYMHKU HE PEKaAIUTYJIUPYIOT (hUTo-
TeHETUYECKYIO CTa/IMIO OJlacTer (Kak B TUIOTe3ax Tep-
BUYHOI MOOWJIBHOCTH), a SBJISTFOTCSI YMCTO PaCCeIN-
TeJbHBIMU, TIEPBUYHO JICLIUTOTPOMPHBIMU TMUMHKAMH.

CornacHO TUIIOTe3e TEPBUYHOM CENeHTAPHOCTH,
MpeaIKaMi MHOTOKJIETOYHBIX OBbUIM TOHHBIE KOJIO-
HUW BOPOTHUIKOBBIX KTYTUKOHOCIIEB, KOTOPBIE, TTO-
CTETIEHHO YCJIOXHSISICh, TaJIM HAYaJI0 COBPEMEHHBIM
ryokam (puc. 3, 3). Cpenu ryook 6yacTy1000pa3Hbie
JIMIUHKY XapaKTepHBI, HarmpuMep, st Homosclero-
morpha u Calcispongia (moagpoo6Hee cM. EpeckoB-
ckuii, 2005). I[Tpu MmeTamopdo3e nepenHsist ToJ0BUHA
JIMYWHKY BISTYMBAETCS M TaeT HavyaJo XOoaHOIepMe,
TOTAA Kak 3amHsIs TIOJIOBUHA CTAHOBUTCS 3a4aTKOM
MMMHAKOIEePMBI 1 KJIETOK Me3oxwia. Ecii mpenctaBUTh
cebe, 9TO Takasl ABYXCJIOMHAs CTamvs He TIPUKPETTH-

JIach, a MIPOJIOJIKAalla TeJIaTuYecKoe CYIeCTBOBaHUE,
MBI ITOJIyYM MHBarMHALIMOHHYIO TacTpYJy, TIaBalo-
IIIYIO PTOM BIIepe.

B pamkax runotesbl MepBUYHON CEIeHTApPHOCTHU
npeamnoiaraeTcss, 4ro Eumetazoa mpoucxomsiT OT
MPOTEHETUUECKNX JTUIMHOK TyOKOIMOJOOHBIX Opra-
Hu3MOB (puc. 4). Takue nporeHeTUYECKUE Ieaaru-
YeCKMe OpraHn3Mbl 3aXBaTHIBAJIU IIUIIY OTBEPCTUEM,
00pa30BaBIINMCS B pe3yJIbTaTe BILTYMBAHUS MEPE-
Hell OJIOBUHBI 0J1aCTYJIbI, U TIEpeBapUBaJIU €€ B I10-
JIOCTH, OOpa30BaHHOW BILITUBIIMMCS SHUTEIUCM.
TaknM o6pa3oM, TMIOTETUYECKUI TIpenok Eumeta-
70a UMeJl OpraHu3aluIo TeKKEeJIeBCKOM racTpeu, oJl-
HAKO 110 CBOEMY IIPOMCXOXIASHUIO 3Ta racTpes IMpei-
CTaBJIsIiIa COOO0I MPOTEHETUUECKYIO JIMUYMHKY TYOOK
(cM. Nielsen, 2008).

I'yOky1 HauyMHAIOT MUTAThCS TOJBKO MOC/e TMpU-
KpemaeHus. TUMMIHbIM 1J1s1 TYOOK CIIOCOOOM ITUTa-
HUS IBIseTcsd GUIbTpallmoHHass MUKpodarmust — T.e.
MUTAaHUE OYEHb MEJIKUMM ITHUILIEBLIMU YaCTUIIAMU,
KOTOpPBIE BCACHIBAIOTCSI 4Yepe3 MUKPOCKOINYECKUE
MOPHI U 3aXBaThIBAIOTCS MICEBIOTIOAUSIMU OTASIbHBIX
kiteTok. ITockonbky nipenku Eumetazoa 6pu1u mpo-
TCHETUYECKUMM ITOTOMKAMU JIMYMHOYHBIX CTaIuid,
MEepBOHAYAILHO OHU AOJKHBI ObLIM UMETh MEJIKUE
pa3Mmepbl. DTO O3Hayajgo, YTO MPU MUTAHUU Jaxe
MEJIKOII TOOBIYeil OHM, II0 CYIIECTBY, OKa3bIBaJINUCh
Mmakpodaramu. Bo3amoxxHoO, oBIageHNe OTHOCUTEIIb-
HO KpYITHOW TO0OBIYEN CHOCOOCTBOBAJIO PAa3BUTUIO
HACTOSIIEe MyCKYyJIaTyphl 1 HEPBHOM CHUCTEMBI, T.€.
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TeX YepT, KOTOPhIE HAPSIAY C HAIMYMEM pTa U KUIIIEY-
HUKa oTamyaioT Eumetazoa ot rybok.

Hcxons u3 coBpeMeHHOI BEpCUU TUITOTE3hI Iep-
BUYHOM celeHTapHOCTHU, TIpenoK Eumetazoa momkeH
OBLI 00J1a1aTh CIACAYIOIINMI YepTaMU:

1) 3T0 ObLT ABYXCIOWHBIM OpraHu3M (T.e. UMeN
JIBa BTIUTEIM30BAHHbBIX CJIOS: SKTOJAEPMY U SHTOAEP-
MYy — pa3AeJIEeHHbIX IPOCIOMKOM Me30TJIEU, KOTOpas
MoIJIa COAepXKaTh KJIETOYHBIE JIEMEHTHI);

2) OH BeJI mejlaTnYecKuii 00pa3 XKMU3HU;

3) oH o06ianan paguagibHON (OCEBOI) CUMMETPU-
e, KoTopasl XapakTepHa IJisl TIepBUYHO-TIeJarnye-
CKMX OpTaHU3MOB;

4) OH UMeJI pECHUYHBIN CITOCOO JJOKOMOIINU;
5) OH OBUTAJICS OpaJIbHLIM IOJIOCOM BIIEPE.

Ectb mu cpenu coBpemeHHBIX Eumetazoa XoTst ObI
OJHA TpyIllla, KOTopasi o0jlajacT TaKMM HabopoM
npu3HakoB? Takasl rpymma ectb, M 3Ta Tpylmia —
Ctenophora. Pazymeercsi, coBpeMeHHbIE TpeOHEBU-
KM JAJIEKO YIIJIA OT TUITOTETUYECKOTO IIPOTOTUIIA, HO
OHHM OCTAIOTCS ABYXCIOMHBIMU XUBOTHBIMU. TUIIHAI-
Hble mipeactaButTesm Ctenophora — IUIaHKTOHHBIE
OpraHU3MBbI, OOUTAIOIIKE B TOIILIEC BOAbI. I peOHEeBU-
K1 00J1a1aI0T OCEBOM CUMMeETpHeil, KOTopast coueTa-
eTCs C pagualbHOM CUMMETPUEI B CTPOEHUM CUCTEM
opraHoB. Hukakux nmpu3HakoB OMjaTepajbHO CUM-
MeTpuHM y TpeOHEeBUKOB HeT. HecMoTpst Ha KpyrHbIe
pa3Mephl, TPEOHEBUKU COXPAHSIOT YMCTO PECHUYHBIN
Coco0 OBWXKEHUS, XOTs IJIST JIOKOMOLIMM CJTy>KaT He
XKIYTUKH, KaK Yy JAYMHOK T'YOOK M Yy TUIIOTETHYSKMX
npenkoB Eumetazoa, a BecbMa crielIiaiM3MpoOBaHHbBIC
pEeCHUYHbBIE KJIETKM SIMAEPMIUCA B COCTaBe IPeOHBIX
wiactTuHoK. OTMeTnM, 4To cpeny Eumetazoa pecHud-
Hasl JIOKOMOLIMS XapaKTepHa I JAYMHOK WA IS
OYeHb MEJIKUX OPTaHM3MOB (KOJIOBPAaTOK, TaCTPOTPUX,
MEJKUX TypOeJUIIprii U APyruxX (popM, B OTHOIIICHUU
KOTOPBIX MOXKHO IIpENrnojararb IIPOreHeTUIEeCKOe
npoucxoxaeHue, — cM. Manaxos, 2009, 2010). Co-
XpaHEHME Y TaKMX KPYITHBIX OPTaHU3MOB, KaK Ipe0-
HEBUKU, YUCTO PECHUYHO JIOKOMOLIMM — 3TO OTIO-
JIOCOK MX IIPOT€HETUYECKOro npoucxoxkaeHus. I[Tpu
HOPMAJIbHOM JIOKOMOLIMM TPEOHEBUKU IBMKYTCS
OpaJIbHBIM IIOJIIOCOM BIEpE/I.

Takum obpa3om, Ctenophora oka3bIBaloTcsl ca-
Moli 0a3zaibHOI rpymiioil Eumetazoa (puc. 5), u aToT
BBIBOJI, XOPOIILIO COTJIACYETCSI ¢ COBPEMEHHBIM TIpEJI-
CcTaBjJieHHEeM 00 O4YeHb paHHEM 000COOJICHUM Tpebd-
HEBUKOB, KOTOPOE ITOAACPKUBAECTCS MOJIEKYIISIPHOM
¢unoreHeTukoii u HeiipodumoreHerrkoit (Ryan et al.,
2010, 2013; Moroz et al., 2014; Moroz, 2015; Moroz,
Kohn, 2015; Jekely et al., 2015; Telford, 2016; Whelan
et al., 2015; u np.).

Tunmunere npencraButenu Ctenophora UMEIOT ro-
JIOTIEJTAar4Ye€CKUM JKU3HEHHBIN 1IUKJI, KOTOPbIA, TAKUM
o0pa3oM, oKa3bIBaeTcs MCXomHbIM 111 Eumetazoa. B
mpeneiax TUIla rpedHeBUKOB y Platyctenida mpoucxo-
JIUT IIePeXo K JOHHOMY 00pa3y XKM3HU U, TAKUM 00pa-
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Porifera

Puc. 4. INpoucxoxnenne Eumetazoa ot mporeHeTuue-
CKUX JIMYMHOK CUASTYUX TYOKOTMOTOOHBIX OPTaHM3MOB.

Diploblastica

Crenophora

Puc. 5. ®unoreHeTHYecKre OTHOILLEHUST BHYTpy Eumetazoa.

30M, (hopMUpYyeTCs TeIaro-0eHTUYEeCKUIA KU3HEHHbIH
ki, ITo-BuauMoMy, MosiBJICHKE MeJIaro-0eHTUYeCKO-
ro XXM3HEeHHOTo 1MKiIa y Platyctenida rmponsonio He3a-
BHICUMO OT ocTaibHbIX Eumetazoa. ¥ 0eHTOCHBIX Iped-
HeBUKOB Platyctenida He BbIpaxkeHa mepemHe-3amHsIST
MOJIIPHOCTD 1 COXPAHSIETCS OCEBasi CUMMETPHSI, XapaK-
TepHasI I X ONMVDKANIIMX TTeJIarmIeCKIX IIPEIKOB.

ITPONUCXOXIEHWE ITEJIATO-
BEHTMYECKOI'O XXKM3HEHHOI'O LINKJIA
CNIDARIA 1 TPEXCIIOMHBIX BILATERIA

ITo coBpemeHnHbIM gaHHBIM (BnampraeHckas u ap.,
1995; Collins, 1998; Kim et al., 1999; Collins, Valen-
tine, 2001; Halanych, Passamaneck, 2001; AnemmuH,
ITetpos, 2002; Hejnol et al., 2009; Whelan et al., 2015;
Budd, Jensen, 2017 u np.), Cnidaria u TpexcioiiHbie
Bilateria — cecTpruHCKME IpYIIIbl OPraHU3MOB (puc. 5).
B yuyeOHMKaX W PYKOBOICTBaX OOBIYHO OTpPaKEHbI
MpeacTaBIeHUS O paguaibHoil cuMmMeTpuu Cnidaria.
Tem He MeHee, aHaJIN3 CTPOCHUS U Pa3BUTHUS CTpeKa-
IOIIMX KMIIIEYHOIIOJIOCTHBIX MO3BOJISIET 3aKJIIOUYUTD,
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Puc. 6. INpoucxoxnenue Cnidaria u Tpexcioitabix Bilateria: / — nemarmueckuii mpenok Eumetazoa, 2 — Ctenophora, 3 — me-
pexol K TOHHOMY 00pa3y KU3HU, 4 — NBYCJIOMHBII OMIaTepaibHO-CUMMETPpUYHBII TTpenok Cnidaria v TpexcioiiHbix Bilateria,
MOJI3aBIINII HA OpaJIbHOM MOBEPXHOCTH, 5, 6 — mepexon Cnidaria K MpUKpeIIeHHOMY o0pa3y XU3HM U (opMUpOBaHUE
BTOPUYHOU panaabHON CUMMETPUM, 7 — IIPENoK TpexcnoiHbix Bilateria. ToscThie cTpenku MoKa3biBaloT (GUIOTEHETUYECKE
TpaHchOpMalIMU, TOHKUE CTPEIKU — HalpaBJieHUe TBUXKEHUSI OPraHU3MOB.

yto Cnidaria — ucxoaHO OuaTepagbHO-CUMMETPUY-
Has rpymnra.

CorinacHO COBpeMEHHBIM HaHHBIM, Oa3ajabHOI1
rpynmnoii Cnidaria SIBIISIFOTCS TIpeICTaBUTEIH ITOITH-
na Anthozoa (cm. Collins, 2002; Marques, Collins,
2004; Collins et al., 2006). MHOTOYHCIEHHbBIE UCCTIE-
JIOBaHMS BBISIBUJIN OuWJIaTepaJibHBIA XapakKTep B3KC-
MPEeCCU TOMEOOOKCHBIX T€HOB M TPAaHCKPUIMIIMOH-
HBIX (bakTOpoB B pazButuu Anthozoa (cMm. Finnerty,
Martindale, 1997; Martinez et al., 1998; Finnerty,
2001, 2003; Martindale et al., 2002; Finnerty et al.,
2003, 2004; Scholz, Technau, 2003; Martindale et al.,
2004; Kusserow et al., 2005; Matus et al., 2006a,
2006b, 2007a, 2007b, 2008; Marlow et al., 2009; Saina
et al., 2009; DuBuc et al., 2012; He et al., 2018 u ap.).
AHanm3 CTpOeHUS 1 pa3BUTHSI KOPAJLIOB PA3IMUYHBIX
CUCTEMATUYECKUX I'PYIIIT TTO3BOJISIET 3aKIIOUUTh, UTO
Bce Anthozoa — GumaTepaabHO-CUMMETPUYHEIC XK1~
BoTHBIE (MasaxoB, 2016). DTOT BEIBOA TeM GoJiee ma-
pagokcaneH, 4to Bce Anthozoa — cuasune GoOpMHI, a
cuasunii o6pa3 XKM3HU, KaK U3BECTHO, CIIOCOOCTBYET
pa3BUTHUIO paguaiabHON, a He OWIaTepajJbHO CUM-
metpuu (bexiemuiies, 1964).

OIHUM 13 BO3MOXHBIX SBOJIIOIIMOHHBIX CIIEHA-
pueB (puc. 6), OOBIACHSIOMINX (DUIOTEHETUIECKYIO
61130CcTh TpexcioiiHbiX Bilateria u Cnidaria, a Takxke
OWIaTepajIbHYI0 CHUMMETPHIO ITOCICHHMX, SIBIISICTCS
MPOUCXOXKIESHNE 00enX TPYII OT ABYXCJIOMHOTO OEH-
TOCHOTO TpeaKa, MepeaIBUTaBIIErocs Ha OpajbHOI T10-
BepxHoct (Mamaxos, 2004, 2010, 2013; Arendt et al.,

2015, 2016; Arendt, 2018). BmocmencTBuu mpenKu
Cnidaria mpukpenuianch K cyocrpaty abopajibHbIM
MOJIOCOM Y CTajd CUISTYMMHU OpTaHU3MaMu, 4TO
CIOCOOCTBOBAJIO Pa3BUTUIO BTOPUYHOM paavaib-
HOW cuMMeTpun (puc. 6, 5, 6). [1peanonoxenue o6
WCXOIHOI OmiaaTepaabHOCTH 00mero mpeaka Cni-
daria u Tpexcioiinbix Bilateria oOBsICHSIET, TTOYEMY
OazajibHas TpyMnra CTpeKaloluX KMUIIEeYHOTII0J0CT-
HbIX, a UMEHHO Anthozoa, ocTaloTcsli OunaTepaib-
HO-CUMMETPUYHBIMU (OopMaMu, HECMOTPSI Ha HUX
cuasgunii oopas xku3Hu (cM. Mamaxos, 2016). [1penku
TpexcJIoiHBIX Bilateria coxpaHuim MMOABIKHEIN 00pas3
Ku3HU (puc. 6, 7). X 1meaeBUAHBINA pOT COMKHYJICS U
JTaJ1 Ha4aJI0 CKBO3HOMY KMIIIEYHUKY, a 000COOUBIIIE-
Cs1 KApMaHBbl LIEJIEHTEPOHA — METAMEPHBIM LIeJIOMUYE-
ckuM ToyioctsaM (Manaxos, 2004, 2010, 2013).

Jtst coBpeMeHHBbIX Anthozoa xapakTepeH TUIY-
HBIN Nej1aro-0eHTUYeCKM XXU3HEHHBIN UK (puc. 7).
YV OINWHOYHBIX LIECTUIYYEBBIX KOpaaoB Actiniaria
MnejarndyecKuii Tepuoi BKITI0YAeT HEMMUTAIOILYIOCs
KTYTUKOBYIO OJIACTYJIY U TJTAaHKTOTPOMHYIO racTpyy
C XOpOIIO Pa3BUTOI KUILEYHOU MOJOCThbIO, PTOM U
abopabHBIM CEHCOPHBIM opraHoM. ['acTpyinoobpas-
Hasl JUUYUHKA aKTUHUN OcelaeT Ha OpaJibHYIO II0-
BEpPXHOCTb, HEKOTOpOE BpeMsl MoJi3aeT MO IHY Ha
OpaJIbHOM MOBEPXHOCTH, a 3aTeM TepeBOpaYMBaAETCS
U TIpPUKpEIuIsieTcss abopajbHbIM OPraHOM K cyOcTpa-
Ty (Gemmil, 1921, 1922). B Takom xapakTepe MeTa-
Mopdo3a TUUMHOK aKTUHWI TPYyIHO HE YBUIETH pe-

OHTOT'EHE3 Ne 6

TOoM 50 2019



BBOIIOIUA XKM3HEHHBIX HTUKJIIOB METAZOA

KaMUTYJISLIUIO TOro (UIOr€HETUIECKOTO ITyTH, KO-
TophIi mponuiu npenku Cnidaria (cM. BBIIIE).

Ve y 1aBamoleil TMIMHKYA aKTUHUI TTOSBIISIET-
cd IBa Me3eHTepusl, MPUIAIOLINX JIMYMHKE OuaaTe-
pPaJbHYI0O CUMMETPHIO, a MOCJIe OCeTaHUs YMUCIIO Me-
3eHTEpPUEB 3aKOHOMEPHO YBEJIUUUBAETCS, IIPU STOM
WX 3aKJIaJIKa XapaKTepu3yeTcsl BhIpaXKeHHOM OuaTe-
panbHOI1 cummMeTtpueint (Wilson, 1888; Gemmil, 1920,
1921; Nyholm, 1943; Hyman, 1940; Chevalier, Beau-
vais, 1987; Manaxos, 2016).

Y ogunHouHbIX KopauioB Ceriantharia B Tonie Bo-
JIbI >KUBYT 1 [IATAIOTCS BECbMa ITO3MHUE CTaAUM C 00JIb-
MM 4YMCJIoM Imynajen, u MeseHTepueB (Beneden,
1891, 1923; McMurrich, 1910; Carlgren, 1924; Leloup,
1964; MononouoBa, Manaxos, 1995a, 6). B mpyrux
IPYIIax KOPaJUIOB CTAAWU C TAKUM YKCJIOM ILyITaJIell U
ME3EHTEpUEB — 3TO OEHTOCHBIC IOBEHWILHBLIE OCOOU.
Takum o6pa3oM, y iepraHTapuii UICXOTHO OEHTOCHEBIC
IOBEHWJIbHBIE CTaAuM KaK Obl “IIOJHUMAIOTCS” B TOJI-
Iy BOAY M IIPEeBPaIIAIOTCS B INTAHKTOTPOMHBIX JTIM -
HOK, IIpeTeprieBasi COOTBETCTBYIOIIME amanTalliy K
TUIAHKTOHHOMY 00pa3y XN3HU. DTo (uJIoreHeTn4e-
CKOe SIBJICHHE, a UMEHHO IIPOJIOHTAlUs ITIejlarude-
CKOM 4aCTW XM3HEHHOTO LIMKJIA 32 CYET afanTaluu
MCXOTHO OCHTOCHBIX IOBEHWJIBHBIX CTaIWI K IJIaHK-
TOHHOMY CYIIIECTBOBAaHMIO, MOXET OBITh 0003HAYEHO
TepMHUHOM “napBamn3annst’. Kak Mbl yBUIMM, TAaHHOE
SIBJICHUE UTPAeT BaXKHYIO POJIb B IPOUCXOKIACHUN JIN-
YMHOYHBIX CTAINiT MHOTOKJICTOYHBIX XXUBOTHBIX.

B npyrux rpymnnax xkopajuioB, Harpumep y Octo-
corallia m Zoantharia, TUMIMHKA CTAHOBSITCS JIEITUTO-
TpOoHBIMU, YTPAUNBAIOT POT U PYHKIIMOHUPYIOIIN I
kumedyHukK (Hyman, 1940). YnpoieHHbIe JIEIIUTO-
TpodHBIe TUUNHKY (TIAHYJIBI) XapaKTEePHBI 11T BCEX
Medusozoa. IlnaHynbl JUILIEHBI pTa, HO 3TO IBYX-
CJIOMIHBIE IMYUHKU, COCTOSIIINE U3 DKTOASPMBI U DH-
ToaepMbl. TakiM 06pa3oM, IUIAHYIbI — 3TO JIELUTO-
TpodHBIe racTpyabl. OueBUIHO, UYTO B cirydyae Medu-
SO0zoa YIPOIIEHHOE CTPOECHME JUYMHOK CBSI3aHO C
MOSIBJICHUEM B JKU3HEHHOM IIMKJIE HOBOM pacceav-
TEJIbHOM CTaguu — MeIy3Hbl.

IMPONCXOXIAEHUE JIMYNHOK
TPEXCIIOMHBIX BILATERIA

VYaureiBas, yto Cnidaria n Tpexcioifabie Bilateria
SIBJISTFOTCSI CECTPUHCKUMU TPYyTIaMu, MOXHO Mpe/-
rnojiaraTb, 4YTO MeIaro-0€HTUYECKU XU3HEHHBIN
LIVKJI TIPEIKOB TPEXCIOMHBIX KMBOTHBIX TMEPBOHA-
YaJIbHO MPOTEKaJl TaK K€, KaK y CTPeKaloIInX KH-
IIEYHOMOJOCTHBIX. McXxomHO ero megarudeckast
JacTh BKJIIovyasna, Kak y Cnidaria, ToJIbKO OJIacTyry U
ractpyiy (puc. 8). ¥ Bcex Bilateria mpousoiiia mpo-
JIOHTALIUS TIeJIaTMYeCcKOM YacTy KU3HEHHOTO LIMKJIa
3a CUeT ITOIBIIEHUSI OMIaTepaTbHO-CUMMETPUYHBIX
JIMUYMHOK C PECHUYHBIMM IIIHYpaMH, oOecIieurBalo-
IIIMMU JJOKOMOILIWIO U TuTaHue. [1pu 3ToM nepBble -
YUHOYHBIE CTAAVN (PeCHUYHBIE OJIACTYIIBI U TACTPYIIbI)
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Puc. 7. ZKKM3HeHHBII LIMKIT IIECTUITYYEBBIX KOPaIOB Ac-
tiniaria: / — B3pocJasi IpUKperuieHHast 0co0b, 2 — OILIO-
IOTBOpeHMe, 3 — 0J1acTyia, 4 — INTAaHKTOTpOMHAas racTpy-
Ja, 5 — ocelaHue JJMYMHKU Ha OPJIbHYIO MTOBEPXHOCTb,
6 — 1OBEHWIbHAsI 0COOb, MPUKPENUBIIIAsICS a00paTbHBIM

IIOJTFOCOM.

/(OZ/ ‘i?‘éb\

Puc. 8. [NepBoHaYaIbHBIN XW3HEHHBIN ITUKJI TIPEIKOB
TpexcioitHbIx Bilateria: / — B3pocias 0cobb, 2 — OILIOA0-
TBOpeHHue, 3 — 6macryina, 4 — racTpyia, S — paHHsIsI JOHHAsT
FOBEHUJIbHAsI 0COOb, 6 — TTO3MHSIST FOBEHWIBHAST OCOOb.

001a1a10T pagyualbHOM CUMMETPUEH M OTPaXKaloT pa-
JIMAJTbHO-CUMMETPUYHBINA 3Tar 3BOJIIOLIMOHHOTO pa3-
Butus. [locnenyomme JUYMHOYHbBIE CTaauU (TPOXO-
(opBI, aAKTHHOTPOXY, TOPHAPUM, TUTUIEBPYJIBL U IP.) B
CBOEM CTPOSHUM MOMUYMHSIOTCS OMIaTepaabHON CUM-
MeTpun. HecMOTpst Ha TO, YTO 3TU JTMYMHKU BEAyT Te-
JIaTUYECKOE CYIIECTBOBAHME M IIPUCHOCOOJIEHBI K
KM3HU B TOJIIE BOJBI, B UX CTPOCHUHM OTPAXKAETCSI Op-
raHu3auusl OuaaTepaIbHO-CUMMETPUYHBIX AOHHBIX
CTamuii pa3BUTHS IIpenKa, XOTSI WM B M3MEHEHHOM
dopme. Ilo cyiiecTBy, OmMiIaTepadIbHO-CUMMETPHY-
Hble TUIMHKU Bilateria — 3To 10BeHUJIBHBIE (DOPMBI,
MOOHSTHIEC B TOJMILY Bomabl (puc. 9). OpraHbl HICXOTHO
JIOHHOI I0BEHWJIBHOM (hOPMBI IIPU 3TOM M3MEHUJINUCH
TaKUM 00pa3oM, 4TOObI 0OECIIEYUTD CYIIIECTBOBAHUE B
ToJIIE Bombl. Takum oOpa3oMm, OwmiaarepaabHO-CHUM-
MeTpUYHBIe JTMIMHKM Bilateria Bo3HUKIIM Giaromaps
npoleccy “JapBajM3aliy’”’ NepBOHAYAJIBLHO JTOHHBIX
IOBEHWIbHBIX CTAIIMIA.

bonbioe pasHooOpa3me BO BHEITHEM OOJUKE,
CTPOEHUU PECHUYHBIX IITHYPOB M aHATOMUYECKOi1 Op-
TaHM3aLMH CTAaBUT BOIIPOC O TOM, BO3MOXKHO JI BOOO-
IlIe TOBOPUTHh O €IUHOM IIPOMCXOXIEHUM JTUYMHOK
Tpexcnoitibix Bilateria. HeymuBuTeIbHO, 4YTO MHOTHE
aBTOPBI, paCCMAaTPUBAsI BOIIPOC O IIPOUCXOXKICHUM JIH-
YMHOK C BECbMa pa3HbIX MO3UIINMI, TTPUXOIUIN K CXO/I-
HOMY BBIBOAY O HE3aBUCMMOM MPOUCXOXKICHUM JTUUU-
HOK B pas3HbIx rpymmax Bilateria (Hyman, 1951;
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Puc. 9. )Ku3HeHHBbII LUKIT TPEAKOB TpexcioitHbix Bilate-
ria ¢ OwiaTepaibHO-CUMMETPUYHOMN IUIAHKTOTPO(HOM
JIMYUHKOMN: [ — B3pociast 0cobdb, 2 — OIUIONOTBOPEHUE,
3 — omacrtyna, 4 — ractpynia, 5 — OmiaTepaibHO-CUMMeET-
pUYHasl TUIAHKTOTpOodHAs JIMIMHKA, 6 — TIO3[HSIST IOBe-
HUJIBbHAsI 0co0b. [TyHKTHUpHAs CTpesKa IMOKa3bIBaeT (hHIo-
TeHETUYECKUiI Tiepexoll OwiarepaJbHO-CUMMETPUYHOM
FOBEHUWJIbHOM CTAaNU K MeJIarnyecKoMy 00pasy XKU3HMU.

HMBanoBa-Kazac, 1985, 1995; Strathmann, 1993;
Haszprunar et al., 1995; Sly et al., 2003; Valentine,
Collins, 2000; Raff, 2008). Ipyrue aBTOphI BCe XKe A0-
ITyCKAalOT, YTO OujaTepalbHO-CUMMETPUYHAS TIJIaHK-
TOoTpo(pHAsT TMYMHKA MOIJIa C(DOPMUPOBATLCS YK€ Y
npenka ownarepuit (Davidson et al., 1995; Peterson
etal., 2004; Marlow et al., 2014), omHaKO OOJIUK TaKOM
JIMIMHKU OCTaeTcsI HesICHBIM. B HacTosIee padbote MBI
MornbITaeMcs1 chOPMYJIMPOBATh OPUTUHAIBHYIO THUIIO-
Te3y MPOMCXOXKIESHUS TIMYMHOK TpeXcaoiHbIX Bilateria.

Ecnu Mbl mpu3Haem, 4to TpexcioiiHble Bilateria
“MeJIM O011eTo MpeaKa, TO B CTPOEHUU OuiaTepalib-
HO-CUMMETPUYHBIX MeJIarudYeCKUX JIMYMHOK BCEX
ouaTepuii Mbl JOJKHBI HAXOAWUTh OOIIME YepThl,
yHacjeA0BaHHbIE OT TaKOro Tpeaka. AHaIu3 opra-
HU3alMU LIynajablieBoro anmnapaTta Cnidaria mokasbl-
BAaET, YTO BOKPYT NMIEPBUYHOTO pTa UCXOJHO pacmoiia-
raeTcs aBa Kpyra mrymaielr (cM. Manaxos, 2016). Mbl

I I1 I11

Puc. 10. ITpoucxoxnaeHre peCHUYHBIX LIyITaJIell U MeTa-
MEpHBIX KOHeYHOcTell TpexcioitHbix Bilateria: I — xu-
LLIEYHOITOJIOCTHBIN TPENOK ¢ ABYMsI KpyraMu Iiyrajell,
II — 3ambIKaHMe IIeJAeBUOHOIO Onacromopa u mudde-
peHumpoBka mrynaielr, I11 — oGmmit mpenok Tpexciioii-
HbIX Bilateria (Ha Bcex pvCyHKax BUJI C OpaJbHOM = BEeH-
TpaJIbHOM cTOpOoHBI). O003HaUueHus: / — IIynajablia Ha-
PYXHOTO Kpyra, 2 — IIynajblia BHyTpeHHero Kpyra, 3 —
LIEJICBUIHbIN TTepBUYHBIIA poT, 4 — poT, 5 — aHyc, 6 —
afopajbHble PECHUYHbIE LIyNaiblia, 7 — peCHUYHAsI IOJI-
3aTesIbHAs TTOIOIIBA, & — PECHUYHOE KOJIBIIO BOKPYT aHy-
ca, 9 — MeTaMepHbIe KOHEYHOCTH.

MAJIAXOB u np.

mpeanojaraeM, 4Tro y ooimmx IpenkoB Bilateria Ha
OCHOBE JIByX KpYToB IIynajiell C(hopMHpPOBAINCh IBE
cucteMbl opraHoB (puc. 10). HapyxxHbIii Kpyr 1ryma-
JIell Jajl Hayajlo MeTaMepHBIM IIpuaaTKaM (KOHEYHO-
ctsaM). BHyTpeHHMIT Kpyr maja Hadyajao PeCHUYHBIM
IIynajablaM, oO0pa3ylollnuM 3aMKHYTBHIA KOHTYp BO-
Kpyr mieaeBuaHoro nepsuyHoro pra. Ilocioe cMbika-
HUS OCJIEAHETO MePeaHsIsl YaCTh 3TOr0 KOHTYypa Iajia
pPECHUYHbBIE LIYIAJIbla, CPEAHSSI YacTh BIOJb JIMHUU
3aMbIKaHUs 0OJIacTOIIOpa — PECHUYHYIO IOIOIIBY
(HEeBpOTPOX), a 3aTHSISI YACTh — PECHUYHOE KOJIbIIO BO-
KpyT aHyca — TejoTpox (puc. 10). ITpu nepexone oBe-
HWIBHBIX CTaINi K MJIAHKTOHHOMY CYIIIeCTBOBaHUIO
9TU COCTaBJISIONINE JaJX Hayajlo PECHUYHBIM IITHY-
paM JTUYUHOK (puc. 11).

BrickazaHHBIE BBILIIE COOOpaXKeHUST OJIM3KU K 10~
crpoeHusiM Hunbcena (Nielsen, 1985; 2005, 2018) o
MPOUCXOXASHUN PECHUYHBLIX 00pa30BaHUII TPOXO-
GOpHBIX TMIMHOK Protostomia oT peCHIYHOTO KOJIb-
11a, OKpPYKaBIIEro IEPBUYHBI POT Yy TMIOTETUYE-
ckoii ractper. OTHAKO Ha CaMOM Jiejie, PECHUYIHBIIA
KOHTYP BOKPYT IIEJIEBUAHOIO OJIAaCTOIIOpA SIBJISIETCS
MPOTOTUIIOM PECHUYHBIX IITHYPOB HE TOJIbKO Pro-
tostomia, HO U Deuterostomia. JleficTBUTEIbHO, IPU
CpaBHEHUM Pa3BePTKU PECHUYHBIX 00pa30BaHUIA TH-
MUYHOI Tpoxodophl aHHEIWA U TOPHAPUU KUIIEY-
HOABIIIAIIMX HEJb3s HE OTMETUTh YIMBUTEILHOE
CXOOCTBO, ITO3BOJISIONIEE BBIICIUTH TOMOJIOTUYHEIE
3JIEMEHTBI PECHUYHOTO BOOPYKEHUSI.

PecHuuyHoe BOOpYyXeHME TUMUYHOU JUUYUHKU
MEPBUYHOPOTHIX XKUBOTHBIX — TPOXOGHOPHI — BKIIIO-
YaeT cienaylomue 3aeMeHThl (puc. 12). Bo-1iepBbiX,
3TO 0oJiee UM MEeHee IIIMPOKOe afopajbHOE PECHUY-
HOE TIOJIE, TIPOCTUPAIONIEECS IO TIOBEPXHOCTU Teja
JIMYUHKMU CTIpaBa U cjieBa OTO pPTa Ha O0KOBBIE CTOPO-

Puc. 11. [IpoucxoxneHre peCHUYHBIX IITHYPOB JTMYUHKI
Bilateria oT peCHUYHBIX OpPraHOB IOBEHWJIBHOII CTaIWU:
I — nmonHast oBeHWNbHas crtamus, Il — memarmdeckast
IUTAaHKTOTpOMHas TnunHKa. O603HaUYeHUs: / — anopajib-
HbI€ PECHUYHBIE IIIyNaIblia IOBEHWIH U alopaJbHOE pec-
HUYHOE TI0JIe JIMYMHKU, 2 — PECHUYIHAsI IoJI3aTeIbHasT T10-
JIOIIBA IOBEHWIM U HEBPOTPOX JIMUYMHKHU, 3 — PECHUYHOE
KOJIbIIO BOKPYT aHyca Y I0BEHUJIN U TEJIOTPOX TMUMHKHU.

OHTOI'EHE3 TtomM 50 Ne 6 2019
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HbI U lajiee Ha CIMHHYIO cTopoHy. Ha criuHHOi cTo-
pOHE MMeeTCsl pa3pbiB, XOPOIIO M3BECTHBIN U3 AaH-
HBIX CPaBHUTEJIbHON 3MOPUOJOTUM Pa3HBIX TPYIIT
TpoxodopHBIX KMBOTHEIX (Newby, 1940; Anderson,
1973; NBanoBa-Ka3zac, 1974, 1977; Adrianov et al.,
2008). IToaTomMy pa3BepTKa PEeCHUYHBIX OOpa3zoBa-
HUI TUITMYHO Tpoxodopsl HanoMuHaeT OykBy “T7,
rlie a10pajibHOE PECHUYHOE T10JIE COOTBETCTBYET I'O-
pU30OHTaJIbHOU NepekiaguHe (puc. 12). Y miaHkTo-
TPOMHBIX TUUMHOK MEPEeTHUN U 3aAHUI Kpasi aao-
PaJIbHOTO PECHUYHOTO T0JIS1 OKAMMJIEHBI YBEJTUUEH-
HbIMU pPECHUYKaMU, OOpas3ylIIUMU pPEeCHUYHBIC
LIHYPbI — MPOTOTPOX U METATPOX, KOTOPbIE UTPAIOT
BaXKHYIO POJIb B MUTAHUU. Y HETIUTAIOUIMUXCS JIEIIU -
TOTPO(MHBIX JUYMHOK MPOTOTPOX U METATPOX, KakK
MMpaBUJIO, HE BbIPAXKEHHI (T.€. PECHUUKU MEPETHETO U
3aJHET0 KpaeB aJopajibHOTO PECHUYHOTO TIOJS He
OTJIMYAIOTCSI OT OCTaJIbHBIX peCHUYEK). Broib nuHum
3aMbIKaHUs G1acTornopa no OprIIHON CTOPOHE TTPO-
XOIIUT PECHUYHAS MOJIOCKa — HEBPOTPOX, KOTOpas
OOBIYHO OCOOCHHO IIMPOKA Yy IOJ3AI0IIMX JIEIIUTO-
TpoHBIX TUYMHOK. BOKpyr aHyca uMeeTcsl peCHUY-
HOE€ KOJIBIIO — TeJIOTpoX. TakmM oOpa3oM, peCHUY-
Hble 00pa3oBaHUsI TPOXO(POPbl 00Pa3yOT HENPEPhIB-
HbIIl KOHTYP BOKPYT IMHUU CMBIKaHUsI 6J1acToropa.

PasymeeTcst, TpoxodopHbie JUYMHKU Jaxe B
npeaeiiax aHHEeJUd, a TeM 0oJiee B Ipeeiax BechbMa
OOIIMpPHOI rpyIIIbl TPOXOGhOPHBIX XKUBOTHHIX (Tro-
chozoa), BecbMa pa3HOOOpa3HbI, 1 UX CPAaBHEHUE C
“TUNMYHOI” TpoXxo(dOopoii — MHTEpeCcHAasI U BaxKHas
3aja4da, KOTOPYIO HAaJlO0 pacCCMaTpUBATh B OTACIbHOM
pabore.

TopHapuyu — TMYMHKM TIpeacTaBuTeneii Tuma He-
michordata, T.e. BTOPUYHOPOTHIX KUBOTHBIX, KOTO-
pBIe KaK MO KJIACCUYECKMM, TaK ¥ IO COBPEMEHHBIM
MpEeACTaBJICHUSIM BeCbMa JaJIeKU OT TPOXOMOPHBIX
XXUBOTHBIX. Bojiee Toro, aHanms GuiIoreHeTUYECKIX
JIepeBbeB, MOCTPOSHHBIX Ha OCHOBE JAHHBIX MOJICKY-
JIIpHON (PMIIOTEHOMUKM, TOBOPUT O 0a3aJIbHOM ITO-
JIOXXEHUU BTOPUYHOPOTHIX Ha (PHIOTEHETUYECCKOM
npeBe TpexcioiHbix Bilateria (Peterson, Eernisse,
2001; Halanych, 2004; Philippe et al., 2005, 2009;
Dunn et al., 2008, 2014; Giribet, 2015; Telford et al.,
2015). B cooTBeTCTBUM C 3TUM IUIAHKTOHHBIC TMIMH-
K1 BTOPUYHOPOTHIX UMEIOT PSIIl apXauuHbIX YepT, Ha-
MIpUMep, TAKUX KaK HaJIM4Me B PECHUYHBIX IIHYpax
He PeCHUYHBIX, a KTYTUKOBBIX KJIeTOK. llminapHoe
BOOpPYXXEHHUE TOPHAPUM XOPOIIO M3BECTHO U3 Kjac-
CUYECKUX M COBPEMEHHBIX paboT (Agassiz, 1872;
Bateson, 1884; Morgan, 1891, 1894; Spengel, 1893;
Heider, 1909; Stiasny-Wijnhoff, Stiasny, 1926, 1927;
Dawydoff, 1948; Jagersten, 1972; Urata, Yamaguchi,
2004; Nielsen, Hay-Smidt, 2007) u cocTouT U3 cjie-
IYIOIIMX 3JIEMEHTOB: aJopajibHOE PECHUYHOE II0JIe
OKaliMJICHO MpeopalbHBIM U IIOCTOPAIbHBIM pec-
HUYHBIMM IIIHypaMH; Ha 3agHeM KOHIIE JTUYMHKU
MMEETCS KOJIbLIEBOU TEJOTPOX; MO CPEAHEN JIMHUU
OpIOIIIHOI CTOPOHBLI MPOXOAUT PECHUYHAS ITOJIOCKA
HeBpoTpoxa (puc. 13). Y miaHKTOTpO(MHBIX TOPHAPUIA
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Puc. 12. TunuyHast Tpoxodopa ¢ oproirHoii ctopoHs (1)
M pa3BepTKa ee peCHUYHBIX IHYpoB (II). O6o3HaueHMs:
1 — mpotopox, 2 — amopalibHOE peCHUYHOE T10JIe, 3 — Me-
TaTpox, 4 — HEBPOTPOX, 5 — TEJIOTPOX.

Puc. 13. TunuyHas TMYMHKA BTOPUIHOPOTHIX KUBOTHBIX —
TopHapus ¢ OprolHoi ctopoHsl (I) 1 pa3BepTka ee pec-
Hu4HbIX WHYpoB (II). O6o3HaueHus: 1 — mpeopaabHbI
PECHUYHBIN LIHYp, 2 — alopajbHOE PECHUYHOE MoJie,
3 — MOCTOpaJIbHbI PECHUYHBIN 1IHYDP, 4 — HEBPOTPOX,
5 — TemoTpox.

B CBSI3U C HEOOXOTMMOCTBIO 00ECTIeUYNTh ITMTAHUE JIM-
YUHKH B TeUCHUE TOJITOTO TTePHO/Ia IeJIarmIeCcKOoTo Cy-
IIECTBOBAHUST KOH(MDUTYpaLvsT afopabHOTO PEeCHUY-
HOTO T0J15T ¥ (hopMa Mpe- U MOCTOPATbHBIX PECHUYHBIX
IITHYPOB CIJIbHO ycioxHsieTcst (Morgan, 1891; Stiasny-
Wijnhoff, Stiasny, 1927; Damas, Stiasny, 1961). He
MeHee CJIOKHasi KOHMUTypalus amopajibHOTO pec-
HUYIHOTO TIOJIST M PECHUYHBIX IITHYPOB CBOMCTBEHHA
IUTAHKTOTPOMHBIM JIMYMHKAM WTJIOKOXUX, Y KOTO-
DBIX, OMHAKO, PEAYLIMPOBAHBI HEBPOTPOX U TEIOTPOX.

AnopaabHOE€ PECHUYHOE II0JIE MTrpaeT IJIaBHYIO
POJIb B MATAHUU TPOXO(MOPHBIX TUIMHOK 1 TUINHOK
BTOPMYHOPOTHIX XKMBOTHLIX. BreHneM pecHUYeK nu-
IIEBbIe YaCTULBI IIEPEABUTAIOTCS ITO0 agOpaJIbHOMY
PECHUYHOMY MOJII0, HO CaM 3aXBaT MUIIEBBIX YaCTUIL
MPOMCXOIUT MO-pa3HOMY. Y TPOXO(hOPHBIX JIUUMHOK
MUILIEeBbIe YaCTUIILI 3aXBaThIBAIOTCS ITOCPEICTBOM
MexaHu3Mma “down-stream collecting” (puc. 14), Ko-
I1a peCHUYKM PECHUYHBIX IITHYPOB OBIOT HABCTPEUy
npyr apyry (Strathmann et al., 1972; Henderson,
Strathmann 2000; Riisgard et al., 2000; Rouse, 1999,
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Puc. 14. MexaHu3M pabOThl PECHUYHBIX IITHYPOB TPOXO-
dopsl — “down-stream collecting”: I — Tpoxocdopa ¢ Gprori-
Hoii ctopoHsl, 11 — cxeMa 3axBarta nmuileBbIX YyacTull. O60-
3HaYeHMs: I — MPOTOTPOX, 2 — amopaibHOEe PECHUYHOE
nojie, 3 — MeTaTpOX, XUPHBIE CTPEJIKU ITOKa3bIBalOT
HarlpaBJjeHUe OMEHMST PeCHUYEK, TOHKHUE CTPEJIKY TToKa-
3BIBAIOT IBMXKEHUE YACTHUIL 10 a0pabHOMY TIOJTIO.

2000; Pernet, Strathmann, 2011). ¥ nuumHOK BTO-
PUYHOPOTBIX XKUBOTHBIX MUIIECBbIE YACTUIIHI 3aXBa-
TBIBAIOTCS TTOCPEACTBOM MEXaHM3Ma “up-stream col-
lecting” (puc. 15), koraa peCHUYKU PECHUYHBIX IITHY-
POB OBIOT B IPOTUBOIOJIOXHBIE CTOPOHEBI, IIPU 3TOM
MUIIEBbIE YaCTUIIBI OTOPAChIBAIOTCS Ha agopajibHOe
MoJie 3a CYeT peBepCUBHOTO yaapa pecHuuek (Bulli-
vant, 1968; Strathman, 1971, 1975; Strathmann,

Puc. 16. [IporcxoxneHne 1ByX MEXaHM3MOB cOOpa MUIIe-
BBIX YACTUI] U3 TOJIILIM BOABIL: | — r'UIOTETHYECKUIT TIPEIoK
Bilateria, coOupaBIIMii YaCTULIBI C TTOBEPXHOCTH OCAIKa,
II — monepeuHslii cpes mynanblia npenka Bilateria, coou-
parollero YacTulibl ¢ MMOBepXHOCTU ocanka, 111 — momepey-
HBII cpe3 mrymanbia Trochozoa (“down-stream collect-
ing”), IV — momnepeuHsIii cpe3 mrymanbiia Deuterostomia
(“up-stream collecting”). OG03HAYEHMSI: KUPHBIE CTPEIKU
MOKAa3bIBAIOT HAIIpaBJieHYsT (DUIOTeHETUYECKMX TpaHChOp-
MalIMii, IPEPBIBUCTBIE CTPEJIKU — HaIpaBJIeHe TOKOB BO-
IIbI, TOHKWE CTPEJIKU — IBUKEHUE MULLEBBIX YACTHII.

Puc. 15. MexaHu3M paboTbl pECHUYHBIX ITHYPOB TOPHa-
pum — “up-stream collecting”: | — TopHapwus ¢ 6pronTHOI
cropoHsl, 1 — cxema 3axBaTa nuieBbix yactui. O603Ha-
YEHMSI: XKUPHBIC CTPEJIKM MTOKa3bIBAIOT HaNpaBIeHe Ou-
€HUS peCHUYEK, TOHKHE CTPEJIKN — IBUKEHWE YaCTUII TTO
afopaJIbHOMY IOJIIO, MPEPLIBUCTHIE TOJCTbIE CTPEJIKU —
HanpasJeHUE TOKOB BOJIbI.

Bonar, 1976; Gilmour, 1978, 1981, 1985, 1986, 1988;
Hart, 1991; Lacalli, 1993; Riisgard, Manriquez, 1997,
Riisgard, 2002; Riisgard et al., 2004; Strathmann,
2005; Riisgard, Larsen, 2010). DTo BaxkHOe pa3jinydue,
TeM He MeHee, SIBJISIETCS YMCTO (PYHKIIMOHAILHBIM 1 HE
MOXKET TIPEMSITCTBOBATh MPU3HAHUIO TOMOJIOTUU aI0-
PaJTbHOTO PECHUYHOTO TIOJIST M IPYTUX 3JIEMEHTOB pec-
HUYHOTO BOOpYXKeHUS TMIMHOK. Kakoii crmrocob cbopa
MUIIEBBIX YACTUIL MOXKHO CUMTATh IIEPBUYHBIM?

[TmaHkTOTpOMHBIE TUUMHKU TpeXcJIoiHbIX Bila-
teria — 3TO agaNTUPOBaHHBIE K XXW3HU B TOJIIIE BOJIBI
JOBEeHWJIbHBIE, B MIPOIIIJIOM OEHTOCHEBIE, CTagu. MBI
He MOXEM CKa3aTh, KaK MUTAJIUCh TUIIOTETUYECKUE
oOmue rpeaky omnatepuii. Ecam oHu cobupanu ya-
CTUIIBI C TIOBEPXHOCTH OCaliKa, TO TOI/la PECHUYKHI Ha
0o0pallleHHOM K cyOcTpaTy TOBEpXHOCTH IIyrajiel] He
nmenu quddepeHInpoBKu (puc. 16). [pu amantamum
K MUTaHUIO M3 TOJIIIIY BOJABI Mpousoluia 1uddepeH-
LIMPOBKA PECHUYHOTO armnapara W IOSIBUJIUCh pec-
HUYHbIE IIHYPHI, OKAMJISIIOIINE agopaJibHOE pec-
HuyHoe 110/1e. [Tpn 3TOM y TpoXO(OPHBIX KUBOTHBIX
copMmupoBaiica mexaHusM “down-stream collect-
ing”, TOTOa Kak Yy BTOPUYHOPOTHIX — “Up-stream col-
lecting” (puc. 16).

SAKITIOYEHHME

Hacrosiias ctatbs npeacTaBiasieT COO0M KpaTKuit
KOHCIIEKT TMOJIOXEHUN, KOTOPbIE HYXXIAIOTCS B JAJIb-
HEUIeM pa3BUTHUN.

HesaBucumo ot Toro, Kakyrwo u3 runore3 mpouc-
XOXIEHUSI MHOTOKJIETOYHBIX MBI TIPUHUMAaeM (TUTIO-
Te3y racTpeu, (harouTesIbl WIM TUITOTE3Y CUH300C-
MOphI), MCXOMHBIN KM3HEHHBIM LUK Eumetazoa
(MHOTOKJIETOUHBIX XWBOTHBIX, O0JaTalOMNX HEepPB-
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HOM CUCTEMOM, MYCKYJaTypoil, pTOM U KUILEYHU-
KOM) — BTO TOJIONEJIaTUISCKUN XKN3HESHHBIA ITUKII.
Takoit Xu3HeHHbIH UUKJI coxpaHuiu Ctenophora,
KOTOpPEIE MOTYT pacCMaTpUBaThCs KaK HamboJiee pa-
HO ob0ocobOuBIasics BeTBb Eumetazoa.

V obuux nnpenkoB Cnidaria u TpexciioitHbix Bilate-
ria cpopMupoBajics Iienaro-0eHTUYECKMIA XKMU3HEH-
Hbeli k. Ilenarmyeckast 4yacTh JKM3HEHHOTO ITUKJIA
Cnidaria BKJII09aeT pagvaaIbHO-CUMMETPUYHbBIE Pec-
HUYHBIE 0JIaCTY/IbI M TacTpyibl. ¥ yactu Anthozoa ra-
CTPYJIBI SIBJSIIOTCSI HOJTO TUIABAIOIIMMU TLIAHKTO-
TpO(MHBIMU JINYMHKAMU U BBITIOJIHSIOT PacCEIUTENb-
Hyo ¢yakumo. Jlmamaku Medusozoa yrpartuian
pacceauTeNbHYI0 PYHKIINIO, KOTOPYIO B3sUIN Ha ceOst
Meny3bl. B cBsi3u ¢ aTuM 11anyael Medusozoa numeroT
VIIPOILIEHHOE CTPOCHME U JIMIIIEHEI pTa. TeM He Me-
Hee, MOCKOJIbKY TUIAHYJIBl — 3TO JABYXCJIOWHBIC JIN-
YMHKM, UX MOKHO pPacCMaTpUBaTh KaK JIELIMTOTPOD-
HEBI€ TacTPYJIbI.

V tpexcnoitnbix Bilateria mpounsolinia mpoJoHTalus
MeJIarm4ecKoil YacTU SKU3HEHHOTO IIMKJIAa 34 CUET MO-
SBJICHUS OMJIaTepaIbHO-CUMMETPUYHBIX JTAYMHOK C
PECHUYHBLIMU IITHYpaMu, OOECIIeUMBAaIOLIMMU JIOKO-
Moumio 1 Tmmranue. Ilo cymecTBy, OwnaTepaIbHO-
CUMMeETPpUIHbBIC TMIMHKM Bilateria — 370 FoBeHMIIBHBIE
(GOPMBI, TIOIHSITHIE B TOJIIILY BOALI. DTOT (PUIOTEeHETU -
YEeCKMII MOAYC MOXET OBITb O0O3HAaUeH TEPMUHOM
“mapBamsanms”’. OpraHbl MCXOOHO JIOHHOW IOBe-
HUJIBHOM (hOPMBI ITPU 3TOM M3MEHWIMCH TAKMM 00pa-
30M, YTOOBI 00OECIIEUNTh CYILIECTBOBAaHME B TOJIIE BO-
npl. TakuMm oOpa3oM, OmiaTepaJbHO-CUMMETPUYHEIE
JmuuHKY Bilateria mMeroT oOl1ee IIpPONCXOXKICHUE.

PecHuuHbIe HIHYPBHI TUYMHOK TIPEACTABISIOT CO-
00if BUJIOU3MEHEHUE PECHUYHOIO IIyNaablIEBOTO
arnmaparta I0BEHUJIbHBIX CTaauii o01ero npeaka Bila-
teria. B cusy aToro, peCHUYHbLIN anmnapar JUIYMHOK
JlaxKe OUeHb JaeKuX B (PUIOTEeHETUYECKOM OTHOIIIE-
HUW TPy MOCTPOEH IO obIeMy TIaHy, U B HEM
MOXHO BBIIECUTb TOMOJIOTUYHBIE BJieMeHThl. Oc-
HOBHbIE 2JIEMEHTBl PECHUYHOTO anrapaTra JUIMHOK
Owiatepuii — agopajbHOE PECHUYHOE I0JIE, HEBPO-
TPOX U TEJIOTPOX.

PaboTta BeIlToTHEHAa B paMKax rocynapCTBEHHOM
TeMbl No AAAA-A16-116021660057-5 ipu momaepx-
ke Poccuiickoro ®onna @yHnamMeHTaTBHBIX Mccaemo-
BaHuii (rmpoekThl NeNe 19-04-00449; 17-04-00586), a
takke Poccuiickoro Hayunoro ®onna (rmpoekt No 18-
04-00082 — paboTta ¢ HayIHOI JIUTEPATyPOIi).
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The problem of origin of the metazoan life cycle is analyzed based on various hypotheses of the origin of mul-
ticellular animals. Accordingly to Gastrea theory and Phagocytella theory, the ancestral metazoan life cycle
was holopelagic. In the framework of the hypotheses of the primary sedentarity, the metazoan ancestor had
bentho-pelagic life cycle with dispersal larvae, the synzoospores. In accordance with this hypothesis, Eu-
metazoa came from the progenetic larvae of the sedentary ancestor. The primary life cycle of Eumetazoa (i.e.,
metazoans with nervous system, musculature, mouth, and gut) was holopelagic. Exactly this life cycle is typ-
ical for recent Ctenophora, which is the earliest branched stem of the eumetazoans. Cnidaria and Bilateria
are the sister groups. Their last common ancestor acquired the bentho-pelagic life cycle de novo. The pelagic
part of cnidarians life cycle is comprised of blastula and gastrula stages only. Some anthozoans still maintain
the planktotrophic gastrula larvae in their life cycles. Planulae of Medusozoa are simplified lecithotrophic
larvae, which had lost the function of spread because of appearance of medusa stage in the life cycle. In Bi-
lateria, the prolongation of the pelagic part of the life cycle occurred due to the appearance of the ciliated bi-
laterally symmetrical larvae which are actually the juveniles raised into the water column. This phylogenetic
modus can be designed by the special term “larvalization”. Thus, the ciliated pelagic larvae of all bilaterians
have the common origin from the juvenile stages of the last common bilaterian ancestor. Their ciliated bands
came from the modified ciliated tentacular apparatus of juvenile stages of the last common bilaterian ances-
tor. Homologous elements in the ciliated bands of trochozoan and deuterostomian larvae are traced.

Keywords: Metazoa origin, Gastrea theory, Phagocytella theory, theory of the primary sedentarity, life cycle,
last common bilaterian ancestor, pelagic larvae, larvalization, ciliated bands
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Kazkaplit THIT MHOTOKJIETOYHBIX XKMUBOTHBIX MMEET CBOM IUIaH CTpOeHMsI, Wi “bauplan”. I1pu aTom duio-
TUTTMYECKOM cTamueil cuMTaeTcsl Ta CTaius OHTOTeHe3a, Ha KOTOPOii MOSIBISIIOTCS TIPU3HAKMU, XapaKTepH-
3youiue bauplan naHHOM TPYIIbL. Y pa3HbIX XXUBOTHBIX (DUIOTUITNYECKON CTaTUU COOTBETCTBYIOT COBEP-
LIEHHO pa3Hbie ctanuu pa3Butus. ['yoku (Porifera) — omHa u3 HanboJjiee MpOCTO YCTPOEHHBIX 1, BEPOSITHO,
npeBHelilas duaoreHeTuYeckas rpyrna COBpeMeHHbIX XXUBOTHBIX. Ha ocHOBe cpaBHUTENILHOTO aHaIM3a
pa3BUTUs TYOOK B mpoliecce (1) mojioBoro u 6ecriojioro pasMHoOXeHus1, (2) pereHepaly U3 HeOOJIbIITNX
¢dparMeHTOB Tena, (3) pearperaliMy AMCCOLMUPOBAHHBIX KJIETOK, MBI TIpejaraéM runoTeTUIeCK1il Bapu-
aHT PUTOTUTTMYECKOI CTalUU Pa3BUTUSI TYOOK, U BBOAUM IS Hee TEPMUH “cnoneomun’” [spongotype]. DTo
IOBEHWJIbHAS TyOKa C OHUM OCKYJIOMOM, Haxos1asics Ha ctanuu paroHa. OCHOBHO TTpU3HAaK, KOTOPBIA
MO3BOJISIET pacCMaTpUBaTh paroH B KauecTBe (PUIOTUIINUECKOIi ctaguu Porifera — mojiHoe cOOTBETCTBUE
PAaCIIONOKEHUS BCeX KJIETOYHBIX U aHATOMUYECKUX CTPYKTYP paroHa 1 roJjioBo3pesioi ryoku. MoxHo cka-
3aTh, YTO Ha CTAJAUU paroHa GOPMUPYETCS OCEBOI KOMILJIEKC 3a4aTKOB CTPYKTYP B3pOCJIOii I'yOKH, a 3a Hell
CJIEIIOT TOJIbKO POCTOBBIE TTPOLIECCHI.

Karoueswie crosa: Porifera, punorunuyeckast cranusi, Bauplan, paron, MetaMopo3, pereHepalus, IoYKo-

BaHMe, TPOopacTaHye TeMMYITBI, SBOJIOLINS
DOI: 10.1134/5047514501906003X

BBEJEHUWE

Bauplan (nnaH cTpoeHMUs]) — OCHOBHOE IIOHSITHE
OMOJIOTUM Pa3BUTHUS W 3BOJIOIMOHHON Mopdoro-
TUH, TIPUMEHsIeMOe TIPY BBIIEIEHUH HOBBIX KPYITHBIX
TPYIIIT KUBOTHBIX (HAIIpMep, B paHTe THUTIA) U TIPH
CO3MaHNHU QUITOTEHETUYECKUX ITOCTPOSCHUI BRICOKO-
ro TaAKCOHOMUYECKOTO YPOBHS. Bauplan — 310 TOT ca-
MBIl “MOP@MOTOrMYECKUI TUIT”, KOTOPHIM, KaK CUM-
tan Kioswe (Cuvier, 1817), DoIKeH CIIY>KUTh OCHOBOI
IJIsl paslelieHUs] XXKMBOTHBIX Ha 4YeThbIpe OOJbIINe
IPYIIIBI (TTO3BOHOYHBIE, MOJUTIOCKH, YJIEHUCThIE, pa-
nuata). Ceituac rmom TepMuHOM bauplan Mbl MOHUMa-
€M TLIaH CTPOEHHS OpraHu3Ma, KOTOpblii cchopMUpPO-
BaJICS B XOJI€ 3BOJIIOIIMY KPYITHOTO TaKCOHA M XapaK-
TEpU3YeTCS OPUTUHATBLHOMN apXUTEKTOHUKOIA.

M3 KoHlenuuii, CBI3aHHBIX C TEPMUHOM bauplan,
MOXHO BBIIEJIUTDH IBEe OCHOBHBIE. [lepBast BocxoauT
K unesm OysHa o cyllecTBoBaHMM apxetuna (Owen,
1848). Bauplan BBISIBIISIETCSI HA OCHOBAaHUU CPaBHU-
TEJTEHOTO aHaJIN3a CTPOSHUSI B3POCIBIX JKUBOTHEIX, a

0oJiee paHHUM CTaAVsIM Pa3BUTUS HUKAKOTO BHUMa-
HUs He yaensieTcs. OQHaKO XOPOIIO M3BECTHO, YTO
CXOJHbIE TPACKTOPUU PA3BUTHUSI MOTYT IPUBOINUTH K
GOPMUPOBAHUIO CHUJIBHO OTIMYAIOIIMXCS OPYr OT
JIpyra B3POCHBIX XKUBOTHBIX, 4 3aMETHO pa3jIMyaro-
IIYecsl CTaAuu MOIYT MPUCYTCTBOBAaTh B Pa3BUTUU
MOXOXXUX OPTraHW3MOB (CM., Hampumep, MBaHOBa-
Kaszac, 1995; Gilbert, Raunio, 1997). B pamkax BTO-
poii KOHLENMUU Bauplan MOXHO oXapaKTepU30BaTh
B XOJI€ COITOCTABJIEHUS CTPOEHUS JIMIYMHOK, KOTOPBIE
00JIaIaroT 3HAYUTETLHON 3BOIIOLIMOHHON KOHCEP-
BatuBHOCTBIO (Raff, 1996). DMO6pHOHATBHOE Pa3BU-
THE IIPU STOM OITSITh HE PACCMATPUBAETCS.

OpgHoBpeMeHHO ¢ “MOpGOJOTUUYSCKUM TUIIOM”
KroBbe, mosiBUIach KOHLEIILYS “TIJIaHa pa3BUTHUS
KoTtopasi Obula BBenmeHa ¢oH bapom (von Baer,
1828). bap B ocHOBe KaXAO0ro rjiaHa CTPOEHUS BU-
JleJ1 CO3aBIINI eTo MyTh pa3BUTUS, clieMbUIecKr
(111 JTaHHOrO TIaHA CTPOEHMSI) OPTaHU30BaHHBIM,
TO ecThb “Tum paszButusa”’. Takum o6pa3oM, mjiaH
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pasButus no bapy — 310 bauplan B Tipouiecce ero
OHTOreHeTn4yeckoro ¢opmupoBanusi. MHTepecHO,
yTO HabmoaeHus ¢oH bapa Hanm mponeccaMu pa3Bu-
THSI OBLIU B YMclie TeX (paKTOB, KOTOPhIE 00eCIIeunIn
MOATBEPKACHWE TAaPBUHOBCKOM TEOPUM OOILIHOCTHU
npoucxoxaeHus (Darwin, 1859).

CylIecTBYIOT, OOQHAKO, TPYINBl TUNOB (M KJIac-
COB) KMBOTHBIX, TPACKTOPUM PA3BUTUSI KOTOPBIX CYy-
IIECTBEHHO OTJINYAIOTCS APYT OT APyTa, HO IPOXOISIT
yepe3 oomIre cragui. XOpOoIInii IpUMepP 3TOTO SIBJIE-
HHUS — pa3BUTHE IIeJOMHMYECKMX Spiralia, B cocTaB
KOTOpBIX BXxoaaT TuNbl Annelida, Mollusca, u Sipun-
culida. Bo B3poc/iOM COCTOSHUU MpeNCTaBUTEIHN
3THUX TUIIOB CHMJILHO OTJIMYAIOTCS APYT OT Ipyra, U TO
K€ caMOoe MOXKHO CKa3aTh 00 UX paHHEM pPa3BUTUU U
XapakKTepHbIX MJIisI Hero MopdoreHezax. OmHaKo
OOJIBIIMHCTBO 3TUX XXWBOTHBIX IIPOXOIUT Yepe3 00-
IIYIO CTAAWIO pa3BUTUSI — JIMIMHKY — Tpoxodopy. U
MMEHHO Ha 3TOM CTaIuM CTAHOBUTCS HanboJIee oue-
BUIIEH OOIIMIA 11 BCEX IePEeUYNCIIEHHBIX TPy bau-
plan. TlepBbIM, KTO c(DOKyCHpPOBaJl CBOU MCCIEI0BA-
HUS Ha ITOJO0OHBIX CTamusIx, Ha3BaB ux Korpergrund-
gestalt, 61 3unens (Seidel, 1960). [To3nHee CaHnep
BBEJI I HUX TepMHUH “duioTuIimiyeckast cragus’”
[phylotypic stage] (Sander, 1983). O6a aBTOpa pac-
CMaTpUBaJIM TTOJOOHBIE CTaAUM KaK KIIOYeBBIE IS
Pa3BUTHS BCEX MPEACTABUTENEH JAHHO TAKCOHOMMU -
yecKoii rpymiibl. OHYU He cUnTaIn (pUIOreHeTUYeCKU
3HAYMMBIMU TaKUe CTaIuU KaK JPOOJIeHUE U racTpy-
JISIIMs, He obOpallajy BHUMaHUS Ha OCOOEHHOCTU
MOpGOTeHETUUECKMX IIPOLIECCOB, 00ECIICYNBAIOIINX
pa3BuUTHE.

dutoTunuyeckas cTaarsg CHOBa CTaja OgHOM U3
LIEHTPAJILHBIX TeM OMOJIOTUU Pa3BUTHUS TOCTE My0-
JIMKALIMU pe3ybTaToB ucciaenoBanuii Ciska U ero
koyuter (Slack et al., 1993), nmpuueM oOGcyxkaeHUE
STOM TEMbI CTaJI0 CTPOUTHCS Ha JAHHBIX MOJIEKY-
JISIpPHO# GMOJIOTUM. DTU aBTOPHI OXapaKTepU30BaIU
GUIOTUIINUECKYIO CTAINIO KaK CTaAUI0, Ha KOTOPOii
3aBepIIAIOTCS OCHOBHBIE MOPp(OTeHETUYECKIE IBY -
JKEHMSsI, a BCe 3a4aTKU OPraHOB 1 CTPYKTYP OKA3bIBAIOT-
Cs Ha CBOMX MECTaX, TO €CTh OKOHUYATEIbHO (DOpMUPY-
€TCSI OCEBOM KOMIUICKC 3a4aTKoB. [pyruMu cjioBaMu,
dunoTUnIMYecKas CTaaus — 3TO TaKasl CTaausl SMOpHO-
HaJIBHOT'O Pa3BUTUSI, Ha KOTOPOM MOSIBJIIOTCSI IIPU3HA-
KU U CTPYKTYDBI, XapaKTepHble 1151 TUIa. OUIOTUITN-
YecKUe CTaAuU ObUIM BBISIBJIEHBI IJI1 MHOTUX KMBOT-
HBIX: CTaauds XBOCTOBOM ITOYKM ((papuHryma) st
MO3BOHOYHBIX; CTAAus 3apOMbIIICBOM ITOJOCKU IS
apTPOIIO; ITOJHOCTBIO CETMEHTHUPOBAHHEBIMA, 3aBep-
IIMBIIAI 3TTHUOONINIO0 Ha BEHTPAJILHOM CTOPOHE, 3apO-
I musBoK M T.10. (Slack et al., 1993; Minelli, Schram,
1994; Hall, 1998; Gilbert, 2013).

dunoTunuyeckue Craaud — Aajeko He camble
paHHUe B aMOpuoreHese. boiee Toro, B ipenenax ox-
HOM 1 TOM XXe (PMJIOTeHeTUIECKOM I'PYIIIBI OHU MOTYT
“nepemeliaTbCs” IO OTHOCUTEIBbHON BpEeMEHHOM
OHTOTEHE3 Ne 6
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mKajie oHToreHe3a. OTHOCUTEIILHOE CMEIIEHME CTa-
Il BO BPEMEHU MOXKET OBIThb acCCOIMUPOBAHO C
amanTalsIMM paHHUX CTaguid K YCIIOBUSIM CpPedbI, C
SBOTIOIMOHHBIMA W3MEHECHHUSIMMN PEIPOIYKTUBHOMN
CTpaTeruy ¥ TAKTUKH, VTN Ke C OCOOCHHOCTSIMU CHA0-
>KEHUST SMOPHOHOB IMTATEILHBIMU BellecTBaMU. B To
Ke BpeMsI, caMu QMJIOTUTTYECKHE CTaaM B OYeHb Ma-
JIOI CTENEHM U3MEHSIIOTCS B pe3y/ibTaTe agalTUBHOMN
spommoumu (Slack et al., 1993). KoHcepBaTuBHbIE -
JIOTUMMYECKME CTaaur “3aJI0XKEHBI” MEXIY Mpeablay-
IIMMU U TIOCJIEAYIOIIMMY CTagusIMUA Pa3BUTHSI, KOTO-
pbIe Topa3no 00Jjiee SBOIOLUOHHO MIACTUYHBL.

HaubGonee obiue yepThl marrepHa Mop@OoIoru-
YeCKOro pa3HooOpa3usi pa3BUTHS XOPOIIIO ONKChIBa-
IOTCSI MOJIEJIbIO TIECOYHBIX YACOB. DTa MOJIEJb Npeli-
roJiaraeT, YTO OrpaHUYEHNS, HaKJIaablBalollMecs: Ha
npouecchl pa3Butus (developmental constraints),
MakKCUMaJIbHBI B “cpemHem” smOpuoreHese (Du-
boule, 1994; Raff, 1996), uto npuBoauT K MOpGOIOTH -
YeCKOU KOHCEPBATUBHOCTH 3TOM (pa3bl. OMH U3 4acTo
LIMTUPYEMBIX TIPUMEPOB B3BOJIIOLIMOHHON KOHCEpBa-
TUBHOCTH “CpeTHEr0” aMOproreHe3a — KOHCepBaTUB-
HOCTh TlarTepHa 3kcrpeccun reHoB HOX-kiactepa
BIIOJIb TIEpEIHEe-3aJHE I OCY pa3IMYHbIX MPeJCTaBUTE-
seii Bilateria (Dubule, 1994; Raft, 1996; Slack et al.,
1993). B Hacrosiiiiee BpeMsi akTMBHO M3Y4aloTCsl Kak
caMu KOHCepBaTMBHbIE CTaAUU SMOpHOreHesa, Tak 1
WX pOJIb B CO3JaHUU OTpaHUYEHU, 0OeCTIeurBAIOIIINX
9BOJIIOLIMOHHYI0O KOHCEPBAaTMBHOCTb IUIAHOB CTpOE-
Hus >kuBoTHBIX (Kalinka, Tomancak, 2012; Drost et al.,
2017; Yanai, 2018).

OnHako HEOOXOAMMO OTMETUTh, YTO CYIIIECTBOBA-
HUe (QWIOTUMNYECKUX CTaauii pa3BUTHUSI MOCTOSTHHO
craBUTCS noJ comHeHre. C OqHOM CTOPOHBI, HEKOTO-
pble CpaBHUTEJIbHBIC UCCISAOBAHUS MOKA3aIl OTCYT-
CTBHUE €IUHOOOpa3Usl MPearnoaaraeéMbix (QUIOTUIINYE-
CKHUX CTa[Iiii, a C IPYroil CTOPOHBI, CAaMO 3TO TOHSTHE
BBI3bIBAET ACCOLMALUU C YCTAPEBIIMMU THUITOJIOTHYE-
CKMMM KOHLenmusMu (cM., Hampumep, Richardson
etal., 1997, 1998; Felix, 1999; Scholtz, 2004, 2005).

Jlajeko He 1151 BCeX TUTIOB KMBOTHBIX (DUIOTUTIN -
YeCKUe CTaauur ObLIU BbIACIEHBI M OXapaKTepru30Ba-
Hbl. Hamnpumep, Hanuyue Wi OTCYTCTBUE (DUIIOTH-
IMUYECKOI CTalu B OHTOTeHEe3€e IMpeicTaBUTEe Ta-
KO 60JIBIIION U pa3HOOOpa3HOI rpyInbl Kak Porifera
JI0 CUX HUKOTIa He obcyxaanock. JlaHHbII 0030p —
repBasi MOMNbITKa MoUcKa (UIOTUTTUYECKOUN CTaIuN B
pa3BUTHUU I'yOOK.

BbISABJIEHUE ®UIOTUTTUYECKON
CTAANUUN B OHTOT'EHE3E PORIFERA

(DOpMI/IpOBaHI/IC IJ1aHa CTPOCHMUA MHOTOKJIETOY-
HbIX 2KMBOTHBIX KOHTPOJIMPYETCA B XOA€ OHTOICHE3a
MHOI'OYPOBHEBbBIMHM KacKadaMU B3aUMOJICUCTBUI
IIPOAYKTOB PETYIATOPHBIX TCHOB, 9KCITPECCHUA KOTO-
PBIX yImopdaao4dY€Ha B IMPOCTPAaHCTBE WM BO BPEMCHM
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(Peter, Davidson, 2011). MccneqoBaHusI poiaud pery-
JIITOPHBIX TEHOB B SMOpHOHAIbHOM pa3Butuu Pori-
fera oueHb HeMHorouucieHHbl. OTHAKO yXe ObLIO
MOKa3aHO, YTO MOP(OJOTUYECKU Pas3InvyalolInecs
PETUOHBI, PACTIONOXEHHBIE BAOJb OCH TeJla TUUMHKHA
M B3pOCJION TYOKHU, CTIeIU(PULIIPYIOTCS 3a CUET reHe-
tnyeckux MexaHusmoB (Degnan et al., 2015). [eii-
CTBUTEJILHO, IJISI BCEX OAHOOCKYJIOMHBIX T'yOOK, a
TakXKe JJIs BCeX paauaibHO CUMMETPUYHBIX TYOOK C
BTOPUYHBIM OCKYJIOMOM, XapaKTepHa 4YETKO BbIpa-
JKEHHasl paavajbHasi CUMMETPUsSl OTHOCHUTEJIbLHO
anukKo-6a3anbHO ocu Tena (puc. 1). Y 60JbIIMHCTBA
ry0OK TeJl0 PEervMoHaIM30BaHO: B HEM BBIIEISIOTCS
9KTOCOMA U BHAO0COMa, Pa3InyarlInecs CTPYKTypoit
ckenetra u BogoHocHoit cuctembl (Ereskovsky, Lav-
rov, 2019).

K coxanenuto, mpoGieMy HaJIW4IUsS WIA OTCYT-
CTBUS Yy TYOOK (DMJIOTUITMIECKOM CTaTM HEBO3MOX-
HO OOCYXXIAaTh Ha MOJEKYISIPHOM YpPOBHE M3-3a OT-
CYTCTBUSI CPaBHUTEJIBHBIX TaHHBIX. OTHAKO K pelre-
HUIO 3TOH MpOOJIeMBI MOXHO ITIpMBJIEYb NTaHHBIE
CPaBHHUTEIILHOM 3MOPUOJIOTHMN U PACCMOTPETH €€ C
MOpGhOJIOTUIECKOI TOUKU 3PSHMSI.

PA3BUTHUE I'YBOK
ITPU ITOJIOBOM PASMHOXEHHNUN

Kax yxxe orMeuanocsk, 1j1s pa3HbIX TPYIII KUBOT-
HBIX B KauecTBe (PMIOTUMUIECKUX MOTYT OBbITH OXa-
pakTepHU30BaHbI OYEeHb pa3HbIe CTAIUN SMOPUOHAIb-
Horo pa3BuTHus. PaHHee pa3BuTHe ryook KpaifHe pas3-
HooOpa3Ho (Ereskovsky, 2010). IToaTomMy ¢ TOUYKHU
3peHUsT MOpPQOJOTMU HEBO3MOXHO BBIICIUTbh Ka-
KYI0-JIM0O CTaauIo pa3BUTHsI, OOILIYIO IJIST BCeX (pu-
JIOTEHETUYECKUX TPYIII ryook. OIUH U TOT Xe IaT-
TepH ApOOJICHMS U OIMHAKOBass MOP(OJIOTHS Ha CTa-
JIUU OJTACTYJIbI MOTYT B XOA¢ AaJbHEUIIIEro pa3BUTUS
MPUBECTU K POPMUPOBAHUIO CHIILHO Pa3INYAIOIINX~
cd TMYNHOK. Y Hao6opoT, pa3Butre Mopdooruie-
CKM CXOIHBIX IMYMHOK MOXET HAUMHATHCS C PA3HBIX
MaTTePHOB APOOJIEHUST U OBITh OCHOBAaHO Ha OYEHbB
pa3HbIX MopdoreHesax (puc. 2).

B kauvecTBe WITIOCTpAllUM 3TOTO ITOJOXECHUS
MOXHO TIPMBECTU ClieAylolue maHHbIe. s Ty6oK
W3BECTHO YeTBIpe THUITA APOOJIEHUS: WHKYpPBAIIMOH-
Hoe (momkinacc Calcaronea: Calcarea), moiamakcu-
anpHoe (rmonkiacc Calcinea: Calcarea u cem. Halisar-
cidae: Demospongiae), ncesnopanuanbHoe (Chon-
drosidae, Spirophorida, Polymastiida: Demospongiae
u Hexactinellida) unu xaotuueckoe (Bce Homoscler-
omorpha u 6osplIMHCTBO Demospongiae) (puc. 2:
1—4). B xone npo0biieHust GOpMUPYIOTCS OJIaCTyJIbI
Tpex TUITOB: CTOMOOJIACTYJIa, LIeJ00aacTyia U MOpY-
Ja (puc. 2: 5—9). UHTepecHo, 4TO MoceaHe 1Ba TU -
ma 61acTy1 GOPMUPYIOTCS IIPU UCIIOIB30BaHUH pa3-
HBIX ITIATTePHOB IpobieHus (puc. 2). B xome amopuro-
HaJILHOTO DPas3BUTHS Y TYOOK (OpMHUpYeTCs HEBSITH
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Puc. 1. I'y0ku, obmagaro1ye Xopouio BEIpaXKeHHOU ar-
KO-0a3aJIbHOI OCBIO Tejla M pagualibHOW CMMMETPHUE.
a — MOHOOCKYJIIOMHas Tyoka Sycon sp.; 6 — Haliclona sp.
C pagyaJibHO CUMMETPUYHBIMU “BeTBSIMI”; B — Rossella sp.,
¢opmupylolast BTOpUYHBIN OCKYJIIOM.

TUIIOB INYMHOK, 1 MOP(OreHe3bl, 00eCIIeunBaloIIe
¢dopMUpOBaHUE JMYUHKHU, OUYEHb Pa3HOOOpAa3HBI
(Ereskovsky, Dondua, 2006; Ereskovsky, 2010).

¥V Bcex JIMYMHOK XOPOIIIO BhIpaKeHA IepeaHe3a-
HSIS HOJIIPHOCTD, KOTOPAasl MPOSIBIISIETCS B CTPYKTYpE
HapY>KHOTO CJI0SI KJIETOK, B OPraHM3allii MacChl BHYT-
PEHHUX KJIETOK (€CJIM OHA UMEETCS), a TAKXKE B pac-
npeneaeHnuu Coukya (eciau oHu uMerTcs). Jdomyc-
Kasgd HEKOTOPYIO CXeMaTUu3alnio, MOXKHO BbIACINUTD Y
Fy6OK JBa OCHOBHbIX THUIIA CTPOCHU S JIMYMHOK: ITOJIasd
OIHOCJIOMHSI JMYMHKA (LiesobiacTyna, Kaabluoiaa-
CTyJla, HIMHKTOOJIacTy1a, am¢puOIacTyJia) U IByXCIOi-
Hasi IUYMHKA, He UMeIolasi oJIocTy (TTepeHXumMeIIa,
xoruutoMesia, tpuxumesia) (puc. 3) (Ereskovsky,
2010).

OcHOBHOe coObITHEe MeTaMopdo3a JUUMHOK —
npuoOpeTeHUe WMHU DBJIEMEHTOB IUIaHa CTPOEHUS
(bauplan) B3poCaBIX TYOOK, B IIEPBYIO OYepeab — BO-
MIOHOCHOM cucTeMbl. IlepBast CTpyKTypa B3pOCIIOTO
opraHusma, hopMupyooIascs de novo, 3T0 SK30MH-
Hakolepma, KOTopas N30JUPyeT MOJOIYIO TyOKY OT
BOIHO# cpenbl. Ha 6oitee mo3gHMX 3Tamax MeTaMmop-
do3a popMHUPYIOTCS XOAHOIIUTHBIE KaMephl M KaHa-
JIBI BOMOHOCHOM CUCTEMBI, TIPOPBHIBAIOTCST OTBEPCTUS
OCKYJIIOMa U OCTHUi, a TakKXKe CUHTE3UPYIOTCS BJie-
MEHTBI CKeJIeTa, XapaKTepHbIe IJIsl B3pOC/IbIX TYOOK.

Hab6op MopdoreHeTUIEeCKNX MPOIIECCOB, 3a CUET
KOTOPBIX TIPOUCXOIUT METAMOP( O3, CUJILHO 3aBUCUT
OT TUIA JUYUHKU (TO €CTh OT ee cTpoeHus). B pe-
3yJabTaTe MeTtamopdo3a U3 JMYMHKU pa3BUBACTCS
MOHOOCKYJTIOMHas TyOKa, BOJOHOCHAsI CUCTEMa KO-
TOPOI YacTO OTJIMYAeTCsI OT BOJOHOCHOM CUCTEMBbI
B3pocJioit rydoku. ¥ Calcarea Mosionast 0co0b, TOJIBKO
YTO 3aBepllMBIIasg MeTaMop(do3, UMeeT BOIOHOCHYIO
CUCTEMY aCKOHOWJHOTO TUIIA U Ha3bIBAETCS 0AUHMYC
(Minchin, 1900); y Demospongiae 1 Homoscleromor-
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Puc. 2. CxemaTnieckoe U300pakeHue MpoLeccoB Ipo0IeHUs U MOocIeayonuX MophOoreHe30B, BeaAyluX K GopMUpOBaHUIO
JIMYMHOK TYOOK. /—4 — maTtTepHbI APOOJICHUS, XapaKTepHbIe 1711 T'YOOK: MHKypBallMoHHOeE ( /), mojuakcuaibHoe (2), paauaib-
Hoe (3), xaotudeckoe (4). 5—9 — Tpy OCHOBHBIX BapUaHTa CTPOEHUSI OJ1aCTyJIbI TYOOK: cToMoGactyna (5), 1enobnactyia (6, 7), Mo-
pyna (8, 9). 10—31 — mopdoreHeTnueckue npoiecchl U GopMUPOBaHUE MPEUVTUIUHOK. 32—46 — TUUUHKU. 10— MHKypBallus;
11, 12 — cTpoeHue 11eJ1001aCTyIbl COXpaHsSIeTCs 10 JMYMHOYHOM cTanuu; 13 — MyJIbTUIIONSIpHAsI UHTpeccust; 14 — yHUTIOMSIp-
Hast iposudepatus; 15, 25 — MHrpecCcHus MaTEPUHCKHUX KJIETOK (TTOKa3aHbl YePHBIM ILIBETOM) BHYTPb MOPYJIbI; /6 — KJIeTOYHAast
neraMuHauust; 17 — MopyJibHast [eiaMuHauust; 18 — yruiomeHue Mopyibl; 19 — MopyJibHast nenamMuHanust; 20 — MyJIbTUIIO-
JnsipHast amurpauus; 21 — nenobaactyna Calcinea, He UMerolas 6a3ajibHO MeMOpaHbl; 22 — UHBaruHauus; 23 — npe-IapeH-
xumersa; 24, 27, 28, 29, 30 — mopyibl;, 25 — nipe-TiceBaobactyia; 26 — nByXciioiHast Mopyia; 31 — nenoo6iactyia Homoscle-
romorpha, nMmeronast 6azairbHyI0 MeMOpany; 32 — amdubmactyna Calcaronea; 33 — Kanbumbiactyna Calcinea; 34 — neno6ia-
cryna Halisarcidae; 35 — nucdepyna Halisarcidae; 36 — napenxumersuia Halisarcidae; 37 — mapenxumeria Verticillitidae; 38 —
niceBnoomactyna Chondrosida; 39 — rpuxumeruta Hexactinellida; 40 — mononas ryoka pona 7etilla ¢ ipsiMmbiM pazButuem; 41 —
napenxumeiia Tethyida; 42 — neno6nactyna Polymastia v Chondrilla; 43—45 — napenxumeruta Dendroceratida (43), Haplo-
sclerida (44), Poecilosclerida (45); 46 — unHkToG1acTy1a Homoscleromorpha (mo: Ereskovsky, 2010, ¢ u3MeHeHUSIMU).

pha Mo101a51 ryOKa MMeeT BOJOHOCHYIO CUCTEMY JIeii-
KOHOWTHOTO WJIM CHKOHOWIHOTO TUIIA M Ha3bIBAeTCS
paeon (puc. 4, 5a, 0) (Sollas, 1888). OgHako IpUHLIM-
MMUATBHBIX PA3TNINii MEXIy CTPOCHWEM DPAaroHOM M
OJIMHTYCOM HE CYIIECTBYET.

YV ry0oK ¢ IpsIMBIM pa3BUTUEM, KOTOPEIE JTM00 BhI-
XOIISIT M3 MAaTepUHCKOro opraHu3ma (B ciIy4yae XUBO-
poXaeHus ), 1100 pa3BUBAIOTCSI B BOOHON cpede (B
cllydae SIMLIEpPOXKICHMsI), Pa3BUTHE IIPOXOIUT 4depe3

CTaIUIO IOBEHWJIBHOI 0CO0U, TAKXKE UMEIOIIEH CTPYK-
Typy paroHa (Sara et al., 2002; Watanabe, 1978).

PA3BUTHUE I'YBOK ITP1 PA3HbIX
BAPUAHTAX BECITOJIOT'O PASMHOXEHUA

IIpyn nmoukoBaHUM y BceX ryOOK, UCKITIOYAsl POJI
Oscarella (Homoscleromorpha) (Ereskovsky, Tokina,
2007), moyka Ha paHHUX CTaAWSIX Pa3sBUTUS IIpEII-
CTaBJIsIeT COOO0If KOHTIIOMEpAT, COCTOSIIINI U3 Tud-

Puc. 3. OCHOBHBIEC TUITbI CTPOSHUS TMUYMHOK I'YOOK: a — KaJbLIMOIacTyna; 6 — rnceaobiacryna; B — ampuobaactyia; T — Q-
cdhepyna; o — XOIIUTOMeIIa; € — MapeHxuMmelia (JtmunHka npeactaButess Poecilosclerida); )k — Tpuxumera; 3 — LIMHKTO-
6nactyna (ap — niepeqHuii Tomoc; bm — 6a3aibHast MeMOpaHa, cc — TMYMHOYHAST XOaHOIIMTHAsI KaMepa, ¢i — KJIETKW, HECYIIre
XKTYTUKU, ¢ — KJIETKM C BHYTPUSIACPHBIMU KPUCTAJJIOUIAMMU; crc — KIIETKU KPECTa, fc — XTYTUKOBasi KaMepa, mc — MaTeprH-
CKHUeE KJIETKH, ic — BHYTPEHHSISI Kamepa; ilc — BHyTpeHHUE KJISTKU TUIYUHKU, M cC — TTOTULIMIMAPHBIC KIETKU, pi — TUIMHOYHAS
MUHaAKOoIepMa, pp — 3aHUH TTOTIOC, § — TIMIMHOYHBIE CITUKYJIBI, sb — cuMOnoTndeckue 6aktepun) (mmo: Ereskovsky, 2010, c u3-
MEHEHUSIMU ).
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Puc. 4. CTpoeHue I0OBeHWIbHOM I'YOKM Ha CTaIuM paroHa
(at — aTpuyM, cc — XOaHOLIUTHBIE KAMEPBI, 0 — OCKYITIOM,
os — octust) (mo: Sollas, 1888, ¢ usMeHEeHUSIMM ).

¢depeHIIUPOBAHHBIX KJIETOK Pa3HbLIX TUIOB, M HAX0O-
IAIIUIACS HA TIOBEPXHOCTHU Tejla B3POCIIOi ocobu. Y
MOJOOHBIX TIOYEK HET HU KaHAJI0B, HU OCKYJIIOMa, 1
TOJIBKO MHOTJA OHU MMEIOT XOAHOLMTHBIE KaMephl
(cm. o630pnr: Fell, 1993; Ereskovsky et al., 2017). Ot-
COCIVMHUBIINCH OT B3POCJIOr0 OpraHW3Ma, ITOYKU
ocCelaloT Ha CyOCTpaT M MPUKPEIUISIIOTCS K HEMY, T10-
cJie Yero HaYMHAaloT pacTy 1 GOpPMUPOBATH BOJOHOC-
HYyIO cucTeMy. TakuMm o0pa3oM, ITOUYKU NPaKTUIECKHU
BceX T'yOOK HAalTOMUHAIOT CTaAWU, KOTOPbIe JIMUMHKA
IIPOXOIUT BO BpeMs MeTamopdo3a — CHayaja CTa-
IO KYKOJIKH, a IIOTOM paroHa (puc. 5B).

IToukoBaHue ryook rpyrisl Homoscleromorpha B
3HAUYUTEJIbHOI CTENEeHU OTJIMYaeTCs OT BTOTO Ipo-
1ecca y Apyrux ryook, mpuiyeM 3TH pas3Inums KacaroT-
¢ 1 MOp(GOreHETUYSCKUX MPOLIECCOB, U CTPYKTYPHI
nouku. ITouka mpencraBisieT coOOil BEIPOCT CTEHKU
TeJia POAUTEIbCKOI 0COOM M pa3BUBACTCS 3a CUCT IITH-
TeJInajabHOro MopdoreHe3a — sBaruHanuu. Kietku B
001acTH TOYKOBAaHUSI HE MUIPHUPYIOT, HE 00pa3yloT
CTyILIeHUI, He TIpoindepupyior. B coctaB mouku Bxo-
IISIT BCE TUTIBI KJIETOK, KOTOPhIE MOXKHO OyzieT oOHapy-
XUTh Yy (POpMUpPYIOIIEHCS U3 Hee B3pOCNIOi TyOKU
(Ereskovsky, Tokina, 2007). Ilepen ocenaHuem Ha cyo-
CTpaT MoyKa MpUodpeTaeT CTPYKTYpy paroHa ¢ CUKO-
HOMIHOI BOOIOHOCHOM CUCTEMOA.

MHorue HpecHOBOIHBIE M HEKOTOpBIE 3CTyap-
HbIe/MOpCcKUe TYOKH u3 Kiacca Demospongiae ¢op-
MUPYIOT MOKOSIIIYIOCSI CTPYKTYpPY, KOTOpasi Ha3blBa-
ercs remmyisa (Simpson, 1984; Fell, 1993). I'emmyna
MPEeICTaBIsIET COO0M KOMITAKTHYIO OTHOPOIHYIO Maccy
KJIETOK, OKPY>KEHHYIO KOJUIAar€HOBOI KAaIlCyJIOi, 4aCcTo
BKJTIOYAIOIIEN CnUKyJbl. [IpopactaHvie reMMysbl co-
MIPOBOXIAETCS MUTO3aMU TE30LIUTOB (BHYTPEHHUX TO-
TUIOTEHTHBIX KJIETOK), aKTUBHOM KJIETOYHOI MMIpa-
e 1 KieTouHol nuddepeHpoBkoii. B pesynbraTe
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BCEX 3TUX MPOILIECCOB TTOTYYaETC MaJIEHbKasl, HO TIOJT-
HOCTBIO (DYHKIIMOHAJIbHASI IOBEHUJIbHAS TyOKa, MMEIO-
11asg CTPyKTypy paroHa ¢ JEMKOHOUIHOU BOJTOHOCHOI
cuctemoii (puc. 5r) (Brien, 1932; Hohr, 1977).

Takum 06pa3om, I0BeHWIbHBIE TYOKH, (hOpMUPY-
IolIMECS 3a cUeT 6eCIoJIoro pa3MHOXEHMS KakK B CITy-
Yae MOYKOBAaHUS, TaK W MPU MPOPACTAHUU TEMMYI,
WMEIOT CTPOEHUE paroHa.

PA3SBUTHUE I'VBOK B XOIE
PETEHEPALIMOHHBIX ITPOLIECCOB

Ha rybxax BBITIOJTHEHO OOJIBIIOE KOJIUYECTBO 3KC-
MEePUMEHTOB T10 JMCCOLMAIIMU Y MOCJIeayIolleii pear-
perauuu KJjieTok. bbuio mokasaHo, 4To KJI€TKHM MHOTHX
ryooOK Ha MOCJIeIHUX CTAAMSIX pearperaliii opraHmu3o-
BaHbl B KOMIAKTHOE c(epruyeckoe Teslo, COBCEM He
MOXOXee Ha PhIXJIbIE CTPYKTYPhI C HEMHOTOUYMCJIEHHBI-
MU MEXKJIETOUHBIMM KOHTaKTaMM, HaOJII0Na0IIUeCs
Ha HayaJbHBIX 3Tanax pearperanuu (Lavrov, Kosevich,
2014, 2016). Ha crenytomeM 3Tare y arperatoB (op-
MUpYETCS TNUHakKoaepMa. DTa CTaausl Ha3blBaeTcs
“nmpumMmmopd” (Custodio et al., 1998), u ee nocTrukeHne
O3HayaeT 3aBepllIeHUE arperalumy KJieToK 1 oTaeleH e
BHYTPEHHEM Cpelibl arperara oT OKpPY>Karolleil Cpebl C
MOMOIIILIO CIUIOLIHOTO cjIosl MuHakodepmbl. Ilocie
MPUKPEIJIEHUs1 K TBEPAOMY CYOCTpaTy CTpPyKTypa
npuMMopda MOJHOCTBIO MpeodpasyeTcs 3a CUET pa3-
HOOOpa3HbIX MOP(MOreHeTUYECKUX TPOLECCOB, U B
pe3yiabTaTe GopMupyeTrcsi MajJeHbKasi, HO TMOJHO-
CTbIO (PYHKIIMOHAJIbHASI U XOPOIIIO CTPYKTYPUPOBaH-
Has ryoka (Lavrov, Kosevich, 2014, 2016). Drta ryoka
UMeeT CTpoeHUue paroHa (puc. 5e).

Monopast ryoka, kKotopass ¢GOpMUpPYETCS U3 He-
OoJiplIoro (hparMeHTa Teja B3POCIIOil 0coOu, TOXKe
pa3BUBAETCS Yepe3 CTaaUIO paroHa, XOTs POAUTEIIb-
CKMe 0co0M MOTYT MMEThb caMoe pa3HOooOpa3Hoe
crpoenue (puc. 5m). B ciaydae, ecnm poauTenabckas
0COOb SIBJISIETCSI aCKOHOWIHOM TYOKOM, pereHeparusi
He CBsI3aHa C MACIITAOHBIMHM IIEPECTPOMKAMHU TPEX-
CJIIOMHOM CTPYKTYpPHI (PparMeHTa ee Tejia, COCTOSIIe-
ro M3 BIUTEIMAIILHON NMUHAKOASPMBI, Me30XWIa U
SMUTEIIMATBHONM XoaHOoHepMEBI. TpeXcinoiHbIi dpar-
MEHT IPOCTO CBOPAUYMBAETCSl XOAHOJAEPMOU BHYTDb,
00pa3ys IpU 3TOM 3aMKHYTYI0 BHYTPEHHIOIO MIOJIOCTh
(Jones, 1957). HeGounblii0it (hparMeHT Te1a CUKOHOW/T-
HOIi TyOKM ITOIBEpracTcs B Havajle pereHepalun ce-
PBE3HBIM I€CTPYKTUBHBIM U3MEHEHMSIM, B OCOOCHHO-
CTU 3aTparuBalolIUM Ty YaCTh CUCTEMBI KaHAJIOB BO-
JIOHOCHOM CHUCTEMbI, KOTOpasi pacIioyjioXXeHa BOJIU3U
paneBoii moBepxHocty (Koporkosa u 1p., 1965). Pas-
BUTHE pereHepara JEMKOHOMIHOM I'yOKM TaKKe CBSI-
3aHO C CYILIECTBEHHOIM peopraHuU3alueil MCXOIHOIO
cTpoeHus poauTeabckoit ryoku (Connes, 1966; Ko-
potkoBa, Hukutun, 1968).
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Puc. 5. PazH0OOOpa3HbIe OHTOTEHETUYECKNE U peTeHepallMOHHBIE TTPOIIECCHI, Beaylne K (OpMUPOBAHUIO (DHIIOTUTTNYECKOI
CTaJIuy ry0OK — CTaJIMU CIIOHTOTHUIIA: @ — CIIOHTOTUIT; 6 — MeTaMOP(dO3 JIMYMHKHU; B — Pa3BUTHE T'YOKU U3 TTOYKU; T — pa3BUTHE
ryOKM 13 TeMMYJIbI; I — pearperaius KJIeToK; € — pereHepalusi T'yOKHM U3 HeOOJIbIIOro (pparMeHTa Tea.

CTAAUA PATOHA — ®UJIIOTUITNYECKAA
CTAIUA PASBUTUA I'YBOK

B 00630pe 6511 MpoBeAeH CpaBHUTEIbHBII aHAIN3
pa3BuThusg TnpencraBureieii tmma Porifera B xome:
1) TI0JI0BOrO M GECIOIOTO pa3MHOXEHMS; 2) pearpera-
LM JTUCCOLIMMPOBAHHBIX KJIETOK; 3) pereHepai u3
HeOoJblIoro ¢hparMeHTa Tesia. Pe3ynbTaThl 3TOro aHa-
JIN3a TO3BOJIIIOT YTBEPXKIATh, YTO Y TYOOK MMeeTCs
duoTunuyekas cTaausi pa3BUTHUSI, KOTOPOl MOXKHO
JIaTh Ha3BaHUeE “‘cnoneomun” (spongotype). DToil prIo-
TUTTMYECKI CTaAuU COOTBETCTBYET CTaaNsl MOHOOCKY-
JIIOMHOIT I0BEeHWIBHOM T'YOKU — paroHa. Ctaaus paro-
Ha TUNU4YHa 1 Demospongiae, eil e cCOTBETCTBYET
OJIMHTYC, XapakTepHblii st Calcarea (puc. 4, 5a). Pa-
TOH MMeEET XOPOIIIO BBIPAaXKEHHYIO alrKO-0a3aJIbHYIO
OCh, €T0 TEJIO paAruaIbHO CUMMETPUYHO. JIJIsT HeTo xa-

pakTepHbl HEOOJbIIWE pa3Mephl Mopsiaka 1—2 MM.
IToBepxHOCTh paroHa IOKpbHITA YIUIOIIEHHBIMUA 31U~
TeJIMaTbHBIMU KJIeTKaMu — TMHakouuTamMu. OCHOB-
Hasl MpWYMHA, TTO3BOJISIONIAsl paccMaTpuBaTh paroH
Kak ¢uiioTunuyeckyto craauto Porifera — mosHoe co-
OTBETCTBME PACMOJIOKEHUSI BCEX €ro KIJIETOYHBIX U
aHATOMUYECKUX CTPYKTYp M TIOJIOBO3PEJION TyOKU.
MoxHO cKa3aThb, YTO Ha CTaAUUu paroHa (hopMupyeTcst
OCEBOM KOMILIEKC 3a4aTKOB CTPYKTYpP B3pOCJIOii Iyo-
KW, a 32 He#l CJIEAYIOT TOJIbKO POCTOBBIE TTPOLIECCHI.

SAKJIFOYEHUE

B 3akmoueHne HeoOXOaMMO elle pa3 Moma4YepK-
HYTb, UTO Pa3BUTHUE MPAKTUUYECKU JIIOOOTO MpeacTa-
Buteis tuiia Porifera B mo0oii cutyaium (I10JIoBoe
pa3MHOXeHUe, Oecriojioe pa3MHOXEHUE, pereHepa-
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BBIABJIIEHUWE 5BOJIOIIMOHHO IMEPBMUYHbLIX YEPT ITJIAHA CTPOEHUA

LOHHBIC IIPOLIECCHI) W MPU UCIIOIb30BAHUHU JTIOOBIX
MOpP(OTEeHETUIECKMX IIPOIIECCOB IIPOXOIUT 4Yepe3
00IIIyI0 ST BCeX TYOOK CTaguIo paroHa. OTa CTagus
MopdororniyecKn eqMHOOOpa3Ha I BceX (uIore-
HeTndeckmx Trpynn tumna Porifera. Mbel mpennaraem
paccMaTpuBaTh 3Ty CTAIUIO HE TOJIBKO KaK (hUIOTH-
nuJeckyto cranguio Porifera, Ho 1 Kak MOAeJb TUTIO-
TeTUYECKOI MpeIKOBOI ryOKU — CIIOHTOTHUII. J1J151 TO-
T'0, YTOOBI MOATBEPAUTH UJIU OIIPOBEPTHYTh KOPPEKT-
HOCTb CIEJIAaHHBIX BHIBOJOB, HECOOXOAVMMO MPOBECTU
JIeTaJIbHOE MCCICIOBAHUE MOJEKYISIPHO-TeHETHUYe-
CKUX MEXaHM3MOB, PETYyIUPYIOIINX (HOPMUPOBAHNUE
paroHa y MIpeacTaBUTENCH pa3HbIX (PUIIOTEHETHUYE-
CKUX Ipyni ryook. Takoe mcciaemoBaHue OyaeT CIIO-
COOCTBOBAaTh JyYIIEMY ITOHMMAaHUIO MEXaHN3MOB,
BOBJICYCHHBIX B 3BOJIOLIMIO IUIAHOB CTPOECHUS KaK
ry0oOK, TaK W IPYTUX MHOTOKJIETOYHBIX >KUBOTHBIX.

Pa6GoTa Obl1a BEITOJIHEHA TP MOAIEPKKE TpaHTa
PH® 17-14-01089.
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Each animal phylum has its own bauplan. The phylotypic stage is the ontogenetic stage during which the phy-
lum level characteristics appear. This stage refers to different stages of development in different animals.
Sponges are one of the simplest, and probably the oldest multicellular lineage of extant animals. On the basis
of the analysis of sponge development during i) sexual and asexual reproduction, ii) regeneration from small
body fragments, and iii) cell reaggregation, we suggest a hypothetical variant of their phylotypic stage (spon-
gotype): the mono-oscular juvenile — the rhagon. The major feature which permits to consider the rhagon as
the phylotypic stage of Porifera is the final, definitive position of all the cellular and anatomical elements of
the future adult sponge. At the rhagon stage the pattern of the axial complex of anlagen is already formed, and

only growth processes occur at the later stages.

Keywords: Porifera, phylotypic stage, Bauplan, rhagon, metamorphosis, regeneration, budding, gemmule

hatching, evolution
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Y GONIBIIMHCTBA MOKPBHITOCEMEHHBIX OPTaHbl B IIBETKE 3aKJIAIbIBAIOTCS aKPOTIETATLHO — OT OKOJIOIIBETHU -
Ka K TUHellelo. B crathe mpuBeneH 0630p OTKIOHEHU OT TUITMYHOTO IS IIBETKOB aKPOTIETAaTbHOTO MaT-
TepHa pa3BUTHsI, KOTOPbIE MOXHO BCTPETUTh KaK B OJTUTOMEPHBIX, TaK U B MOJMMEPHBIX HIUKINYECKUX
1BeTKaX. PacTeHMsI, y KOTOPBIX OOHAPYKUBAETCSI OMWH W TOT XK€ HETUITUIHBINA JUIST TIOKPHITOCEMEHHBIX
MaTTepH Pa3BUTUS 1IBETKA, HE 00513aTEIbLHO CBSI3aHbl OJIM3KUM POJCTBOM, CXOJCTBO B CTPYKTYPE U Pa3BU-
THU UX LIBETKOB CKOpee OOBSICHSIETCSI KOHBEPTEHTHBIMU OCOOCHHOCTSIMM OpraHU3aluu U (GyHKIIMOHUPO-
BaHUSI penpoayKTUBHOI chepbl. 1 Hao60poT, y mpeacTaBuTeieili OMHOIO ceMeicTBa Hapsiay ¢ OOBIYHBIM
MMaTTepHOM Pa3BUTHS IIBETKA 3a4aCTYI0 MOXKHO OOHAPYXKUTh U OTKJIOHSIOIIeCsT BapuaHThI. LIBeTkn pon-
CTBEHHBIX WJIM HEPOJACTBEHHBIX PACTEHUI, UMEIOIINE OAMHAKOBBIN IJIaH CTPOEHUsI, MOTYT AEMOHCTPU-
poBaTh Kak 6a30BBIif XapakTep MOp¢oreHe3a, Tak U pa3BUBAThCS 11O HECBOMCTBEHHOMY OOJIBIIMHCTBY
LIBETKOBBIX TyTU. MHBIMU cIOBaMU, 3BOJIIOIUS MATTEPHOB Pa3BUTHS 1IBETKA BeCbMa rOMOIUIACTUYHA.
HeomHokpaTHBII TIepeXxol K HeCTaHAAPTHBIM MaTTepHaM pa3BUTHS (M 06paTHO) CIIyvascs B 9BOJTIOIUN
MOKPBITOCEMEHHBIX, MO-BUAUMOMY, OU€Hb JIETKO U HOCWJI CAIbTALIMOHHBIN XapakTep.

Karouesvie crosa: mopdoreHes, 1IBETOK, aKpOTeTaJIbHBIN NMAaTTepH, 6a3uneTaabHbI NaTTepH, (GpUIOTaK-

CUC, OJIMroMepud, roJnuMepusd, IoJnaHapusd, o0mue IIpUMOpPIANN

DOI: 10.1134/50475145019060089

BBEJEHUWE

Paccyxnast 06 3BOTIOLIMY YEro-JIM00, 0OBIYHO MMeE-
10T B BUJLY, UTO 3BOJIIOLIMS M3y4aeMOU CTPYKTYpbl, Op-
raHa, mpoilecca 1 T.I1. IBUXKETCSI OT HEKOETr0 UCXOTHOTO
MPEIKOBOTO COCTOSIHUS K MPUOOPETEHHOMY, TTPOJIBU-
HYTOMY COCTOSIHMIO. BBbICIIMM pacTeHusiM B 3TOM
cMBIciie He ToBe3to. Yapiw3 JapBUH yXKe TJaBHO BbI-
CKazaJicsl, 4TO MPOUCXOXIACHUE BBICIIIMX PAaCTEHUI —
“orBpatuTesibHas TaiiHa”. OTBpPaTUTEJILHOCThH, II0O
MHEHUIO aBTOPa TEOPUHU TIPOMCXOKACHUS BUIOB ITyTEM
€CTECTBEHHOT0 0TOOPa, 3aKI0vYaiach B TOM, UTO IBET-
KOBBIE MOSIBWJINCH “BHE3AITHO” U 32 KOPOTKMIA IIpOMe-
JKYTOK BpeMEHM Jaiu OoJiblioe pazHooOpasue (popm
(Friedman, 2009). ITosiBUBIIUCH B MEJIOBOM MepUOIE
Kak Obl U3 HUOTKY/A, OHU PaIUMPOBAIH C TOTpPsicalo-
mieit ckopocthio (Herendeen et al., 2017), yTo ipoTuBO-
peunsio yueHuio JlapBruHa o MOCTENEHHOM U TUJIaBHOM
xapakTepe aBoJiolnu. C Tex Mop MHEHHUE O CKOPOCTHU
1 caMUX MeXaHUu3MaxX BBOJIOIUU MOABEPIIOCh 3Ha-
YUTeIbHOMY TepecMoTpy. OmHako, HeCMOTpsSl Ha
BEChb IPOrpecc COBPEMEHHOU O0OTaHMYECKON HayKu
“OTBPaTUTEIIBPHOCTE” HMKYyHa He Mcde3ia. [ 1aBHBEIM
00pa3oM, 10 CUX MOP HESICHO, KaK M KOrJa B 3BOJIIO-
LIMM CEMEHHbBIX PaCTeHMId OTAeNUIach JIMHUS 1IBET-

KOBBIX PaCT€HMI, KaK 1 KaKUM 00pa30M IIPOU3OIILIO
CTaHOBJICHUE IOKPBITOCEMSIHHOCTH, KaK M KaKUM
o0pa3oM BO3HUKIM 1BeTKU (MeiieHn, 1964; Kpacu-
noB, 1989; Endress, 2006, 2019; Friis et al., 2006).
Mopdo10roB IiIaBHBIM 00pa30M MHTEPECYIOT TOMO-
JIOTMHU LIBETKA U €T0 YacTeil ¢ TeMU PEPOAYKTUBHBI-
MU CTPYKTypaMu, KOTOPbIE UMEIOTCSI ¥ TOJIOCEMEH-
HEBIX. BTOpoii Bompoc — Kak MMEHHO BBIIVISIICIN
LBETKM JPEBHEUIINX MOKPHITOCEMEHHBIX W OBIIIN JIU
OHM Y HUX BOOOIIIE, ITOCKOJILKY IPUOOpEeTEeHNE TIIO-
JIOJIMCTUKA C €Tr0 3aMKHYTOIl OTTpaHUYEHHON OT
BHEIIHEI cpeabl 3aBSI3bI0 B 9BOJIIOLIMH TPYIITHEI MOT'-
JIO MPOM30MTHU U N0 POpMUPOBAHUS LIBETKOB. Tpe-
T BOIIPOC — SIBJISTIOTCSI I IIOKPBHITOCEMEHHBIE MOHO-
GuneTn4eCKOo TPyl MU 3Ke CTAHOBJICHUE TTOKPHI-
TOCEMSIHHOCTHA M IL[BETKA IPOM3O0IIO HE3aBHCUMO B
pa3HbIX rpynmnax pactreHnii. OOBIYHO BCE 3TU BOIIPO-
ChI pacCMaTPUBAIOTCS B KOMITJIEKCE.

Ha nmaHHBI MOMEHT yCTOSJIOCH MHEHME, YTO T10-
KPBITOCEMEHHBIE TIPEACTABISIOT CO00M MOHOMDMIIC-
TH4YecKyio rpynmy (HanpuMmep, Wickett et al., 2014;
Magallén et al., 2015; Gitzendanner et al., 2018). Ta-
KMM 00pa3oM, MOXKHO TIpearoiaraTb Haauune 1BeT-
Ka TMPeIKOBOro, MCXOOHOTO IJISI BCEX IMOKPBLITOCE-
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MEHHBIX TuMa. M3y4aTh 3BOIIOLINIO LIBETKA TOJIBKO U
MOXHO, OTTaJIKMBAsICh OT 3TOTO IIPEAKOBOTO COCTOSI -
Hus. Tak CJI0XWIOCH, YTO CTPOSHME 1IBETKA IIPEIKO-
BOI'O TUIA HaM, B CYIIIHOCTH, Heu3BecTHO. [lomyuae-
Mbl€ PEKOHCTPYKILIMMU “IMPUMUTUBHOIO” IIBETKA SIB-
JISIIOTCSI B KAKOI-TO CTEMEHU CJIEACTBUEM “HaydyHOMI
MoObl” — B CBOE BpeMsI B KaUeCTBE IIPEAKOB MOKPbI-
TOCEMEHHBIX IIOCJIeNOBATEIbHO IIepeOpaind IT0YTH
BCE UMEIOIIMECSI COBPEMEHHBIE Y UCKOTIaeMbl€ IPyII-
bl rosjocemMeHHBbIX (Friis et al., 2011), cooTBeTCTBEH-
HO C BBIOOPOM T'OJIOCEMEHHOTO TMpeaKa MEHSJINCh U
MpeacTaBJeHus] 00 UCXOIHOM JJisI TTOKPBITOCEMEH-
HBIX CTPOSHMHU IIBETKA: MOXHO CpaBHMUTb, HaIlpU-
Mep, B3rsiabl Berrmreitna (Wettstein, 1924) u Tax-
TamxsHa (1964). JJlaHHbIe MOJIEKYISIPHOM (hUIoreHe-
TUKM TakKXXe HE IO3BOJISIIOT IIPOSICHUTH BOIPOC O
MpeaKax IBETKOBBIX pacTeHUi MOCKOJbKY OHU BbI-
SIBJISIIOTCSI KaK CECTPUHCKAS TPYIIIIa IO OTHOIIESHUIO
KO BCEM COBPEMEHHBLIM T'OJIOCEMEHHBIM (HalpuMep,
Hansen et al., 1999; Donoghue, Doyle, 2000; Gra-
ham, Iles, 2009; Doyle, 2012). Ceituyac OmkaiIiimm
HWCKOITAa€MbIM POJACTBEHHUKOM TIOKPBITOCEMEHHBIX
nonaratoT Caytonia (Doyle 2008, 2012; Taylor E.L.,
Taylor T.N., 2009; Endress, 2019), penpoayKTUBHBbIE
CTPYKTYPEI KOTOPOII COBCEM HE MOXOXHU HAa LIBETKH,
HO €CTh MHOTO OOILIETO B CTPOCHUM €€ CEMEHHBIX
KarcyJ 1 ceMsIoYeK 1IBETKOBbIX. Pa3 rojoceMeHHbIe
HaM HE MOMOIIIHMKM, TO OCTAETCS BBISIBIASTbD UCXOJI-
HOE U151 TIOKPBITOCEMEHHBIX CTPOSHME 1IBETKA, CPaB-
HUBasi COBpeMEeHHBIE (1 MCKOITaeMEbIe) [IBETKU JIPYT C
npyroM. J1o HacTyIieHus “3pbl”’ MOJIEKYJISIpHOM (1~
JIOTEHETUKU 3TUM 3aHHMMAaJIMCh, pa3padaThIBasi KO-
JIEKChI IIPUMUTUBHOCTA U MPOABMHYTOCTU MpH3HA-
koB (Mmc, 1964; TaxtamksH, 1966, 1970; basunesckas
u ap., 1968; Endress, 2011a,b). Ceifyac 3BOJIOLMIO
MPU3HAKOB CTPOEHMS 1IBeTKAa MbITAIOTCS M3Yy4aTh,
HICIIOJIB3YsI METOIbl KOMITBIOTEPHOI'O aHaIN3a, OCHO-
BaHHBIC Ha TOMNOJIOTUY MOJIEKYJISIPHO-(UIOTeHETH -
YeCKMX JIEPEBbEB. Y 3TUX METOHAOB TaKXKe €CTh Orpa-
HUYEHUST — TOIIOJIOTUHU MOJIydyaeMbIX I€PEBbEB B 1I€-
JIOM CXOIHBI MeXIy Cc000ii, HO MOTYT HECKOJIbKO
pa3auyaThbCsl B 3aBUCUMOCTH OT aJITOPUTMa ITOCTPOE-
Hus U yyacTtkoB JIHK, BeIOpaHHEBIX 11 aHaIu3a, Ha
MaJIeHbKMX BBIOOpKax Ha pe3yJIbTaT CUJILHO BIIMSICT
HabOp TAKCOHOB, B MOJIEKYJISIPHOE ASPEBO I10 ITOHST-
HbIM IIPpUYMHAM HEBO3MOXHO HampsMyl BCTaBUTh
rnckoraeMbie. HeManoBaxkHo, 4TO AJIs1 aHAJIM3a MOP-
¢oJOrMYEeCcKoil 3BOMIOLIMU 1LIEJIOCTHOCTh 1IBETKA MC-
KyCCTBEHHO pa30MBalOT Ha OTHE/IbHbIC IIPU3HAKM, TaK
KaK IUITaHAMM CTPOCHUS LIBETKA (T.€. MX TrMarpaMMaMu)
KOMITBIOTEPHI OIIEPMPOBATh IT0KA HE HAYYWINCH.

Camble nocjaeqHue JOCTUXEHUSI B PEKOHCTPYK-
LIMM 1IBETKA MPEIKOBOrO TUIA TAKOBbl — MCXOMAHbIN
JUJTST TIOKPBITOCEMEHHBIX I1IBETOK ObLI OOOEMOJIbIM,
aKTMHOMOP(HBIM, CO CBOOOTHBIMUA OpTaHAMM, OKO-
JIOLIBETHUK OBbLT MPOCTOM, T.€. U3 OJUHAKOBBIX 3JIe-
MEHTOB, 0e3 nuddepeHuInany Ha Jyaleuyky U BeH-
yuk (Endress, Doyle, 2009, 2015; Sauquet et al.,
2017). Bo3MoxXHO, BCe OpraHbl pacIojarajuch Kpy-
ramu (Sauquet et al., 2018; Sokoloff et al., 2018). D10
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mnocJjieqHee YTBEpXKIeHUE “IOTpsICaeT OCHOBBI” He-
CKOJIbKUX TIOCAEIHUX JECATUIETUI: IJIUTEIbHOE
BpeMsl CYUTAJIN, YTO JJISI UCXOIHOTO LIBETKA ObLI Xa-

pakTepeH CnUpaibHbIil (ULIOTaKCHUC! .

IMpencraBneHusi 06 UCXOMHOM [Jisl LIBETKA CIH-
pajbHOM TuUIe (umoTakcuca (Hamp., TaxTamksiH
1966; Cronquist, 1988; Endress, 1990) 6a3upoBaiuch
Ha HAOMIONEHMM, YTO TaKWe ILIBETKU IIOJIMMEPHBIE,
T.€. UMCIOT He(PUKCHUPOBAaHHOE 1 OOBIYHO OOJIbIIIOE
YUCJIO OpPraHoOB (3TO couyeTaHUEe IMPU3HAKOB MOYTHU
BeCh XX BEK CUMTAJIM MPUMUTHUBHBIM, ITPOTUBOIIO-
CTaBJISISL TIOJIMMEPHBIE CITMPAIbHBIE Y OJIMTOMEPHEIE
LIMKJIMYECKUE 1IBETKU C OTHOCUTEJIbHO HEOOJbIIUM
U (UKCUPOBAHHBIM YMCJIOM opraHoB). MHTepecHO
OTMETHUTh, YTO BCE LIBETKM MOYTH HALIEJIO ACATCS Ha
CIMpaJIbHbIe W IMKJINYECKNUE, IIBETKOB CO CMEIIIaH-
HBIM uuioTakcucoM odeHb Mano (Endress, 2006;
Sauquet et al., 2018; Sokoloff et al., 2018). 3nech SBHO
eCTb HeKasl IIpOCTPAaHCTBEHHAasl 3aKOHOMEPHOCTb.
Boubliioe 41ca0 opraHoB jierye pa3MeCcTUTh 110 CITH-
panu, MeHbIllee — YepeaylInuMucsa Kpyramu (Xox-
pskoB, 1974; Endress, Doyle, 2007; Endress, 2006,
2011a). PacteHnuii co cnupaibHbIMU LIBETKAMU OTHO-
CUTEJIbHO MaJIo, OHU BCTPEYaroTcsl y 0a3ajibHbIX I10-
KPBITOCEMEHHBIX, MarHoauua u paHyHKyaun (En-
dress, Doyle, 2009, 2015; Sauquet et al., 2017). I1epe-
XOJl U3 OJJHOTO COCTOSTHUSI B IPYTO€ OCYIIIECTBIISIETCS
Yy pacTeHM, MO-BUANMOMY, TOCTaTOUYHO Jierko (En-
dress, 1987, 1990, 2006; Endress, Doyle, 2007, 2015),
MHOIIa 3TO MOXHO Ha0II01aTh JaXe B IIpeaeiaax o-
HOTrO LIBeTKa, Harpumep, y Magnoliaceae (Zagorska-
Marek, 1994; Leins, Erbar, 2010). YropsimoueHHOE
pPacCIoI0KEeHUE OPTaHOB MOXET CMEHSIThCSI Ha Hepe-
TyJIsIpHOE IIPY OYE€Hb MaJICHbKOM pa3Mepe OpraHa oT-
HocUTeIbHO pa3Mepa mBeTka (Endress, 2006, 2011a),
0COOEHHO YacTO 3TO MPOUCXOIUT B IIBETKAX C MHO-
TOYMCJICHHBIMU THIYMHKAMU U IUIOAOJMCTUKAMMU.
Takum obOpa3om, peHOMEH “IepeKII0YeHUSI” TUIA
dumioTakcuca MOXHO OOBSICHUTh OTHOIIEHUEM
pasMepa (paopaJbHOM MepUCTEMBI K pa3Mepy IMpo-
IYLIUPYEMBIX €if TIPUMOPIUEB — YeM OOJIbIIIE 3TO OT-
HOIIIEHNE, TeM BBIIIIE BEPOSITHOCTb TOrO, YTO Opra-
HBI OyIYT pacrojiaraThcs I1o cripaiu. [To-Bumumo-
My, TOJUMEPHBbIC KpYIHbIE LBETKM He CJeayeT
CUMTATh IPUMUTUBHBIMU, TaK KaK UX MMOSIBJICHUE HE
CBSI3aHO C IIPOSIBACHUSIMM 3aKOHOB 3BOJIIOIUU, a
SIBJISIETCSI CJICACTBUEM IIPOCTPAHCTBEHHOI 3aKOHO-
MepHocTu (XoxpsikoB, 1974). Ob6a Tuna duioTak-
cuca obecrneuymBaloT HanboIee ONTUMATbHYIO, KOM-
MaKTHYIO IJIsl pa3HOTO YMCJIa OPraHOB yIIaKOBKY Oy-
toHa (Endress, 1987).

! Cnoso “dummorakcuc” IoapasyMeBaeT pacIloNOXEHUE JIH-
cTheB. [OMOJIOTMSI OPraHoOB LIBETKA U JIMCTHEB — BOIPOC A0 CUX
MOp OUCKYCCUOHHBIN, MTOTOMY B LIBETKax MpaBUjibHEE ObLIO
ObI TOBOpUTH 00 “opraHotakcuce”. Tem He MeHee B IUTEepaTy-
pe IUIsl OTIMCaHUsT PACITONIOKEHMST OPTraHOB B I[BETKaX OOBIYHO
MOJIB3YIOTCS TEPMUHOM “(uinioTakcuc”.
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BA3OBbDIE ITATTEPHBI
MOP®OTI'EHE3A LIBETKA

MopdoreHe3 LIBeTKa KaK CIIEIAIN3UPOBAHHOTO
PEIIPOAYKTUBHOIO ITO0ETa C 3aKPBITHIM POCTOM— 3TO
MOCJIETOBATEILHOCTD 3aJI0KEHMSI €70 OPTaHOB, IPYroe
ompeneJieHUe 111 pacCTeHUI KaK MOIYJIbHBIX OpraHu3-
MOB MPEJICTaBUTh HEBO3MOXHO. MopdoreHes 1BeTKa
CITy>KUT, B KOHEYHOM cueTe, JJIs1 MoJlydeHUsl 1e(UHU-
TUBHOM CTPYKTYpPHI. MIcXons1 13 BEIIIIEO3HAYEHHBIX He-
OCIOPHMEIX IIPM3HAKOB MPEIKOBOIO IIBeTKa (000emo-
JIbIE CO CBOOOTHBIMM OpraHaMHM) W OCOOEHHOCTE
(YHKIIMOHMPOBAHUS alTMKAIbHBIX MEPHUCTEM JIOTUIHO
MPEANoI0XUTh, UTO MOPSIIOK 3aJI0KEHUST OPraHOB Ta-
KO — cHayaja 3aKJIagbIBalOTCSI 3JIEMEHThI OKOJIO-
LIBETHMKA, 3aTEM aHIpOLIes 1 B IOCJICIHIOI O4epeab —
ruHeliesi. TakuM oo6pa3oMm, Ha (pJI1opabHOM MEPHUCTE-
M€ B aKpOIIETAILHOM ITOCISIOBATEIbHOCTH ITOSIBSITCS
MPUMOPINM 3JIEMEHTOB OKOJIOLIBETHUKA, 3aTEM ThI-
yrHOK ¥ riogonuctrkoB (Endress, 2006, 2011b; Ru-
dall, 2011). OTK10HEHUS OT 3TOTr0 0A30BOI0 MAaTTEpHA
1 OyoyT NpOSBIACHUSMHU 3BOJIIOLINUA MOpQPOreHe3a.
3aech UMeeTCsI B BULY UMEHHO ITOPSIIOK 3aJI0OXKEHMS,
a HE CKOpOoCTh (OpMHUPOBaHUSI OeDUHUTUBHON
CTPYKTYPHI, TaK KaK MTHOTIA OpraHbl, 3aJ10KUBIINCH B
“TIIpaBUJIBHOE” BpeMsI, 3aICPKBAIOTCSI B CBOEM pa3-
BUTHUU, HAITIpUMED, JICTICCTKN Y MHOTUX BBICIIIUX IBY-
IoJbHBIX. OTMETHM, 4YTO B HeZaBHUX 0030pax, Io-
CBSIIIEHHBIX 0a3uIleTAIbHBIM MaTTepHAM pa3BUTHS,
npuBeneHbl npuMepbl oboux tuios (Rudall, 2010,
2011).

®dnopanbHass MepucTeMa 3aKJIaJblBaeT OpraHBI
HECKOJIBKO WHAaYe, YEM TIPOAYIAPYIOLIAs JUCTOBBIC
MPpUMOPINM allMKajabHast MepucteMa mobera (Clas-
sen-Bokhoff, 2016). JIUCTbsI MOABISIOTCS ITOOYEPEI-
HO 10 Mepe TOTo, KaK altMKaJibHasi MeprcTeMa nooe-
ra JOCTUIJIa HEKOETO KPUTUUIECKOrO pa3mepa, YTOObI
CTaTb CIIOCOOHOM OTAEINTh HOBBIM NPUMOpPIUIA, IO~
cJie 3TOro pa3Mep allMKaJabHOI MEpPUCTeMbl BOCCTaA-
HaBmBaetrcss u T.n. (Kwiatkowska, 2008; Barton,
2010). TakuM oOpa3oM, JIMCThS 3aKJIaIbIBAIOTCS aK-
poIieTajJbHO M HUKaK nHavye. DiopajibHass MEpUCTE-
Ma repe HayaJioM 3aJ103KEeHMsI OpTaHOB OTHOCUTEITb-
HO KpyHHasi, TepMUHALNS POCTa IPOUCXOIUT eIlle 10
TOTO, KakK MosBaTcsa Bce npuMmopaun (Kwiatkowska,
2008; Landau et al, 2015; Classen-Bokhoff, 2016; De-
nay, 2017), y Arabidopsis, HampuMep, Tocje 3a10xKe-
Hus yamenuctukoB. ITocie TepMUHALIMKM pocTa MO
Mepe NOSIBJICHUSI MPpUMOpPAUEB pa3zMep (PopaibHOMK
MEPUCTEMbI HE YBEJIMYMBACTCS WIM YBEJIMUUBACTCS
HE3HAUYUTEJIbHO — OHA BCSI PACXOMYETCS Ha 3aj103Ke-
HUE OpraHoOB. 3aKPBITHII POCT U 3aJI0XKEHNUE OPraHOB
yXe Iocje Toro, Kak cJiopajbHasi MepucTeMa H0-
CTUIJIa CBOETO OKOHYATEeJbHOIO pa3Mmepa, Ipelro-
CTaBJISIIOT B KOHEYHOM CYETE BO3MOXKHOCTb OTOMTHU
OT CTPOTO aKpOIIeTaJbHOTO 3aJI0KEHUS OpPraHOB
(Classen-Bokhoff, 2016).

B CIIMPAJIbHBIX IIBETKAaX OTKJIIOHECHUA OT aKpOIIC-
TAaJIbHOI'O 3aJIOK€HUS OpraHOB, ITO-BUIWMOMY, HEC-
BO3MOZHBI B CUJIYy TCOMECTPHUICCKNX 3aKOHOMEPHO-
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Puc. 1. Crporo akpomnerajibHble TATTEPHBI Pa3BUTHS
LIBETKOB. & — CIUPAJIbHBINA L[BETOK C MPOCTHIM OKOJIO-
LIBETHUKOM, KOOPIMHATHAsI CETKA [TIOMOTaeT yCTAHOBUTD,
YTO BCE OPTaHbI HAXOISTCS Ha pa3HOM yIaJleHUH OT IIeH-
Tpa L[BETKA U Ha Pa3HbIX paguycax. 6 — LMKIMYECKUM
LIBETOK BBICIIIETO ABYAOJBLHOTO C IPOCTOM MOJTUaHIPUEH.
B — OJIMTOMEPHBIN IIBETOK BBICIIIUX ABYAOIbHBIX. T — TH-
MUYHBIA 1IBETOK OJAHOIOJBHOIO pacteHus. Ha Bcex pu-
CyHKaXx JIJIs KaxI0TO BapuaHTa MpeACTaBICHbI qrarpam-
MBI YETBIPEX ITOCJIeIOBATSIbHBIX CTAJINI PA3BUTUS U CXC-
Ma MPOAOJIBLHOIO pa3pe3a chopMUPOBAHHOTO 1IBETKA, HAa
KOTOPO¥ CTpeIKaMU ITOKa3aHO HaMpaBJIeHUE 3aJI0KEHUST
opraHoB. YepHbIe TUIOCKUE IyTU — 3JEMEHTHI ITPOCTOTO
OKOJIOLIBETHUKA, YEPHbIE BBIMYKJIbIC TYT'Y — YallIeJIUCTU -
ku. benble nyru — nmenectku. OBayibl — THIMMHKHA. Kpyr —
ruHeleit (BHe 3aBUCUMOCTH OT €ro cTpoeHMs ). Ha nua-
rpamMmax He MoKa3aHO cpacTaHHWe OpPraHoB.

creit. B KaxmoMm y3je MpUKPEIUIsieTcsl eAMHCTBEH-
HbIii opraH (puc. 1a), 3a4aTKU OpPTraHOB TOSIBJISIFOTCS
MOCTENEHHO Yepe3 paBHbIE MPOMEXYTKHA BPEMEHU U
paBHBIE YIJIOBbIE PACCTOSIHUS: B CIIMPAJbHBIX 1IBET-
Kax yrojl Mexmy IBYMsI MOCJIeA0BaTEeJIbHO 3aJ10KUB-
IIMMUCS OpraHaMu IIpuMMepHoO paBeH 137.5° unum pe-
ke 99.5° (Endress, 1987; 1990, 2011a; Endress, Doyle
2007; Leins, Erbar, 2010). BaxxHbIM CBOIICTBOM CITH-
PIbHBIX 1IBETKOB SIBJISIETCS TakXKe€ OTHOCHUTEJIbHO
0oJbIIONI 00BEM (DIOPATTELHON MEPUCTEMBI, KOTOPBINA
3HAYMTEJIbHO TIPEBBIIIAET pa3Mep MPOAYLUPYEMBIX
€10 MPpUMOpPAXEB, MPUYEM C CAMOT0 Havajla pa3BUTHUS
1BeTKa. TepMuHanus GJopajibHO MEpUCTEMBI, TTO-
BUAUMOMY, IPOUCXOAUT 3/ECh MO3HO, OCOOEHHO B
KpynHbIX 11BeTKax (Sokoloff et al., 2018). CobcTBeH-
HO 3TUM U OOBSICHSIETCS KaK MOJUMEPHOCTh CIU-
paJIbHBIX 1IBETKOB, TaK U HEOTPEIEJIEHHOE YUCIIO Op-
raHoOB B HUX. TakuMm o0pa3oM, B CIIMPabHBIX 1IBET-
Kax BCe OpraHbl pa3HOBO3PACTHbBIE, PACTIONOXKEHHbIE
Ha pa3HbIX YPOBHSIX M pa3HbIX paauycax (puc. la).
M3-3a 3TOro OHW OCTaIOTCSI CBOOOTHBIMU, CpACTaTh-
cs uM “HeynobHo” (Endress, 1987, 1990, 2011a). Mox-
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Puc. 2. lIBeTku c GasumneTaTbHBIM Pa3BUTHEM OKOJIO-
IIBETHUKA. @ — IIBETOK aCTePUJI C 3aJI0XKCHUEM YallleuKn
Mocjie BeHYMKa, TakKKe BO3MOXHBI BApUAHTHI (HE MOKa-
3aHbI), B KOTOPBIX YalIEJTUCTUKH 3aKJIaIbIBAIOTCSI OTHO-
BpPEMEHHO C aHIpolleeM WJIM TWHeleeM. 6 — IIBETOK C
nomvamueM Dipsacaceae s.str., Takke BO3MOXKHBI Bapu-
aHTBI (He MOKa3aHbl), B KOTOPBIX YaIlIeJUCTUKK 3aKja-
NIBIBAIOTCS TIepe WX TTOCe 3aJI0XKEHUEM ThIYMHOK. B —
BeTok c¢ nomvamuem Rosaceae. Jluctouku momyariuvs
MOKa3aHbl YIJI0BAaTbIMU TyTaMu.

HO CKa3aTh, YTO B CITMPAIBHBIX I[BETKAX €CTh MOpdore-
HETUYECKHUI 3ampeT Ha CpacTaHUe OPTaHOB.

HMHTepecHO, YTO y OIHOMOJBHBIX CITHMPAIbHEBIE
BeTkM oOTcyTcTBYIOT (Endress, 1995; Remizowa
et al., 2010). B aToit MOHOMUIETUYECKOI IPyTINe pac-
TEHUI LIUKINYECKUI LIBETOK ObLI YHACIEAOBAH OT 00-
IIET0 MpeaKa. Y MOIaB/IsIOIIEro 0OIbIIIMHCTBA OTHO-
JOJIbHBIX LIBETKM TPUMEPHBIC MEHTALMKIMYECKUE C
JIBYKPYTOBBIM OKOJIOLIBEeTHUKOM. I[loTepst omHOro us
KPYTOB WM peXXe OKOJIOLIBETHHUKA LIETMKOM y OTHO-
TMOJNBHBIX CITydaeTcsl, HO YBEJIMUYCHUE YHCIIa KPYTOB
OKOJIOLIBETHMKA Y OMHOMOJbHBIX HE Ppeaau3yercsl.
Lukinyeckoe pacroioXeHUe 3JIeMEHTOB OKOJIO-
LIBETHUKA TUKTYET PACIIONOXKEHNE KPYyTaMU U OCTaJIb-
HBIX OPTaHOB, JaXe €CJIM OHU B OOJIBLIIOM M HEOITpeIe-
JIECHHOM YUCJIe.

Huxknuyeckre UBETKM 0Oojiee pa3HOOOpa3HBI B
natrepHax crpoeHust u pazButus (Endress, 1987,
1990, 2011a; Leins, Erbar, 2010). Opransl B mpenenax
Kpyra pacriojiaraloTcsi Ha OJHOM YypOBHE, IIpUYEM
OOBIYHO M3-3a YepeIOBaHMsI KPYTOB OpTaHbl nu n + 2
KPYroB pacrojioKeHbl Ha OAWHAKOBBIX paauycax
(puc. 16—1r). DTO MaeT BO3BMOXHOCTD JIJISI CPACTaHUS
opratHoB. C reOMeTpUIECKOM TOUYKHN 3PECHUST LUK~
YeCKMe LIBETKU XapaKTEepMU3YIOT €lle ABa IIOHATUSI —
YMCJIO KPyroB (IIOJIHOTA IIBETKA) U YMCJIO OPTraHOB B
Kpyre (Mepu3m). Yucio KpyroB peKo MpeBhIIIaeT S5,
a 41CJIO OPTaHoOB B Kpyre — 6—7 (0OBIYHO 3 Y OTHO-
JOJBHBIX U 5 Y BBICIIUX ABYIOJIbHBIX). MOXHO n100a-
BUTbH, YTO OKOJIOIIBETHUK B IUKJIIMYECKUX IIBETKAX
0OBIYHO ABYKpyroBoii (puc. 16—1r). Takum obGpa-
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30M, LIUKJINYECKUE [IBETKU MPUHIUITNATIBHO OJIUTO-
MepHble. [TomuMepHBIe HUKINYECKNE LBETKU (Me-
PU3M U TIOJIHOTA BAPbUPYIOT OTHOCUTEIBHO HE3aBU-
cumo!) Bcrpeyarotcs pexke (Endress, 2011a; Ronse De
Craene, 2016).

VY MHoOrux rpymnm pacTeHUM ¢ LUKINYECKUMU
LIBETKAaMM MOXHO HaOI101aTh 3KBU(DUHAILHOCTD
MopdoreHe3a — OOUH U TOT Xe IIJIaH CTPOCHUS 1IBET-
Ka (II0 IIOJIHOTE M MEpU3My) OOecIeunBaeTCs He-
CKOJIBKO pa3HBIM MopdoreHe3om (Harmpumep, Ajani
et al., 2016; Erbar, Leins, 1997; Erbar, 2010). O6b14HO
BapMaluu CBSI3aHbl C OMHOBPEMEHHBIM UJIU HEOTHO-
BpPEMEHHBIM 3aJI0KEHUEM OPTaHOB B IIpeeiaX OMHOTO
Kpyra. XOpOILlMM MPUMEPOM MOTYT CIYKUTb OTHO-
JIOJIbHbIE C TPUMEPHBLIM NEHTAUKINYESCKIM IIBET-
KOM, Y KOTOPBIX B 3aBUCHUMOCTH OT CTPOCHMSI COIIBE-
THUSI 3JIEMEHTHI OKOJIOLIBETHMKA M MHOINA aHIpOLIes
3aKJI1aJbIBAIOTCS B IIpeaeiaX OMHOrO Kpyra oJHOBpe-
MeHHO 1iu nmoovyepenHo (Remizowa et al., 2013). NH-
TePECHO OTMETHUTh, YTO OJHOBPEMEHHOCTh WMJIM HE-
OIHOBPEMEHHOCTb 3aJIOKEHUSI 3JEMEHTOB OKOJIO-
LBETHUKA (U JOPYTrMX OpPraHoOB) ITOYTM HUKAK HE
BJIMSET HA BO3BMOXHOCTh UX CpacTaHUS IPYyTr C ApPYy-
roM. OOHOBPEMEHHOCTb 3aJIOKEHHUSI A0 KaKOM-TO
CTeTIeHU BaXkHa TOJIbKO TPU MOCTTEHUTAILHOM Cpac-
TaHUM OPraHOB OHHOIO Kpyra. Ilpu mocTreHuTalIb-
HOM CpacTaHUM OpraHbl 3aKJIaIbIBAIOTCS 110 OTACIIb-
HOCTH M 3aTe€M CJIMIIAIOTCS SMUASPMaMM, 31eCh BaXK-
HO, 4YTOOBI cpacTallluecs YYaCTKU COCEIHMX
OPTraHOB COOTBETCTBOBAIM Ipyr npyry (cM. Endress,
2006 — siBeHKe cuHopranusauumn). Eciaum rakoro co-
OTBETCTBUSI HET, TO CpacTaHMe OTKJIaAbIBacTCsI Ha
Oojlee MO3gHUE CTaguM pPa3sBUTUS 1IBETKa, KOTIA
Y4aCTBYIOIINE B CpaCTaHUU OpPraHbl BHIPABHSIIOTCS B
pa3mepax.

OTKJIIOHEHHA OT AKPOITETAJIBHOT'O
ITATTEPHA 3AJIOKEHUA OPTAHOB

Okonoysemuuk. Acmepuodo!

B couBermsx-kopsuHkax Asteraceae (Asterales),
MHOTOIIBETKOBBIX COILIBeTHSIX Valerianaceae  S.str.
(Dipsacales), y HekoTopbIX Apiaceae (Apiales) u Acan-
thaceae (Lamiales) OTKJIOHEHMsI OT aKpOIeTaJbHOTIO
naTTepHa 3aJI0XKEHUSI OpraHOB MOXHO HaOJIIooaTh B
OKOJIOLIBETHHMKE (pHC. 2a): YalIeIMCTUKM 3aKjlaablBa-
FOTCsI TIOCJIE JIEIECTKOB, OOBIYHO OJTHOBPEMEHHO C ThI-
ynakamu (Sattler, 1973; Harris, 1995; Erbar, Leins,
1997; Schonenberger, Endress, 1998; Schonenberger,
1999; Erbar, 2010; Ajania et al., 2016). ¥ actepun, K
KOTOPBIM OTHOCSITCSI BCE YETHIpE CEMEMCTBa, 3TOT
(deHOMEH 00BsICHSIETCS OO1Iel TeHASHIINEN K PeayK-
oM vamedku. Y Apiaceae m Acanthaceae cTerneHb
pa3BUTUS YaIIEIUCTUKOB pa3Hasi, OHU MEHbIIIE Jie-
TECTKOB M JaxkKe MHOTIA OTCYTCTBYIOT. ¥ Apiaceae
(YHKIMIO 3a1IMThl OYTOHA BBITIOJHSIOT JIETIECTKU (B
OTJIMYME OT OOJIbIIell YaCTU BBICIIUX IBYIOJbHBIX
OHM 3[IeCh He 3aIep>KUBAIOTCS B Pa3BUTUM), TOIIOJI-
HUTEJIBHYIO 3allIUTy OOECIIEUMBAIOT JIUCThSI BHYTPU
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COLIBETHUsI U HETIOCPEACTBEHHO mod HuM. Bpems 3a-
JIOXEeHMWs YallleYK BapbUPYeT Y Pa3HBIX IIPEACTaBU-
TeJel, MATh YalleJUMCTUKOB 3aKJIaAbIBAIOTCS MEpen
JIeTiecTKaMy, OMHOBPEMEHHO C HUMU WJIM TTOCJIe HUX
(Erbar, Leins, 1997; Erbar, 2010; Ajania et al., 2016).
I1pu mTome yamieyka y 30HTUYHBIX HE COXPaHSIETCS.
st Acanthaceae xapakTepHEI T€ XK€ TeHACHILINY, HO
GYHKIMIO 321U THI OyTOHA HA pAaHHUX CTaAUsIX OepyT
Ha ce0s cpociuecs npulBeTHUYKHU (Schonenberger,
Endress, 1998; Schonenberger, 1999), uncio cpoc-
IIMXCS YallleIMCTUKOB He BCeraa cTabUIbHO, Yaley-
Ka MOXET COCTOSITh U3 OOJIBILIETO, YeM MSTh, YHUCIIa
Y3KUX YalleJIMCTUKOB, MHOIIA X YMCJIO HEBO3MOX-
HO YCTaHOBUTb, TaK KaK CBOOOTHbBIE BEPXYIIKH Y HUX
HE BBIPaXKEHBI. Y CJIOKHOIIBETHBIX YalleuyKa IMpeoo-
pa3zyeTrcs B CTPYKTYpbl TaK Ha3bIBa€MOIO IIallllyca
(BOJIOCKM, ILIETUHKM, IIJIEHKH), CIIOCOOCTBYIOIINE
pacnpoCcTpaHEHMIO TUIOMOB-CEMSIHOK, WJIA MCYE3aeT
coBceM. I JIOTHOCTh COLIBETHI Y CJTOKHOIIBETHBIX Ta-
KOBa, YTO LIBETKAM 4YallledyKka KakK 3alluTa OyToHa, B
CyLIHOCTHU, He HyXHa (Sattler, 1973; Harris, 1995). ¥
CJIOXKHOILIBETHBIX 3Ty POJIb IO OTHOIIIEHUIO KO BCEMY
COILIBETUIO BBIMOJIHSIIOT JIMCTOUKU O0EPTKU KOP3UH-
Ku. Y Valerianaceae s.str. yamredyka pa3pacTaeTcs
TOJILKO KO BpeMeHH (hOpMUPOBAHMS TUI0AA, OOBIYHO
OHAa BBITJISIIUT, KaK KOJIBLO C IIETUHKAMH, T.€. OUYeHb
MOXO0Ka Ha IaIIIyC CI0KHOIBETHHIX. [1pu aBoo1-
OHHBIX MpeoOpa3oBaHUSIX YallleYKU 4YalleJIMCTUKU
HEKOTOPBIX aKAHTOBBIX, MHOTUX CJIOXXHOILIBETHBIX U
BaJIepUaHOBBIX ITOJIHOCTBIO YTPATUIM CBOIO MHINBHU-
JIyaJIbHOCTb, IIPEAIIOoaraéMoe YMCJIO YallleIMCTUKOB
(MX 5) MOXHO YyCTaHOBUTH TOJIBKO TP OO0paIIeHNU K
pounctBeHHBIM (popmam (Cronquist, 1955; Schonen-
berger, Endress, 1998; Schonenberger, 1999; Semple,
2006; Endress, 2008, 2011b; Naghiloo, Classen-Bock-
hoff, 2017).

Oxkonoysemnuk. Lleemrxu ¢ noouawiuem

[Momuamme, KOoTopoe MpeAcTaBiIsIET COOOM JIM-
CTOYKHU, PACIIOJIOXKCHHEIE CHAPYKM OT YallleJIMCTU-
KOB, OTMEUEHO Y HECKOJIbKMX HEPOICTBEHHBIX I'PYIIIT
BBICIIMX NBYIOOJBLHBIX — B mopsake Dipsacales, ce-
MeiictBax Malvaceae (Malvales), Rosaceae u Dirach-
maceae (Rosales), Lythraceae (Myrtales) u T.4., cpe-
I OMHOIOJILHEIX ITomdalnure nmeercs y Tofieldiaceae
(Alismatales). IIpupoma 3Toro obpa3oBaHUSI HE BO
BCEX CJIydasix IO KOHIIA SICHA, BEPOSITHEE BCETO IO -
yalire BO3HUKAJIO HE3aBUCHMO B BBIIIEIECPEYMCIICH-
HbIX rpyrimnax. OObIYHO JTUCTOYKY MOTYaIINS 3aKIaabI-
BalOTCSI Mepel JalleIMCTUKAMU, UYTO COOTBETCTBYET
0a30BOMY aKpoOIleTaIbHOMY HNaTTepHY (POPMUPOBAHUST
OKOJIOIIBETHUKA — Hampumep, y Malvaceae (Bello
etal., 2016), Dirachmaceae (Ronse De Craene, Miller,
2004) u Tofieldiaceae (Remizowa et al., 2006). ¥ Dip-
sacaceae S.Str B IIJIOTHBIX TOJIOBYAThIX COLIBETUSIX pa3-
BUTHE LIBETKA ¢ OasuIieTaabHBIMU NaTrTepHaMu (op-
MUPOBaHMsI OKOJIOLIBETHUKA HAYMHAETCS C JIMCTOYKOB
nomyammus (puc. 26), 3aTeM 3aKJIaIbIBAIOTCS JICTIECT-
K. BpeMst mosiBieHMsI 4alieuyky 3ala3ablBaeT I10-
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pazHoMy y u3ydeHHbIX pomoB (Naghiloo, Classen-
Bockhoff, 2017). Takum oOpa3oM, dailieyka pa3BuBa-
eTcs 6a3uIeTaIbHO TT0 OTHOIIEHUWIO K BEHIMKY, KakK
Y M MHOTHUX acTepun 6e3 momyaiiusi. ¥ He o0pa3ylo-
IIUX TJIOTHBIX colBeTUii Rosaceae, eciau JUCTOUKU
rnoayalivs B YUcJje YallleJMCTUKOB, TO OHU 3aKJ1a/Ibl-
BAIOTCSI HEMHOTO ITO3Xe Yalleuyku (puc. 2B), OOBIYHO
ITOYTH OTHOBPEMEHHO C JIETIECTKaMHM, €CJIM TTOCTe-
Hue umerorcsa (Innes et al., 1989; Ronse De Craene,
2003; Hollender et al., 2012). ITartepH 3an0xeHUs
3JIEMEHTOB MOAYAIINSI Y TAKUX PO3OLIBETHBIX C TPY-
JIOM TIOAJAaeTCsl OINMCAHUIO U SIBJISIETCSI, CKoOpee,
nmpeaMeToM goroBopa. OOBIYHO B pa3BUTUU BUIHO,
YTO 3aKJIaIbIBAIOIINECS YAIISIMCTUKY YK€ COSTMHE -
HBl HEKUMHW MEPUCTEMaTUIECKUMU BaJIMKaMHU, €CIIN
MPUHSITH 3TU BaJlUKU 3a 3JIEMEHTHI IMMOIYallivs, TO
cliefyeT TOBOPUTh 00 OTHOBPEMEHHOM 3ajlOKEeHUU
yanreyky v nogdamms. Y Lythrum (Lythraceae) nu-
CTOYKY MOMYAIIHS (MX YUCIIO PAaBHO YUCITY YallleT-
CTUKOB) TaKK€ 3aKJIAIBIBAIOTCS TTOCIIEe YaIledKu 6a-
sunetaibHo (Cheung, Sattler, 1967; Sattler, 1973).
BasuneranbHOe 3a10)KEHUE MHOTOYMCIIEHHBIX 2JIe-
MEHTOB TIOQYAllIUsl, TOSIBJSIONIMXCS 3HAYUTEIBHO
MO3Xe YalleJIUCTUKOB (KOraa yxKe UMEIOTCSl MOYTH
BCE OCTaJIbHBIC OPTaHBI IIBETKA), MOXXHO HaOIIOnaTh
y Neuradaceae: Malvales n Agrimonia: Rosaceae
(Decraene, Smets, 1995).

Ecnu uHTEepnpeTmpoBaTh mnopdvalive KakK 4acTb
IBETKa, TO UMEET MECTO HapyIIeHNEe aKpOoNneTaJTbHO-
ro MaTTepHa B Ipeaeiax OKOJIOLIBETHUKA, HO OOILIUIA
MOPSIIOK 3aJIOKEHMSI OPraHOB — OKOJIOLIBETHUK, aH-
JPOLIEH, TMHELEN — OCTAECTCSI HEU3MEHHDBIM.

Andpoueii. lloauandpus

Bouibliias yacTh OTKJIOHEHU OT aKpONeTaabHOroO
MOPsIAKA 3aJI0OXKCEHUSI OPTaHOB BCTPEYaCTCs B LMK~
YeCKMX L[BETKaX C IoJiIMMepHbIM aHapoleeM (Rudall,
2010, 2011; Leins, Erbar, 2010; Endress, 2006, 2011a;
Ronse Decraene, Smets, 1992, 1993a). Takue nBeTku
MMEIOT HEKOTOPOE CXOACTBO CO CITUPATbHBIMU 1IBETKA-
MM — OHM KPYyIHbIE 1 YKCJIO TBIMMHOK (HO HE OCTaIb-
HBIX OpPraHOB) B HUX HEOIIPEACIEHHO OOJIbIIIOE.

Ionuanapurio (puc. 3) BHE 3aBUCUMOCTHU OT TUIIA
dwtoTakcuca 11BeTKa MPUHSTO pasfesisiTh Ha Tpo-
cryio n kKomrieKcHy0 (Ronse Decraene, Smets,
1992, 1993a; Leins, Erbar, 2010). [Tpu ripocToii monuv-
aHIPUU BCE MHOTOYMCIEHHBIE TRIYMHKM 3aKJ1aIbIBa-
I0TCSI UHAWBUAYAIbHBIMU TIpUMOpausiMu. I1pu KoM-
TJICKCHOI MOJIMaHAPUM CHAvajia MOSBISIIOTCS ONUH
KOJIBLIEBOI MJIM HECKOJBKO (OOBIYHO 5) MEePBUYHBIX
IIPpUMOPAMEB, Ha KOTOPKIX 3aTEM YK€ 3aKJ1aIbIBAIOT-
¢Sl MHAVBUAYAJIbHBIE TBIYMHKY, B TIOCJICTHEM CIIydae
TBIYMHKM PACHOJIOXEHHBI ITydkamMu. KoJblieBbIe T1ep-
BUYHbBIE TIPUMOPANN (MHOTAA TOBOPST O KOJIbLIEBOM
MepucTeMe) 00pa3yloTcsl MCKIIOYMTEIbHO Ha BbI-
MYKJIOM WU TIJIOCKOM K MOMEHTY WX TOSIBJCHUS
LBEeTOJIOXE. ThIUMHKM B TaKMX IBETKAX IPU MaJOM
pa3Mepe uX IIPUMOPINEB HEYIIOPSIOYEHHO 3aIloj-
HSIIOT BC€ IOCTYITHOE IIPOCTPAHCTBO, IIPU OTHOCH-
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Puc. 3. Pa3BuTre IBETKOB C TTOJIMAHAPUEI. a — TIPOCTast
MOJIMAaHIPUST Ha TUITAHTUM/BOTHYTOM IIBETOJIOXKE. 6 —
KOMILJIEKCHAsI MOJIMAHAPUSI C aKPOMETAIbHBIM 3aJI0XKe-

HUEM TBIYMHOK Ha KOJIbLIEBOM MEPBUYHOM MTPUMOPINU.
B — KOMIUJIEKCHasI TTIOJIMAHIPUS C aKPOTIETATbHBIM 3aJI0-
KEHVEM TBIYMMHOK Ha HECKOJIbKUX MEPBUYHBIX MPUMOP-
IUSIX. T — KOMIUJIEKCHAsI TTIOJIMaHIpus ¢ Ga3uIeTaTbHbIM
3JI0KEHUEM TBIMMHOK Ha KOJIbLEBOM MEPBUYHOM MPU-
MOpPAMU. I — KOMIUIEKCHAsI TTOJIMaHAPUST ¢ Oa3uIieTanb-
HBIM 3aJI0)KEeHUEM THIYMHOK Ha HECKOJIbKUX TTePBUYHBIX
npuMopausx. CepbIM MoKa3aHbl CKJIOHBI TUTTAHTHS/BO-
THYTOTO LIBeTOJIOXa. [IyHKTUpHBIE JIUHUM — TPAHULIBI
MEePBUYHBIX IPUMOP/IVEB.

TEJTbHO KPYITHBIX TIPUMOPIMSX 3aKIaIbIBAIOTCS de-
penylolmMMucs Kpyramu wiuv rpynnamu. Ilpu 3ano-
KeHUU TydKaMyu WHAWBUAYaJbHbIE TIPUMOPIUU
TBIYMHOK PACTIONATaloTCsS B IIIaXMAaTHOM TIOPSIIKE
win paguanbHeiMu psimamu (Leins, Erbar, 2010; En-
dress, 2006, 2011a; Ronse Decraene, Smets, 1992,
1993a). KommiekcHasi mojauaHAapUsi OTMeYeHa TOJIb-
KO Y BEICIIINX ABYIOJIBHBIX, B HE CBSI3aHHBIX OJIM3KIM
ponctBoM Tpyrmax (Endress 2006, 2011a,b; Leins,
Erbar, 2010),

[Mpy KOMIUTEKCHOM MOJMAHAPUN WHIWBUIYATb-
HbIe TIPUMOPAVH THIYMHOK (BCE WM YaCTUIHO) TTO-
SIBJISIFOTCS TIOCJIe 3ajl0KeHus1 TuHeles. [Tpu pocToii
TTOJIMAHIPUM BCETNA TOJBKO YAaCTh THIYMHOK MOTYT
3aKJIanbIBaThCs TIOCHIe TWHelles. [IpakTmdyecku BO
BCEX OTKJIOHSIIOIIMUXCSI OT TUIMTMYHOTO TaTTepHa CIy-
yasiX aKpoIeTATbHBIN IMOPSIIOK MOSIBICHUSI OKOJIO-
IIBETHWKA, aHIPOIIes M THHeIlesd KaK COBOKYITHOCTe
COOTBETCTBYIOLIMX opraHoB coxpaHsiercsa (Endress,
2006). DT OTKJIOHEHHUS B MTOJIMAHAPUYHBIX [[BETKAX
MOXHO pa3IelINTh Ha IBa TUTIA — C COXpaHECHUEM aK-
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pOHeTaJ'ILHOﬁ IIOCJI€OJOBATCIIbHOCTHU 3aJ10KCHMUA ThI-
YMHOK U ¢ 0a3UIleTaJIbHBIM 3aJI0KEHEM ThIIMHOK.

IIpocTast noMAHAPHSA U 331ePKKA 3aJI03KEHUS BHYT-
PEHHMX THIYMHOK. DTa CUTYallMsl BO3MOXHaA TOJBKO B
LIBETKaX ¢ TUMaHTueM (puc. 3a). [unaHTuii mpeacraB-
JIgeT cobOoii BOTHYTOE 4YallleBUIHOE, OJIIOALEBUIHOE
WM OoKallbuaToe 0Opa3oBaHHWE, Ha KOTOPOM ITO
BHEITHEMY €T0 Kpai U CKIIOHAM IIPUKPEIUISTIOTCS
OKOJIOIIBETHUK M aHIPOIIeH, a Ha MHe — ruHeleil. B
xonie MopdoreHesa 1BeTKa ¢ TPOCTOil MouaHapueit
CKJIOHBI TUITAHTUSI HAYMHAIOT ()OPMHUPOBATHLCS B OC-
HOBHOM YK€ TIOCJIE TOT0, KaK 3aJI0KUINCh JIEMEHTHI
OKOJIOLIBETHHMKA, BHEIITHIE TBIYMMHKU U TUHELEH, ca-
MU IPUMOPAVU TUIOAOIUCTUKOB €eIlle MOTYT OBITh He
BUIHBI, HO TpaHUIIa OyayIIero ruHeles BUIHA YeT-
Ko. B mpoliecce ¢hopMupoBaHUsI TUMIAHTUS 1LIBETOJIO-
K€ HAauyMHAEeT pa3pacTaThbCsi, B pPe3yjbTaTe 4ero aH-
JIpolieii Kak Obl OTOOBUTAETCS OT TMHeles. Poct ru-
MaHTUS TIPOOOIKAETCS JOCTATOYHO HOJTO TaK, YTO
CBOOOIHOE TIPOCTPAHCTBO MEXIY TMHELeeM U YXkKe
3aJI0KEHHBIMU THIYMHKAMU CTAHOBUTCSI JOCTATOY-
HBIM UISI pa3MellleHUs] HOBBIX MPUMOpPAVEB, U Ha
HEM ITOSBJISIIOTCS MPUMOPAUU THIMUHOK. B ciyuae
IIPOCTOM MOJIMAHAPUM BCE THIYMHKU 3aKJIAIbIBAKOTCS
KpyTraMHu, y caMbIX BHYTPEHHUX THIYMHOK PAaCIIOJO-
XKEHUE MOXET CTAaHOBUTLCS HEPETYISIPHBIM, €CIIU
MMPUMOPANM TBIYMHOK MaJeHbKHE OTHOCUTEIBHO
mnamerpa runaHtus (Endress, 2006, 2011a). Yem
JIOJIBIIIE TIPOIOJIKAETCSI POCT TUIIAHTHSI, TEM GOJIbIIIE
MOXHO pa3MeCTUTh Ha HEM “IOIOJTHUTEIbHBIX ThI-
yrHOK (Ronse Decraene, Smets, 1991, 1992). Takum
006pa3oM, B [IBETKAaX C TMIAHTUEM YacTh THIYMHOK 3a-
KJIaIBIBAIOTCS TTO3KE MIOA0IUCTUKOB (puc. 3a). [1pu
5TOM B CaMOM aHIpoliee, eCJIM paccMaTpuBaTh €ro
OTAEIBbHO, AaKPONETAIbHBIN MTOPSIAOK 3aJI0KEHUS Op-
TAaHOB COXPAHSIETCS — JOOMOJHUTEIbHBIE THIYMHKU
MOSIBJISIIOTCSI BHYTPU OT yXe uMeromuxcd. B kaue-
CTBE MPUMEPOB MOXHO npuBectn Geum n Rosa: Ro-
saceae: Rosales (Ronse Decraene, Smets, 1992; Maas
et al., 1995), Acca n Rhodomyrtus: Myrtaceae: Myr-
tales (Ronse Decraene, Smets, 1991, 1992), Punica:
Lythraceae: Myrtales (Ronse Decraene, Smets, 1991) u
Deinanthe: Hydrangeaceae: Cornales (Hafford, 1998).

OTnenbHOro BHMMAaHMS 3aCJIy>KMBAET TO, YTO IIpU
YBEJIMUEHUM pa3MEpPOB TMIIAHTUS Ha HEM 3aKJIaIbl-
BalOTCAd JTOMOJIHUTEIbHO WMEHHO TBIYMHKU, a He
3JIEMEHTHl OKOJIOLIBETHUKA WU IUIOJOJUCTUKMU.
PocT rumaHTHs B JaHHOM CJlydae OpraHu30BaH Tak,
YTO YBEJIMYEHUE €ro pa3MepPOB MPOUCXOIUT MEXIY
aHApOlIeeM M TMHEILIEEM — 3TO HE JAET BO3MOKHO-
CTU YBEJIMYUTH YMCJIO OpraHOB oKoJjiouBeTHUKa. C
IUIOJOJIMCTUKAMU CIIOXHee. B ciygasix ¢ ieHoKapII-
HBIM TUHELlEEM “HeXeJaTeJIbHOCTh”’ TOSBIEHUS
JIOMOJHUTEIbHBIX IUIOLOJIMCTUKOB €I KAK-TO 00b-
SICHUMa — K 1LI€JIOCTHOM KOHCTPYKLIMHU, IPUCIIOCOO-
JIEHHO# K oIpeleJIeHHOMY TUIY OIbIJIEHMSI, pocTa
ITbUIBLIEBBIX TPYOOK, BCKPBIBAHUIO IJI0Ia HEPALIUO-
HaJIbHO MpPHUCTpPauBaTh CHAPYXU YTO-TO AOMOJIHU-
TenbHOe. Ho M B amokapmHOM THUHelee AOMOIHU-
TeJIbHBIE TUTOAOIMCTUKY CHAPYKU OT YK MMEIOLLINXCST
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He TIOSIBJISIIOTCS. 31eCh 3TO MOXKHO OOBSICHUTH TEM, UTO
HOBBbIE 0O bEMbI MEPUCTEMATUYECKOM TKAHU TTOCTETIEH-
HO MOSIBJISIIOTCSI CO CTOPOHbBI aHIPOLIEs], ¥ HOBbIE MPU-
MOpAUY pa3MeIIal0TCsl, OPUEHTUPYSICh Ha OJIKaime
K HAM TIPUMOPAUHU TBIYMHOK, a HE Ha TUIOJ0IMCTUKY. B
TaKUX YCJIOBUSIX PACIIOJIOXEHUE TUIOAOJIUCTUKOB HE
OBUIO OBl OMHOPOMHBLIM. JIpyroe oOBSICHEHUE COCTO-
UT B TOM, YTO IJIOAOJUCTUKHU, €CJIU OHU PACIIONOXKe-
HBI 00JIee YeM B OIWH KPyT, “yMeIoT” 3aKJIagbIBaThCS
TOJIBKO aKPOTETAILHO KO BHYTPH OT YK€ UMEIOIINX-
csl TUJIONOJMCTUKOB, “00paTHBINA” Oa3uIieTaabHbIN
XOJI IO KAKMM-TO MPUYMHAM B THHE1lee HEBO3MOXEH.
BepositHO, 6asuneTanbHbBIiI MAaTTEPH MOXHO OBLIO
Obl OpTaHU30BaTh U B TMHE1ee, eCIU Obl MPUPOCT M-
MaHTU 1IeJ1 B HAallpaBJIE€HWU OT TMHeles, a He Ha-
00opoT.

LIBeTKM C TMIIaHTHEM He 00s13aTEILHO MMEIOT MHO-
IO KpPyroB THIUMHOK. Y MHOI'MX GOOOBBIX aHAPOLCH
JIBYKPYTOBOI, HO TIPUMOPINY BHYTPEHHUX ThIMUHOK
MOSIBIISTFOTCS TTOCJIe (MHOTIA 3HAYMTEIIHHO) 3aJI0KCHMS
TUHelles, KaK TOJIbKO TMITAHTU I MOIpacTeT HACTOJIBKO,
YTOOBI IPEAOCTaBUTh MM MecTo (Hampumep, Prenner,
2003; Tucker, 2000, 2003a).

Kommieknas nojmanapus ¢ coOXpaHeHHEM aKpore-
TAJIbHOTO 3aJI02KeHHsI THIMUHOK. IIpyu KOMIIJIEKCHOM
noauaHapuu (puc. 36—31) cHavaja MosIBIISIETCSI, Kak
OBLJIO CKa3aHO BbIIIE, IEPBUYHBINA KOJIBLEBON WU
HECKOJIBKO OTAEIbHBIX ITIEPBUYHBIX IPUMOPAUEB aH-
npoues (Ronse Decraene, Smets, 1991, 1992; Leins,
Erbar, 2010). Ko BpemeHu hopMupoBaHUST MHANBI-
JyaJbHBIX THIMMHOK aHAPOIE XOpPOIIo OTrpaHUu4YeH
OT TUHelles, MaXe €CIU MHAWBUIYaIbHbIE TUIOI0J M-
CTUKMU €ellle TIJI0XO 3aMETHBI — Y MOJABJISIIOIIETO 00JIb-
IIMHCTBA PAaCTEHUI C KOMIUIEKCHOM ITOJIWaHAPUE
TMHENeH ILIEHOKAPITHBIM ¢ KOHI€HUTAJIbHO CPOCIIH-
MUCS TUIOOJMCTUKAMU, (DOPMHUPOBATHCS TaKOM T'H-
Hellelt HaunmHaeT Kak equHoe 1enoe. [1pu dhopmmpo-
BaHUM KOJBLIEBOTO IIPUMOPAMS Ha BBIIYKJIOM WU
TUIOCKOM 1IBETOJIOKE MHOTOYMCIEHHbIE WHIWBUILY-
aJIbHbIE THIYMHKM Ha HEM 3aKJIaJbIBalOTCS Yepeaylo-
IIMMUCSI KpyraMy, MEPHOCTb KOTOPBIX 3HAYUTEILHO
MIPEBBIIIAET MEPHOCTh OKOJIOLBETHIKA, WIX 03 BU-
JIMMOIO MOpsiAKa 3aloJHSIOT BCE OTBEACHHOE UM
npoctpaHcTBO. KoJiblieBble MPpUMOPAUU C aKpoIle-
TaJbHBIM 3aJI0XKEHUEM ThIUMHOK (puc. 30) MOXHO
HaboaaTh, HaripuMep, y Papaver, Eschscholzia: Pa-
paveraceae: Ranunculales (Ronse Decraene, Smets,
1990, 1992, 1993a; Ronse De Craene, 2003), Nelumbo:
Nelumbonaceae: Proteales (Hayes et al., 2000), Aca-
cia: Leguminosae: Fabales (Ronse Decraene, Smets,
1992; Prenner, 2011), Caloncoba, Camptostylus: Acha-
riaceae: Malpighiales (Bernhard, Endress, 1999). B
LIBETKAX C TUMaHTHEM (T.€. Ha BOTHYTOM IIBETOJIOXE)
00pa3yloTcsl OTHENbHBIE IIePBUYHBIC IIPUMOPIUU
IMyYKOB THIYMHOK (pUC. 3B). XapaKTepHO, YTO My4YKHU
THIYMHOK PAaCIIOJ0KE€HbI HAIIPOTUB JIETIECTKOB U J1a-
’K€ KOHTeHUTaJIbHO CpacTaloTCsl C HUIMU —Ha OCHOBA-
HUM MOJIOAOIO JIeTIeCTKAa ¢ BHYTpeHHeil, oOpallleH-
HOM K THMHEILEIO0 €r0 CTOPOHE IOSBIISIETCS ICPBUY-
HBIII mOpuMopauii aHnpouesi. Ilo Mepe pocrta
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TUNAHTHUSI TIEPBUYHBIE MPUMOPAUU ITOAPACTAIOT IO
HaIpaBJIeHUIO K TUHEIIEI0, M yKe Ha HUX B aKporie-
TAJTbHOM HAaIlpaBJICHUW 3aKJIaIbIBAIOTCS WHIUBUIY-
aJIbHbIE THIUMHKU. DTOT PEAKUil MaTTepH pPa3BUTUS
L[BETKA HalineH, Hanpumep, Y Melaleuca, Callistemon u
Chamaelaucium w3 cemeilictBa Myrtaceae (Ronse
Dectaene, Smets, 1991; Orlovich et al., 1998; Leins,
Erbar, 2010).

KomiiekcHasi moJiManapusi ¢ 6a3uneTaabHbIM 3aJ10-
JKEHHEeM TBIYMHOK. Y OOJIbIIeil 4acTH pacTEHUM ¢
KOMIUIEKCHOI MoJUaHApUeil MHAWBUIYaTbHbBIE ThI-
YUHKU HA TIEPBUYHBIX TPUMOPIUSIX 3aKIadbIBAIOTCS
bGasuIeTaIbHO — OT THUHEeHes] K OKOJIOIBETHUKY,
MHOTOYHCIIEHHbIE IPUMEPHI MPUBEIeHBI B 0600111a-
fo1ux padborax (Hanpumep, Corner, 1946; Ronse De-
craene, Smets, 1992; Endress, 2006, 2011a; Leins,
Erbar, 2010). Takum oOpazoM, Ipu KOMILUIEKCHOI
6asuITeTATLHON TTOJIMAHAPUM HE TOJBKO TBIYMHKU
3aKJIaJbIBAIOTCS MOCJe TIOAOIMCTUKOB (HO HE aH-
JIpolieit LieJJuKoM!), Ho U HapyllleH 0a30BbIit akporie-
TaJIbHBIN TTAaTTePH UX MOSIBJICHUSI.

bazuneranbHbIit TAaTTEPH MOXET peaainu30BbIBATh-
Cs1 Ha MePBUYHOM KOJIbLIEBOM MpuMopauu (puc. 3r):
TBIYMHKY 3aKJIaJbIBAIOTCS UepenyIolIMMUCS Kpyra-
MU WM O3 OIpene/ICHHOIO ITOpsiaKa, paBHOMEPHO
3aMOJIHSISE OTBEIEHHOE MM IIPOCTPAHCTBO — HAIIpU-
mep, y Dilleniaceae: Dilleniales (Endress, 1997),
Salicaceae: Malpighiales (Bernhard, Endress, 1999),
Capparaceae: Brassicales (Ronse Decraene, Smets,
1997), Lecythidaceae: Ericales (Tsou, Mori, 2007) u
Jaxe oyeHb peako y Leguminosae: Swartzia (Tucker,
2003b). Bropoii BapmaHT — 3aJ0X€HHE THIYMHOK
rpynnamu (puc. 3a), HampuMmep, y Malvaceae: Malva-
les u Loasaceae: Cornales (Ronse Decraene, Smets,
1992; Leins, Erbar, 2010). Oco6eHHOCTb KOJbLIEBOTO
basurnerajibHOTrO BapuaHTa (puc. 3r) B TOM, YTO MpU
OCHOBaHUM KOJIBLIEBOI'O IIPUMOPINS MOXET Ha4aTh-
Cs1 30HAIBHBIN POCT — IIBETOJIOXKE BMECTE C IIEPBUY-
HBIM KOJIBLIEBBIM MPUMOPAMEM IIOpacTacT B Ha-
MpaBJIeHUU 3aJ0XKEHUsI THIYMHOK, 4YTO II03BOJISICT
MOJIYYUTh OOJIbliiee ux yuciio. B ciayyasx, Kkoraa 30-
HaJIbHBIM POCT COCPEAOTOYEH MCKIIOUUTEBHO IO
aHgpoleeM, GopMUPYETCs THIYMHOYHAS TPYOKa, KaK
y Malvaceae.

IMpu popMupoBaHUM MYYKOB THIYMHOK (pUC. 311)
OHMU yYallle YepeayroTcs ¢ JernectkaMu — Hypericaceae:
Malpighiales (Ronse Decraene, Smets, 1992; Leins,
Erbar, 2010), Paconiaceae: Saxifragales (Leins, Erbar,
2010), Philadelphus, Carpenteria: Hydrangeaceae:
Cornales (Roels et al., 1997; Hufford, 1998), a eciu u
pACIIOJIOKEeHBI HAITPOTUB HUX, TO HE 00pa3yIoT C HU-
MU KOMITJIeKca — JICTIECTOK U IIPOTUBOJICXKAIINIT eMy
MIy4OK TBHIYMHOK 3aKJIaIbIBAIOTCSI OTHACIBHO —
Theaceae: Ericales (Leins, Erbar, 2010), Lagerstro-
emia: Lythraceae: Myrtales (Ronse Decraene, Smets,
1991). IlepBrUuHbIE IPUMOPANHA ITyYKOB THIMMHOK MO~
SIBJISTIOTCSI HA BBIMYKJIOM WJIM BOTHYTOM IIBETOJIOXKE.
IIpy1 BOrHYTOM LIBETOJIOXKE MPOUCXOAUT (pOopMHUPOBaA-
HUE TUIIAHTUsI, KOTOPbIA YIJIMHSETCS BMECTE C Mep-
BUYHBIMM IIPUMOIMSIMU aHAPOLIes IO HaIpaBJIeHUIO K



414

Puc. 4. Pa3BuTre MHBEPTUPOBAHHBIX LIBETKOB. a — La-
candonia. 6 — Trithuria. [TlyHKTUpHBIE TUHUYW — TPAHUIIBI
MEePBUYHBIX/O0IIUX TPUMOPAKEB.

oKoJiolBeTHUKY. Ha BrimykitoMm 1iBeTosioxe (y Hyperi-
caceae) IOIOJIHUTEILHOIO pOCTa IIBETOJIOXA, Ha-
CKOJIBKO MOXHO CYIUTh, HET — MEPBUYHbBIE TTPUMOP-
MU cpasy OPMUPYIOTCS “HYKHOTO” pa3mepa.

WNuBepTupoBanHble 1BETKH. WMHBEpTUPOBAHHBIE
1BeTKU (puc. 4), HECCOMHEHHO, — CaMblii UHTepec-
HBIU cilyyail KaK OTKJIOHEHUS OT TUITAYHOTO IJIS T10-
KPBITOCEMEHHBIX TJIaHA CTPOEHUS 11BETKA, TaK U OT
aKpoNeTaIbHOrO 3aJI0XKEHWSI OpraHoB. B MHBEpTH-
POBaHHBIX 1IBETKaX aHJPOLIEN 3aHUMAET MECTO TMHE-
11es1 B LIEHTpPE 1IBETKA, TMHELIEeH Xe pacIoyioxeH Ou-
K€ K OKOJIOIIBETHUKY, Ha MecTe ThluMHOK. HBepTH-
pOBaHO M 4YHCJIO COOTBETCTBYIOIIMX OpraHOB —
TBIYMHKU B HEOOJIBIIIOM YHCTIe, B TO BpEMS Kak IJI0J10-
JIMCTUKOB MHOTO. [IBETKM TaKOTO CTpOEHMST HalIEHbI
TOJIBKO y omHomonbHOI Lacandonia (Triuridaceae,
Pandanales, puc. 4a) n y 6a3a1bHOTO IOKPBITOCEMEH-
Horo Trithuria (Hydatellaceae, Nymphaeales, puc. 40).
HMHuTepnipeTalius penpoayKTUBHBIX CTpYKTyp Lacan-
donia Xak 1IBETKOB oOIuenpuHATa (Ambrose et al.,
2006; Rudall, 2008; Alvarez-Buylla, 2010). OTHOCH-
TeJIbHO Trithuria CyliecTBYIOT 2 TOUKH 3pEHUS: €€ pe-
MPOIYKTUBHBIE €IMHUIIBI HEKOTOPbIE aBTOPHI CUMTA-
IOT TICEBIAHTUSAMU — KOHJAEHCUPOBAHHBIMU COLIBE-
TUSAMHU U3 PEAYLIMPOBAHHBIX MYXCKUX U KEHCKMX
nBetkoB (Endress, Doyle, 2009; Endress, 2010a),
JIpyTHUE XK€ MPUASPKUBAIOTCS 3BAHTOBOI MHTEpIIpe-
tauuu (Rudall et al., 2009; Sokoloff et al., 2010). B
000UX pPolaX OKOJOLBETHUK HUKINYECKUM, TIOI0-
JIMCTUKU CBOOOAHBI. IIpumeyaTesbHO, UTO TUITMY-
HBII TIOPSIAOK 3aJIOKEHUST OKOJIOLBETHUK-aHIPO-
Leii-runenei He HapyureH (Ambrose et al., 2006; Ru-
dall et al., 2007, 2009; Sokoloff et al., 2010). CHauana
3aKJ1aJIbIBAETCS OKOJIOLIBETHUK, 3aTEM B LIEHTPE 1IBET-
Ka MOSIBJISIIOTCSl TBIMMHKU, TTOCe HUX 0a3uneTaibHO
MOSIBJISIIOTCSL  TIPUMOPAUU  TIJIOAOJUCTUKOB, caMble
MOJIOZIbIE TUIOJOJIMCTUKU HAaxXOJSTCs BO3JIE OKOJIO-
LIBETHUKA. B 0OBIUHBIX 11BETKAX TTpU 6a30BOM aKporie-
TAJIbHOM XapaKTepe 3ajloXEHUsI OpraHoB orlpenese-
HUE€ TMO3ULIMKA HOBBIX OPraHOB OIPENENsIeTCs YyXKe
UMEIOIIUMUCS, B IMKINYECKUX 1IBETKaX 3TO MPUBO-
JIIUT K YETKOMY Yepe1oBaHUIO KPYroB opraHoB. B nH-
BEPTHMPOBAHHBIX 1IBETKaX 3TOMY TpeOOBaHUIO OTBE-
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YaeT TOJILKO OKOJIOLBETHUK. HaunHas ¢ aHgpoues, y
Trithuria (puc. 40) pacronoxeHue OpraHoB CTaHO-
Butcs HeyrnopsimoueHHBIM (Rudall et al., 2007, 2009;
Sokoloff et al., 2010). ¥V Lacandonia (puc. 4a) nocie
3aJI0K€HUST OKOJIOLIBETHUKA B LICHTPE 1[BETKA MOSIB-
JISTIOTCSI TPU KPYMHBIX OKPYIJIBIX MEePBUYHBIX TIPU-
MOpPAUSI, OHU YIUIMHSIIOTCSI C POCTOM LIBETOJIOXA, 3a-
TEM Ha MEPBUYHBIX IIPUMOPIUSIX ITOSBIISIETCS KPYI-
HBI 3a9aTOK THIYMHKMW U IBa psifa PacIioOKeHHBIX
HIKE HETO 3a4aTKOB IJION0JMCTUKOB (Ambrose et al.,
2006; Alvarez-Buylla, 2010). OnHOBpeMEHHO C 3aJI0-
JKEHUEM THIYMHOK TTIOSIBJISIIOTCS TIepBUYHbBIE TIPUMOP-
MU BTOpOI1 ouepenu (IpeaHa3HaYeHHbIE TOJIBKO ISt
3aJI0KEHUST IUIOJOJMCTUKOB), OHM 3aHMMAIOT TpU
CBOOOMHBIX CeKTOpa (hIopaJbHOM MEPUCTEMBI, IIep-
BBIii TUIOOJUCTUK 30ECh 3aKJ1aabIBA€TCS OJIMIKE K ThI-
YMHKAaM, OCTaJIbHbIC TOSIBJISIIOTCSI HUKE IBYMS psiia-
Mu. Ha Bcex 11ecTy mepBUYHBIX TPUMOPIUSIX MO Me-
pe VYWIIMHEHUS IBETOJOXa B 06a3suNeTaIbHOM
HamnpaBJIeHUH 3aKJIaAbIBalOTCSI HOBBIC ILIOMOJIMCTU-
k1. CpaBHMBAs C KOMIUIEKCHOI 0a3uNeTaIbHOM I10-
JIMaHpueil MOXHO CKa3aTh, YTO UMEHHO HaJudue
OOILIUX TIPUMOPIUEB SIBJISIETCSI HEKOTOPOIA TapaHTU-
el yopsimoueHHOTO pacIloIOKeHUsI OPTaHOB, HAX0-
JSIITAXCS MEXKITY OKOJIOLBETHIKOM U IIEHTPOM IIBET-
Ka. basuneranpbHoe pa3BUTHE TMHELESI M aHIPOIIEs
MOXKHO HaOJI0AaTh HE TOJBKO B 000ETIOJIBIX, HO 1 B
onHoronblx nBetkax Hydatellaceae (Rudall et al.,
2007), B To BpeMs KakK y Triuridaceae ¢ oqHOMNOJILIMU
LIBeTKaMUu Oa3uIleTaIbHbIN XapakTep 3aJl0XeHUs
IUIOAOIUCTUKOB HaOMI0maeTcsI TOJIbKO y Triuris (Am-
brose et al., 2006), y ocTalbHbLIX U3YYECHHBIX POIOB
BCE TUIOIOIMCTUKY 3aKJIAIBIBAIOTCSI OTHOBPEMEHHO Ha
00I1IeM CKJIaMI4aTOM MPUMOPIUM WU KPyraMu B aKpo-
neTajabHOM nocaenoBaTeabHocTH (Rudall, 2008).

HuBepcust “ruHeneii-aHApoLCii” IIPOM30IILIA,
BEPOSITHO, M3-3a TOT0, 4TO npeacraBurensaMm Hydatel-
laceae u Triuridaceae n3HayaJIbHO OBLIM CBOMCTBEH-
HBI OJTHOTIOJIbIE IIBETKM M MIPU Mepexoae K 000eI0JIo-
MY LIBETKY aHAPOLIEH U TMHELIE MOMEHSUIUCh MeCTa-
mu. bonbnras gacte Triuridaceae — neiicTBUTEILHO,
nBymoMHbIe pacteHus. Ilonoxenue Lacandonia,
€IMHCTBEHHOTO IIPEACTaBUTEIISI CEMEICTBa ¢ 00oe-
MOJIBIM IIBETKOM, Ha MOJIEKYJISIpPHO-(pUIOTeHeTUYe-
CKMX JepeBbsx (HampuMmep, Mennes et al., 2013) He
OCTaBJIsIET COMHEHMI BO BTOPUYHOM IIPUOOPETSHUUN
3TUM poaoM oboenosioro uBerka. C Trithuria Takoii
KpacHBOI KapTUHBI He mojrydaercsi. [IpyMepHO 110-
JoBUHA BUAOB TFrithuria — NByTOMHBIE WJIN OJTHOIOM-
HbI€ paCTEHUSI C OXHOIIOIBIMUY LIBETKaMU, BTOPasI I10-
JIOBMHA — UMEIOT oboenoJbie 1iBeTKM (Sokoloff et al.,
2008). PesynpraThl aHajiu3a 3BOJIIOLIMU IOJIOBOM
NPUHAIJIEXXHOCTU LIBETKOB Ha MOJIEKYJISIPHO-(UI0-
TCHETUYECKUX JIEPEBhIX HE Tal0T OQHO3HAYHOIO pe-
synbTaTa (Anger et al., 2017, Graham et al., 2019).

IIBeTKM ¢ 00IIMMY MPUMOPAMSIMH 3JIEMEHTOB OKO-
JIOUBETHHKA M THIYMHOK. Y HEKOTOPBIX BBICIIMX JBY-
JIOJIbHBIX C OMHOKPYTOBBIM WJIM JBYKPYTOBBIM aH-
JIpoLeeM JIETIeCTKN U MPOTUBOJIEXKAIINE UM ThIYWH-
KM 3aKjagbiBaloTcst obimuMm mnpumopaueMm (Ronse
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Decraene et al., 1993). Yacto Takue UBETKU MPUBO-
ST KaK IIpUMEp HapyIIEHUS aKpoIleTaJbHOTO IIO-
psiaKa 3aJI0XKEHUST OPTaHOB — JIETIECTKU I10CJIe ThIUM-
HOK (cMm. Sattler, 1973; Rudall, 2009, 2011). Yxe camo
HaJuuue OOILero MpUMOPAUS SIBISIETCSI CBUAETEb-
CTBOM TOTO, UTO JICECTKHU 3aKJIAAbIBAIOTCS OTHOBPE-
MEHHO C IIPOTUBOJIEXAIIIUMU UM ThIYMHKAaMM. Y pac-
TEHUI C OMTHOKPYTOBBIM aHIPOIIEEM Pa3BUTHE LIBET-
Ka HAUYMHAETCS C 3aJIOXKEHUS YallleTMCTUKOB, 3aTEM,
yepenysich C JallleIUCTUKAMM, MOSIBISIIOTCS OOIue
MIPUMOPJINU JICTIECTKOB U THIYMHOK, TTOCJICTHUM 3a-
KJTaIbIBaCTCSI TWMHELCH, T.€. aKpOIIETAJIbHBIN ITOpPSI-
JIOK 3aJIOXKCHUSI OKOJIOLIBETHUKA, aHAPOLIeS U TUHEe-
Hest He HapymeH (puc. 5a). Y KaXaoro U3 oOIImxX
NPUMOPIMEB C CAMOTO Hadaja IIPUCYTCTBYeT “miepe-
TSKKA” WM yITyOJIeHWe, pa3aensionast IpUuMOpINii
Ha ABE YaCTU — U3 BHEIIHE, KaK MPaBUJI0, MEHbILEH
YacTU pa3BUBACTCs JIETIECTOK, a U3 KPYITHOII BHYT-
peHHell — THIYMHKA. TBIUMHKM B TaKMX LIBETKax HeE
yepenyroTcs ¢ eriectkaMmu. [1omoOHbII ITaTTepH pas-
BUTHS BCTPEUYAETCs Y HEPOIACTBEHHBIX IPYIIN, HAIIPU-
Mep y nipeacraBsutelieil Primulaceae: Ericales (Ronse
Decraene, Smets, 1995) u Plumbaginaceae: Caryo-
phyllales (De Laet et al., 1995).

V BBICIINX ABYHOJIbHBIX B IEHTAMEPHBIX WJIN TET-
paMepHbBIX IIBETKAaX C IBYKPYTOBBIM aHIPOIIEEM TaK-
K€ BO3MOXKHBI O0IIME TIPUMOPINU JIENECTKOB U IIPO-
TUBOJIEXXAIIIUX UM TBIYMHOK (puc. 56—5B), TIpU 3TOM
TBIYMHKM, JIeXKaIl[e HAIIPOTHUB YalleJIMCTUKOB, 3a-
KiaanbpiBaroTrca “camocrogarenabHo”’. [lociaenoBareinb-
HOCTb pa3BUTUS LIBETKA B OOJIBIIMHCTBE ITOTOOHBIX
M3YYCHHBIX CJIy4aeB BBIIVISIAMT TaK — CHadajga Ha
dJiopajbHOl MepucTeMe IOSIBIISIOTCS IIPUMOPIUN
YaleJUCTUKOB, 3aTeEM OJHOBPEMEHHO IPUMOPIUU
“CcBOOOMHBIX” TBIMMHOK U OOIIUE MPUMOPOUMN Jie-
IIECTKOB U IIPOTUBOJIEXAIINX UM THIYMHOK, IIOCJIEI-
HUM 3aKjangpIBaeTcs ruHeleil (cMm. takke Endress,
2010b). MHTEpecHBIM CBOMCTBOM 3TOro IIaTTepHA
pa3BUTHUS, SBJSIETCS TO, UTO ITIOJIOXKEHHUE JIeXKallIuX
HAIIPOTUB YallleJIMCTUKOB THIYMHOK MOXKET OBITh KaK
CHapyXH, TaK U BHYTPU OT THIYMHOK, PACIOJIOXEH-
HBIX Ha pagMyce JIEIeCTKOB. bonee Toro, nzHavajib-
HBII XapaKTep UX PACIIOIOXEHUS MOXET U3MEHUTh-
ca B xone pasputus uBetka (Endress, 2010b, Leins,
Erbar, 2010). IIBeTKM TaKOTO yCTPOMCTBA MOXKHO 00-
HapyXuTb, Harnpumep, y Caryophyllaceae: Caryo-
phyllales u Geraniaceae: Geraniales (Ronse De-
craene, Smets, 1995; Ronse Decraene et al., 1998,
Endress, 2010b).

B nutepaType yacTo MOXHO BCTPETUTh YKa3aHUs,
YTO BpeMsI TIOSIBJICHUS OOIIUX IMPUMOPAUEB JIeeCT-
KOB M TBIYMHOK MOXKET ObITh pa3InyHbIM. JIJ1 HeKo-
TOPBIX TaKCOHOB CYUTAIOT, UYTO OHU TOSIBJISIIOTCS
CleylollMMU 32 TIPUMOPIUSIMU YallIeJIMCTUKOB,
oriepexasl 3aJIoXXKeH1e “CBOOOMHBIX” THIYMHOK, IJIsI
JIpYTUX — YTO CHayaJia 3aKJIaJIblBalOTCS ThIYMHKU Ha-
MPOTUB YallIeJIMCTUKOB 1 TOJILKO MOCJIe HUX TOSIBJISI -
10TCsl 0011IMe mpuMopAuu (cM. HarpuMep Ronse De-
craene, Smets, 1993b, 1995). O6a aTux BapuaHTa rnpu
BHUMATEJIbHOM PACCMOTPEHUM SIBJISIIOTCS OIIMOKOM
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Puc. 5. PazBuTrie IBETKOB C OOIIIMMUY TPUMOPIUSIMU DJIe-
MEHT OKOJIOI[BETHMKA + TBIYMHKA. & — LIBETOK BBICILIETO
JIBYIOJILHOTO C OTHOKPYTOBBIM aHApoOlieeM. 6 — LIBETOK
BBICIIETO IBYIOJIBHOTO C IBYKPYTOBBIM aHIPOIIEEM, ThI-
YUHKUW HAIIPOTUB YaLlIEJTMCTUKOB B HAPY>KHOM Kpyre. B —
LIBETOK BBICIIIETO JABYIOJIBLHOTO C IBYKPYTOBBIM aHIPOLIE-
€M, TBIYMHKH HaIIPOTUB YaIIeJIMCTUKOB BO BHYTPEHHEM
Kpyre. I — LIBETOK OJHOIOJIbHOTO C IIECThIO OOIIMMU
MPUMOPIUSIMU. I — LIBETOK OJHOAOJBHOTO C TpeMsl 00-
MUMH IpUMOpISIMU. [TyHKTUPHBIEC JIMHUWA — TPAHUIIBI
o01mx npuMopaueB. Ha cxeMax MpoaoJIbHBIX pa3pe3oB
JIMHUSIMU 0€3 CTPEJIOK TTOKa3aHbl OpPTraHbl, 3aJI0XKUBILIAE-
Csl OMHOBPEMEHHO.

WHTepIIpeTaluy JaHHbIX. Bo-nepBbIX, pacriofoXeH-
Hble HAIPOTHMB JIENMECTKOB THIYMHKHU (B TaHHOM CJTy-
yae B KOMILIEKCe C JieecTKaMKi) HUKOTIa He 3aKJia-
NIBIBAIOTCSl PaHbIEe THIUMHOK, PACIOJOXEHHBIX Ha-
npotuB vareaucTukoB (Endress, 2010b). Bo-BTopbix,
OTHOCUTEJIbHOE BPEMSI 3aJI0KEHUSI OPTraHOB yCTaHaB-
JIMBAIOT UCXOJIs1 U3 pa3Mepa NpuMopaues (bosiee Kpyri-
Hble CBUIIETEJILCTBYIOT O Oojiee paHHEM HX TOsIBJIe-
HUU), HO Y ABYAOJIbHBIX C ABYKPYTOBBIM aHIPOILIEEM
MPUMOPAUUN JIETIECTKOB U MPUMOPAUU PACTIOJIOKEH-
HbIX HAITPOTUB HUX THIYMHOK OOBIYHO Oo0Jjiee MeJIKUE,
YeM MPUMOPAUU ThIYMHOK HAITPOTUB YallleJIMCTUKOB
(Endress, 2010b). 11 B-TpeTbux, N300paxkeHUit pa3Br-
BalOLLMXCS LIBETKOB, HA KOTOPBIX UMEIOTCS TOJIKO 00-
1IMe TPUMOPAUU WU TOJIBKO TPUMOPIUU “CBOOOMI-
HBIX” TBIMMHOK U OTCYTCTBYIOT MPUMOPIWU IPYroro
TUTIAa OOHAPYKUTh HE YAAETCSI.

VY pacteHMii ¢ TpUMEpPHBIMU IIBETKAMU TaKXe
BCTPEUAIOTCS O0IIME TIPUMOPANY DJIEMEHTOB OKOJIO-
IIBETHUKA 1 THIYMHOK. Cpemy BBICIINX IBYIOJbHBIX
MOXHO oTMeTuThb Caulophyllum: Berberidaceae: Ra-
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nunculales (Brett, Posluszny, 1982). ¥V Caulophyllum
JIBa KpyTa yalleJrMcTUKOB U JIBa Kpyra JienectkoB. U
JIETIECTKHW, U MIPOTHUBOJIEXKAIIIME UM ThIYMHKH 3aKJja-
NBIBAIOTCS OOLIMMU TIPUMOPAUSIMU — CHavala
BHEIIIHUE, 3aTeM BHYTPeHHUE oOIlnue mapbl. M3-3a
HaJIMYUSI OOIIUX TIPUMOPANEB MOXKHO OBLITO OBI CKa-
3aTh, YTO BHYTPEHHUE JIETIECTKU (HO HE BECh OKOJIO-
LIBETHUK LIEJTMKOM) 3aKJIaIbIBAIOTCS MO3/IHEE BHEIII-
HUX TBIYMHOK. TeM He MeHee B TaHHOM cjyvyae npa-
BUJIbHEE TOBOPUTH 00 OTHOBPEMEHHOM 3aJIOKEHUU
BEHYMKa M aHApOLlesl, TaK KaK pa3aejieHue Bcex 00-
IIUX TIPUMOPJIMEB HAa COOTBETCTBYIOIIIME YAaCTU Ha-
YUHAETCSI OTHOBPEMEHHO.

B TpuMepHBIX LIBETKAaX OTHOIOJBHBIX ABa Kpyra
3JIEMEHTOB OKOJIOIIBETHUKA U ABa Kpyra THIYMHOK. Y
Allium: Amaryllidaceae: Asparagales (Sattler, 1973),
Tofieldia: Tofieldiaceae: Alismatales (Remizowa et al.,
2006a) u Scheuchzeria: Scheuchzeriaceae: Alismatales
(Posluszny, 1983; Volkova et al., 2016) u BHelIHuUE, U
BHYTPEHHME JIMCTOYKU ITPOCTOTO OKOJOLIBETHUKA
3aKJ1abIBAIOTCS OOIIMMU MPUMOPAUSIMU C THIYMH-
Kamu (puc. 5r). Bce mectb 00X TpUMOPAUEB I10-
SIBIISTIOTCST TIPAaKTUYECKY OMHOBPEMEHHO (HapyKHBIC
JINIITh HEMHOTO paHee BHYTPEHHMX, JyJIlle 3TO 3a-
MeTHO y Allium) u oTHOBPEMEHHO K€ Pa3aelIsIIOTCS
Ha UHAWBUAYAJbHBIC TIPUMOPINH JIMCTOUYKOB OKOJIO-
LIBETHUKA W THIYMHOK. ITocienHuM 3akiaabiBaeTCst
ruHeleii. TakuM 06pa3oM, 3aJI0XKEHHE OKOJIOIIBET-
HUKa 1 aHIpOIIes TIPOUCXOIUT OTHOBPEMEHHO.

V Gonbliieil yacTu OJHOIOIBHBIX, TIe OOHapyXKe-
Hbl obiiue nipuMmopauu (cMm. Endress, 1995; Hardy,
Stevenson, 2000; Narita, Takahashi, 2008; Remizowa
et al., 2012), onu (popMUPYIOTCS TOJBKO IJISI BHYT-
PEHHMX DJIEMEHTOB OKOJIOIIBETHMKA U TBHIYMHOK,
MpUYEeM OKOJIOIIBETHUK MOXET OBbITh KaK IPOCTOM,
TaK U ABOMHOMN, ¢ cuJIbHOM nuddepeHaleit Ha-
PYXXHBIX ¥ BHYTPEHHUX 3JieMeHToB (puc. 5m). Kak
MIPaBWIO, IIOCJE 3aJIOXEHMsI BHEIIHUX 3JIEMEHTOB
OKOJIOLIBETHUKA OJHOBPEMEHHO IIOSIBIISIIOTCS IIpHU-
MOPAWM HApy>KHBIX THIMMHOK M OOIIYe MPUMOPIUU
BHYTPEHHUX 3JIEMEHTOB OKOJIOLIBETHUKA W ThIYMHOK.
Takum o6pa3oM, BHYTpeHHUE 3JeMEHThI OKOJIOIIBET-
HUKA YW aHAPOLEH 3aKJIagbIBalOTCSI OTHOBPEMEHHO.
st Hekotopeix Commelinaceae B uTepaType MMe-
FOTCsI COODIIIEHNSI O Oa3UIIETAILHOM Pa3BUTUH aHIPO-
1iesT — Hapy>KHbIC THIYMMHKM 3aKJIaIbIBAIOTCS TIO3IHEE
nosieieHus: oduux npumopaueB (Hardy, Stevenson,
2000). DTy TOUKY 3peHUSI MOKHO OIPOBEPIHYTh, TaK
KaK ITOCJIe 3aJIOKEHUSI BHEIIHUX ThIYMHOK Ha HUX
CWIBHO IaBSIT pa3BUBAIOLIMECS YAIICIMCTUKM, M3-3a
9TOr0 HAPYKHBIE THIYMHKN HECKOJIBKO 3aaepXK1Ba-
IOTCS B Pa3BUTUH, UX IPUMOPAMHI MEHBIIIE I10 pa3Me-
Py, YTO CO3AaeT BUIMMOCTbD IMO3IHETO UX 3aI0KEHUSI
(cM. takke Endress, 2010b).

Hrak, B o1UroMepHbIX IBETKAX C OAHOKPYTOBBIM
WX ABYKPYTOBBIM aHApOIeeM HaJuuue OOIIMX Tpr-
MOPAMEB OKOJIOLBETHUKA W THBIYMHOK IIPUBOAUT K
OTHOBPEMEHHOMY 3aJIOKCHMIO IO KpaiiHel Mepe
BHYTPEHHUX 3JIEMEHTOB OKOJIOLIBETHMKA 1 BCETO aH-
npoiiest. C 4yeM CBSI3aHO HaJIU4Me OOIIMX IIPUMOPIN -
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€B C DBOJIIOLIMOHHOM TOUKM 3pEHUSI — HE COBCEM I10-
HITHO. Y IBYIOJBHBIX OOIINE ITPUMOPINM JIETIECT-
KOB M TBIYMHOK OTMEYEHBI TOJBKO y PACTeHUI C
BEpXHEU 3aBsI3bI0. Y OOHOMIOJBHBIX HAJIMUKE OOIIMX
NPUMOPIVEB HE KOpPpEIUpYeT, KaK KaxKeTcsl, HU C
YyeM — OHU OTMEUYEHEI IIPU JII0O0M ITOJIOXKEHUY 3aBsI-
31 U JIOO0OM TUIIE OKOJIOLIBETHUKA. ANATITUBHBIN
CMBICIT HAJTMYHS OOIINX TPUMOPANEB TaKKe HEsICEH.
ApXUTEKTypa IIBETKOB C OOIMIMMU TIPUMOPIUSIMU
BeChbMa pa3sHOOOpa3Ha U MOXET OBITh JOCTUTHYTA U
0e3 ux Haauuusi. CUHAPOMBI OMNBUIEHUS TaKXKe ca-
MbI€ pa3Hble. MOXHO ObLITIO OBl IIPEANOJ0XUTh, UTO B
CUJTy OMHOBPEMEHHOTO 3aJI03KE€HMsI OOJIBIIIOrO YKCiIa
OpraHoB COKpaIllaeTcs aOCOIIOTHOE BpeMsI pa3BUTHUSI
BETKAa, HO U 3TO IIPEAIOJIOKEHE He HAXOIUT MO~
TBEPKICHUSI.

OBCYXIEHHNE

Kaxk BUIHO W3 TNPUBEAEHHBIX BbIlllE MPUMEPOB,
cJTydyau OTKJIOHEHMUSI OT CTPOTO aKporeTaabHOIO 3aj10-
JKEHUS OPraHoB B 1IBeTKax He penku. C yBEpeHHOCTBIO
MOXHO CKazaTb, YTO 3TOT (peHOMEH He BCTpevaeTcsl B
CHUpPaJIbHbBIX 1IBETKAX. Y OMHOMOJbHBIX Oa3uMeTalb-
HBI€ MAaTTEPHbI OTMEYEHBI TOJIKO Y HEKOTOPLIX Triuri-
daceae (Ambrose et al., 2006; Rudall, 2008; Alvarez-
Buylla, 2010). Ipyrue npuBeneHHble Pynamn (Rudall,
2011) mpumMepbl 6a3UTIETaTLHOTO 3AJIOKEHUSI OPTaHOB
Yy OIHOMOJIbHBIX, CTPOTO FOBOPSI, TAKOBBIMU HE SIBJISI-
1oTcsi. HanpuMep, oqHOBpeMeHHOE 3aJI0KEHUE ThIuK-
HOK Y BHYTPEHHMX D3JIEMEHTOB OKOJIOLIBETHUKA HeE
CBUETEJIbCTBYET O Oa3UNETATBLHOM 3aJI0KEHUU TO-
clienHuX. B BeTKax ¢ MHOTOUMCIEHHBIMU ThIYMHKA-
MM TIPU CTPOTO aKPOTETATBHOM TOPSIIKE UX 3a10Ke-
HUSl MHOTAA BHEIIHUE THIYMHKU 3alepPXXKUBaIOTCS B
Pa3BUTHUU, UTO CBSI3aHO, BEPOSITHO, C JABJIEHUEM Ha
HUX OKOJIOLIBETHUKA. boJiee cl10XHbBIN ciydyaii npen-
CTaBJISIIOT NajibMbI (Arecaceae: Arecales) ¢ moiaumep-
HBIM aHapolieeM. B opuruHajibHbIX MCCIEI0OBAHUSIX
(Uhl, Moore, 1977, 1980; Uhl, Dransfield, 1984; Uhl,
1988) mokazaHoO, YTO y MOJUAHAPUYHBIX TTaJIbM Thl-
YMHKY 3aKJIaIbIBAIOTCSl aKPOTIeTAILHO KpyraMu Win
rpyrramMu B Bujae Iyr U cekKTopoB. [Ipu 3amoxeHuun
TBIYMHOK TPYIIaMU CHayaja TMOSBJSIOTCS TPYMIIbI
HAIIPOTUB BHEIITHUX JIEMEHTOB OKOJIOLIBETHUKA, 3a-
TeM — HalpOTUB BHYTpeHHUX. Ecliu TBIMMHKY 3aKJ1a-
JIBIBAIOTCSI CEKTOPaMU, TO BHYTPU CEKTOPA OHU TMOSIB-
JISIIOTCS aKpOIeTaJbHO, pacrojiarasich 6€3 BUAMMOTIO
nopsiaka. B caMbIx MHOTOTBIUMHKOBBIX 1IBETKAX, BCE
MHOTOYHCJIEHHbIE HEYMOPSIIOUYEHHO PACIIOJIOXEH-
Hbl€ THIMMHKM 3aKJIaJbIBAIOTCSI OJHOBPEMEHHO, HO
MPUMOPAUU KpyMHee OJIMKe K LIEHTPY LIBETKA U ThI-
YUHKU, PACIIOJIOXKEHHBIE M0 Mepudepun 1iBeTKa, 3a-
Ma3abiBaloT B pa3BUTUM.

B LIMKIMYeCKUX OJIMTOMEPHBIX I[BETKAX BBICIINX
JIBYIOJIBHBIX Ga3UIeTaIbHbIE MATTEPHBI CBSI3aHBI KakK
MPaBUJIO C OKOJIOIIBETHUKOM, a B TIOJTUMEPHBIX — C aH-
npoueem. Pymann (Rudall, 2009, 2011), cucremaTusu-
pys1 pasHoOOpas3ue ciaydaeB 0a3UIICTAIbHOTO 3a10XKe-
HMSI OPraHOB, IIPEUIaraeT BhIIC/ISATh MHTPA30HATbHbBIC
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W MHTEP30HATIbHBIC OasuIeTaabHble MaTTepHbL. [lom
30HOI OHA MOHUMAET COBOKYITHOCTb OPTaHOB OHOIO
TUMA — 30HA YaIleJIMCTUKOB, JIETIECTKOB, THIYMHOK
WIA TUIOOOMCTUKOB. 71 OMHOMONMBHBIX IeJIeHUe
OKOJTOIIBETHMKA Ha 30HBI HEe YTOUHsIeTCS. BobImmH-
CTBO BBISIBJIEHHBIX CllydaeB 0a3uMeTaJbHOTO 3al0XkKe-
HUsI OPTaHOB OTHOCSTCST K MHTPA30HATbHBIM IaTTep-
HaM — OpTraHbI 3aKJIaTbIBAIOTCS Ga3UTICTAIHLHO B TIpe-
JeJlax OAHON 30HBI, KaK MpaBWUJIO, 3TO LIBETKU C
MOJIMMEPHBIM aHIpoleeM. M3 HUX HeoOXoauMo yaa-
JINTH CITyYan 3aIep>KKA Pa3BUTHSI OPTAHOB MOCIE X
3aJI0KEeHUs, Harpumep, y Aquilegia (Ranunculaceae)
MHOTOYHMCJIEHHbIE THIUMHKU 3aKJIaIbIBAIOTCS aKpO-
MeTAIBHO, HO MX CO3pEeBaHWE MPOUCXOIUT Oa3uIie-
tanbHO (Feng et al., 1995; Tuker, Hodges, 2005; Ren
et al., 2011). MMHTep30oHaIbHBIE BapUaHTHI, BCTpeYa-
IoIMeCs] B OJIMTOMEPHBIX IBeTKaxX, Oojiee peaKu,
3/ech BCSI 30HA 3aKJIaIbIBACTCS TTO3KE PACIIONOXKEH-
HOi1 BBIIIIe Hee 30HBI, HATIPUMED, JIETIECTKH TTOCTe
TBIYMHOK. Hamo ckaszaTh, YTO MHTEP30OHAJIbHbIE Ba-
pHaHTHI elle O0ojiee peaku, yeM Ipeajaraet Pymasn
(Rudall, 2009, 2011). Tak, mmpu 3a10XeHUU 3JI€MEH-
TOB OKOJIOIIBETHUKA W TIPOTUBOJICKAIINX UM THIYM-
HOK OOIIMMU TPUMOPIHMSIMU HapYIIEHUS aKpoIle-
TaJILHOTO TIOPSIIKA 3aJI0KEHUSI OPraHOB, CTPOTO TO-
BOpsI, HE TTPOMCXOINT. HeKoTophle 13 IpUBEICHHBIX
IIPUMEPOB SIBIISTIOTCST PE3YJIBTATOM CITOPHOM MHTEp-
MpeTalyy UCXOOHBIX JaHHBIX. HanpuMep, pa3Butue
uBeTKa Valeriana B ucxomHoi padbore Carriep (Sat-
tler, 1973) ommchIBaeT Tak: CHavaia ThIYMHKM, 3aT€M
JIETIECTKH, YallleykKa U TMHelei. [IpuBeneHHbIe WuTo-
CTpalliu, OQHAKO, CBUAETEJLCTBYIOT, YTO BEHUYMK 3a-
KJIaABIBAeTCs T10 KpailHeil Mepe OJHOBPEMEHHO C ThI-
YHKAMM (Ha OOIIIeM KOJIBIIEBOM MEPUCTEMATHIECKOM
BaJIUKE), TaKyIO MOCJIEA0BATEIbHOCTh 3aI0KEHUST Op-
raHoB HaOJonanu u 'y Centranthus U3 TOTo Ke ce-
meiictBa (Erbar, Leins, 1996). Toxxe camoe MOXHO
ckazarb u 1po Stylidium (Stylidiaceae, Asterales) —
corinacHo Cartiepy (Sattler, 1973) pasBuTue 11BeTKa
9TOTO PAaCTeHUS TaKKe HAYMHAETCS ¢ THIYMHOK, 3a-
TeM TTOSIBIITIOTCS YaIlleIMCTUKY 1 BeHYnK. Ha mimmio-
CTpaIUsX Xe BUIAHO, UYTO BEHYUK TOSBIISICTCS OTHO-
BpPEMEHHO C ThIYMHKaMM, a AO 3TOTO — dvallleyka,
MMEHHO TakKylo KapTuHy omnucajia Opbdap (Erbar,
1992). Ob6a pacTeHUs HMEIOT CHaHOJIeTIeCTHbIN
BEHUMK, 3aKJIaJbIBAIOLIUICS KOJbLIEBHIM BAJIMKOM.
Mureprniperanus CaTTiepa cBsi3aHa ¢ TeM, YTO 3a MO~
SIBJICHWE OpraHa B Pa3BUTUM IIBETKA OH IMPUHUMAET
MOSIBJIEHUE €TO CBOOOOHOM BepxyluKu (Sattler, 1973).
Takxe CaTTiiep He IPUHUMAET KOHICITIIUM OOIITNX
MMPUMOPJIMEB JIETIECTOK/ThIYMHKA Y BBICIIUX JBY-
TMOJTBHBIX (ITPU 3TOM OH HE IPOTUB OOIINX TIPUMOP-
IHEeB JIUCTOYEK OKOJIOIBETHUKA/TBIMMHKA Y OIHO-
JIOJIBHBIX ¢ MTPOCTBIM OKOJIOLIBETHUKOM), TIO3TOMY BO
BCEX CIIyJasix 3aJIOXKEHMUS JIeTIeCTKAa U THIUYMHKU 00-
M TIPUMOPAMEM IIOCTEIOBATEIbHOCTh Pa3BUTHS
WHTEPIIPETUPOBaHA KaK “THIMUHKM ITIepen BeHUYM-
kom”. CornacHo npeactapiaeHusiM CatTiepa Ha KpyT-
HOM TIPUMOPIVU THIYMHKYU WJIM HYDKE HETO TOSIBIISIET-
cs IpuMopauii Jernectka. Bamisioer Cattiiepa He SIBJIsI-
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1otcs obmenpuHATEIMU (Ronse Dectaene et al., 1993;
Leins, Erbar, 2010).

Bce Xxe ciayyaun HECOMHEHHBIX MHTEP30HAJIbHbBIX
MaTTEePHOB CYIIECTBYIOT. B IiepBylo ouepenb, 3TO
OJINTOMEPHBIE IBETKM HEKOTOPHIX aCTepUI, OCOOECH-
HO C IUIOTHBIMU COLIBETHSIMM, HAIIpUMeEp, Bce Aster-
aceae, gacTb Dipsacaceae s.str. u Valerianaceae s.str.
HecBoeBpeMeHHOE (MT03:Ke BEHUYMKa) 3I0KEHUE Ya-
IIEYKN MOXKHO OOBSICHUTD C OTHOI CTOPOHBI PEAYK-
LIMOHHBIMM TEHIEHLUSIMU, C IPYTOM — TETEPOXPO-
HUSI B Pa3BUTHUM OKOJIOLIBETHUKA ITO3BOJISIET COKpa-
TuTh Bpems pazButus (Naghiloo, Classen-Bockhoff,
2017) n obecrieunTh OOJIee YKOHOMHOE pacxojoBa-
HUe pecypcoB. Tak Kak yaleuka Ajis 3alUThl OyToHa
yKe He Hy>KHa, TO OCHOBHasI ee (DyHKIIMS y IIepedlcC-
JICHHBIX BbIIIIe CEMEIICTB — y4acTHE B paCIpOCTpaHe-
HUM T1UiodgoB. PaspacTtaThbCcs dallledka HadyMHaeT
MMEHHO KO BpeMeHU o0Opa3oBaHUs IUIONOB. TeM He
MeHee, HECMOTpPsI Ha MO3AHEE 3I0XKEHUE YallleuKu
pa3BUTHE LIBETKA HAUYMHAETCsI C OKOJIOLIBETHUKA —
BEHUMK 3aKjaabIlBaeTcs Iepel Win, Kak y Valeriana-
ceae S.Str., OTHOBPEMEHHO ¢ ThIMMHKaMu. Ellle oguH
MHTEP30HAIILHBIN ClTydaii — 3aJI0KeHHE JIETIECTKOB
nocjiae TeIMUHOK y Lythrum (Cheung, Sattler, 1967
Sattler, 1973; Rudall, 2009) u Trapa (Sinjushin, 2018)
u3 cemeiicta Lythaceae (Myrtales). LIBetku Lythrum
COYETAIOT JIBA UHTPA30HAJIbHBIX Y OIMH MHTEP30HAIb-
HBIIA TTIATTepH — CHavaJla 3aKJIaIbIBaeTCs Yallleuka, [o-
cJie Hee moaJallye, 3aTeM Hapy>KHbIe TBIMUHKY, TUHE-
1eii, BHyTpEHHME THIYMHKY 1 HAKOHEI — JIETIECTKU. Y
Trapa nogyalivie U TBIMMHKW HAaIIPOTHUB JIETIECTKOB OT-
CYTCTBYIOT, Pa3BUTHE L[BETKA HAYMHAETCSI C 3aJI0Xe-
HUS YallleyKy, 3aTeM HAIlpOTUB YalleIUCTUKOB OTHO-
BpPEMEHHO C HayajoM (hOpMHUPOBAHUS TUIIAHTHS 3a-
KJIabIBAIOTCSI THIMMHKU, CJICAYIOIIMY Ha TUIAHTUH,
yepenaysch C YalleJMCTUKAaMM 3aKJIaabIBalOTCS Jie-
MECTKU, MOCAeIHUM TOSaBsIeTcsl TuHelei (Sinjush-
in, 2018). I3 MHOroOYMCIEeHHBIX TIpeacTaBuTeieii Ly-
thraceae pasButue uBeTKa Kpome Lythrum nu Trapa
U3Y4YEeHO TOJIbKO y Lagerstroemia, Njasi KOTOPOil Xa-
pakTepHa KOMIUIEKCHasI OasuIieTajibHasl ITOJIdaH-
Ipus HAa TUMNAHTUU, TIPU 3TOM BECh JTOCTATOYHO
CJI0XXHO OpraHM30BaHHbIN aHAPOLIEH 3aKIaabIBA€TCS
onHoBpemMeHHO (Ronse Decraene, Smets, 1991).
EnuHcTBeHHOE, 4yTO 0ObenuHsieT Lagerstroemia, Ly-
thrum n Trapa, — Hanu4We TUIIAHTUS U OYCHb Ma-
JIEHbKME pa3Mepbl mpuMopaueB JierecTKoB. Ilocie
3aJIOKEHUS JIETIECTKM OOJIT0 HE YBEJIMIUBAIOTCS B
pa3Mepax, BIUIOTb 10 CAaMbIX ITO3MHUX CTaAWi pa3BUTUS
oyroHa. Iloxoxwuii caydaii mipeacrasiaser Dirachma:
Dirachmaceae: Rosales (Ronse De Craene, Miller,
2004), y Dirachma TBIMMHKM pacHOJOXEHBLI B OOUH
KpYT HalIpOTUB JIeIeCTKOB. JIerecTKu 3aKj1aapIBaloOT-
Cs Ha TUITAHTUM I103XKe THIYMHOK, ITOYTH OIHOBpE-
MEHHO C TUIOAOJUCTUKAMU. 3ajloKEeHUE JIETIECTKOB
Mocjie THIMMHOK XapaKTepHO Takxke IJs Astrantia:
Apiaceae (Erbar, Leins, 1997; Erbar, 2010). ¥ sToro
MpeaCcTaBUTEIIsI 30HTUYHBIX CHAyajla OOIIMMM IIpU-
MOPIUSIMU 3aKJIaIBIBAIOTCS YAIIeIMCTUKY Y TBIMMHKI
(3TO, BEPOSAATHO, €MMHCTBEHHBII CIIy4ail OOIIMX IIp1-
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MOpPIUEB TAKOTO TUIA), OTHOBPEMEHHO C pa3ielIeHU-
eM OOIIMX MPUMOPIUEB 3aKJIAObIBAIOTCS JICTIECTKU.
ITo medHUTHUBHON CTPYKType IIBEeTKa Astrantia HN-
4YeM He OTJIMYAEeTCsl OT APYTUX 30HTUYHBIX. B 11es10M B
OJIUTOMEPHBIX IIBETKAX BBICIINX JBYIOJBHBIX pa3BU-
THE HauMHAeTCs C OKoyiouBeTHUKA. [1pu 3amoxeHun
YallleyKy Mocje BeHYMKa MBI UMeeM Oe0 ¢ Ga3ure-
TaJIbHbIM Pa3BUTHEM OKOJIOLBETHUKA, MPU MO3IHEM
3aJI0KEHUU JIETIECTKOB AaKpOIETAIbHBIM MAaTTEpH B
Mpeaenaax OKOJIOLBETHUKA COXPAHSIETCS.

Bonee npamaTnyeckue ciiydau MHTEP30HATIBHOTO
naTTepHa HaOII0MAIOTCS IIPU 3aJI0KEHUU BCEX ThIYM-
HOK IIOoCjie TUHelesd. 310eCh yXKe SIBHOE HapylleHHe
0a30BOI1 ITOCIEA0BATEILHOCTU — OKOJIOLIBETHUK-aH-
Ipolei-ruHeneii. 3ajoXeHue TUHeles Tiepen aH-
JIpolieeM YCTaHOBJIEHO ISl HEKOTOPBIX BUIOB Senna:
Leguminosae: Fabales (Tucker, 1996; Marazzi, En-
dress, 2008), Platycrater. Hydrangeaceae: Cornales
(Ge et al., 2007); Napoleonaea: Lecythidaceae: Eri-
cales (Ronse De Craene, 2011) u Conostegia: Melasto-
mataceae: Myrtales (Wanntorp et al., 2011). Xapak-
TepHO, YTO OJVXKaliIie POACTBEHHUKU BCEX BTHUX
TpeX HEPOACTBEHHBIX APYT APYTY PaCTCHUI y3Ke MMe-
IOT CKJIOHHOCTb K TO3THEMY 3aJI0OKEHUIO THIMMHOK. Y
000OBBIX IIPU PACTIONOXKEHNM THIMMHOK 00JIee YeM B
OOWH KpPYyr BHYTPEHHME TBHIYMHKHN 3aKJIadbIBAalOTCS
no3xe ruHenes. s Lecythidaceae, Melastomataceae
u Hydrangeaceae B 11e710M XapakKTepHa KOMIUIEKCHAasI
MOIUAHAPUS WIM 3a703KeHUE THIYMHOK Ha TUITaH-
tun. TakuM oO6pa3oM, yxKe XapaKTepHbIe I IIpe-
CTaBUTEJCH Ha3BaHHBIX CEMENCTB OCOOEHHOCTH JI0-
BEIEHBI Y “3KTpeManioB” 1o rpenena. belimo 06 MHTE-
PECHO WM3YyYUTh THUCTOJIOTMYECKHME OCOOEHHOCTU
¢daopanbHOM MepUCTeMBl M TIATTEPH SKCIPECCUU
“THIYMHOYHBIX” TeHOB B-Kilacca y 3THUX pacTeHUi,
4TOOBI YCTAHOBUTD, SIBJISICTCS I BUAUMBINA ITOPSIIOK
3aJI0KEHUST OPTaHOB TOYHBIM OTPaKeHMEM BHYTPEH-
HUX, HE BUIMMBIX C IOBEPXHOCTU, IIPOILIECCOB.

BosbIIMHCTBO pacTeHUi1 ¢ TPOSIBJICHUSIMY Oa3UIIe-
TaJIbHBIX HATTEPHOB — 3TO PACTEHMSI C KOMITJICKCHOM
0asuneTaaIbHOM ITOJIMAHAPUEIA, T.€. OKOJIOLBETHUK,
aHAPOLIEH 1 TMHEeIIel KaK COBOKYITHOCTH COOTBETCTBY-
IOIIMX OPraHOB 3aKJIaIbIBAIOTCSI aKpOIIETAIHLHO, ThI-
YMHKM Ha TEPBUYHBIX MIPUMOPIUSIX 3aKJIaIbIBAIOTCS
6asuneraabHo. OcTajbHbIE BapUaHThI KOMILJICKCHOM
MoJIMaHAPUY OoJjiee pelKu. B ueM mpuBjeKaTeIbHOCTh
aroro mnarrepHa? KpymHble LIBETKM ¢ MHOTOYMCJIEH-
HBIMHM ThIYMHKAaMM B Ka4eCTBE Harpaabl OIbUIMTEIIO
MPEOOCTABIISIIOT NBLIBIYY. B Teopum, yemM OoJIble ThI-
YUHOK, TeM Jydlie. I1pu cTporo akporieTaabHOM 3a-
JIOXKEHUM OPTaHOB rMHeleit BRIHYXKAEH “XXaaTh”, Mo-
Ka HeE MOSBATCS IIPUMOPINM BCeX THIMMHOK. Takoii
LIBETOK Pa3BUBACTCSI OTHOCUTEILHO IOJITO, PACTECHU -
SIM TIPUXOAUTCS UCKATh KOMIIPOMUCC MEXIY YBEIIM-
YEeHWEM 4YMCJIa THIMMHOK 1 COKpalllecHUeM BpeMEHU
pa3Butus uBeTKa. Ilepexon K KOMITJIEKCHOM Oa3ure-
TaJIbHOM MOoJIMaHAPUHU N3AIIHO CHUMAET BOITPOC BPE-
MEHU — WHAVWBUAYAJIbHBIE THIMUHKUA (DOPMUPYIOTCS
MapauieIbHO C TUHelleeM, a 61arogapsi 30HaAJIbHOMY
POCTy B OCHOBAaHUM aHAPOLES YUCIO0 THIMMHOK MOX-

PEMHM30BA

Ho enne yBeauuuth (Endress, 2006). Oco6eHHO MHO-
TOYMCJICHHBIMU II0JIYYalOTCS THIYMHKU Ha KOJbIIE-
BBIX TIEPBUYHBIX MpUMOpAusIx. Haauuume 30HaabHOTO
pocTa B OCHOBaHMY aHIpPOLIes BbITOAHO OTJIMYAET Oa-
3UMNETAbHYIO OT aKpoMneTaibHON KOMILIEKCHOM TTo-
JIMaHIPUU U TIPOCTOI ITOJIMAHAPUM HA TUITAHTUM C
3aJIOKEHUEM YacTH THIYMHOK ITocie TuHeues. [lpu
aKpOIETAIbHOM KOMIUJIEKCHOM TIOJMAHAPUU HET
BO3MOXXHOCTH YBEJIMYUTH YMCJIO THIYMHOK ITOCTIE 3a-
JIOXKEHUSI TUHEelles] — MepBUYHBIE TIPUMOPINU Cpa3y
JIEMOHCTPUPYIOT CBOIA KOHEUYHBI pa3Mep, YUCJIO Thl-
YMHOK B 3TOM CJIy4yae MOXKXHO YBEJIMYUBATH TOJBKO
YMEHBIIICHUEM pa3Mepa MHAWBUAYAIbLHBIX IPUMOP-
JINeB THIMMHOK OTHOCHUTEIBHO pa3Mepa IIepBUYHOTO
prUMOpAYs. AKpONETaTbHOE 3AI0XKEHNE THIMMHOK Ha
VIUIMHSIIOLLEMCSI TUINAHTUM, NO-BUAMMOMY, TPYIHO
KOHTPOJIMPOBATh C TeHETUUECKOI TOUKU 3PEHUST — Ya-
IIIe TIPY YBEJIMYCHUM Pa3MEPOB TMITAHTUS HOIIOJTHU-
TeJIbHbIC THIMMHKMU TIOSIBJISIIOTCSI HE KO BHYTPH OT yKe
MMEIOIINXCS Y YaCTUYHO ITOCe 3aJI0KESHUST THHEe1Ies],
a MeXIy HUMU U Tepe 3aJ10KeHUEM TUIOA0IMCTUKOB,
T.C. YBEJIMYMBACTCSI HE YMCIIO KPYTOB THIYMHOK, a UX
YUCJIO B yxKe umeromuxcst kpyrax (cm. Ronse De-
craene, Smets, 1991, 1992; Hufford, 1998). 1 xots
npocTtasl IOJIMaHApUsl Ha TUIIAHTUM — BTOPOM IIO
pacnopoCTpaHEHHOCTHU ITaTTePH Pa3BUTHUS MOJIUMEP-
HOTO aHApPOLIes Y BHICIINX ABYAOJbHBIX C LIUKINYEC-
CKMMM LIBETKAMU, YMCJIO ThIYMHOK B TAKMUX LIBETKAX
peIKO JOCTUTAeT TAKOBOTO B LIBETKAX CO BTOPUYHOM
MOJIMAHIPUECHA.

SAKIIIOYEHHME

Hrax, ns 60JbIIMHCTBA MOKPBITOCEMEHHBIX Xa-
paKkTepeH CTPOro akponeTabHbIi MOPSIIOK 3aJI0XKe-
HUS OpraHoB 1BeTKa. OTKJIOHEHHUS OT 3TOTO MOopsaKa
MOXHO BCTPETUTH TOJIBKO B IMKIUYECKUX 1IBETKAX.
s Toro, 4ToOBI Jiydlile TTOHSTh pa3HOOOpa3ue OT-
KJIOHEHUU OT CTPOro aKpoMeTaJbHOIro MopsiaKa 3a-
JIOXXEHUSI OPraHOB B IIBETKaX MOXHO IOCTPOUTh
MPOCTPAHCTBO JIOTMUECKUX BO3MOXHOCTE MO IByM
napaMeTpaMm — akporeTajibHoe/0a3unerajibHoe 3a-
JIOXXEHUE COBOKYITHOCTE OPraHoB, T.€. OKOJIOLIBET-
HUK-aHApOlle-TUHELle M aKpoleTalibHoe/6a3u-
neTajbHOE 3aJI0KEHWE OpPraHOB B Mpeleaax OJHOMN
Kareropuu (tabi. 1). B meioM, LIBETKOBBIE pacTe-
HUSI OUYeHb HEOXOTHO HapylaloT 0a30BYI0 aKporie-
TaJIbHYIO MOCJIEN0BATEIbHOCTD 3aJI0XKEHUST KaTeTro-
puii opraHOB “OKOJIOLIBETHUK-aHIpOIei-TuHelei”.
OTKJIOHEHUSI OT BTOI IOCIeN0BaTEJILHOCTU IIPOSIB-
JISTIOTCSI B OCHOBHOM B TOM, 4YTO 1) 4acTh OpraHoB OJI-
HOI KaTeropuu 3akjaablBaeTCsl OAHOBPEMEHHO WU
MocJjie pacloIOXKEHHOM BbIllle OPraHOB APYroii KaTe-
ropuu (BHYTPEHHUE BJIEMEHTHI OKOJOLBETHHUKA OJ-
HOBPEMEHHO C TBIYMHKAaMM, YacThb THIYMHOK MOCJE
TUHeles ), 2) YacTb WM BCE OpPraHbl OIpeacIeHHOMN
KaTEeropuu 3aKJIaabIBalOTCS MO3%e PaCHOIOXEHHOMN
BBILIE KATETOPUU OPTraHOB, HO B 3TOM CJIyyae OHU 3a-
KJIaAbIBAIOTCS HA “CBOEBPEMEHHO” ITOSIBUBIINXCS
MEPBUYHBIX TPUMOPAUSIX (YaCTh WJIM BCE UHIUBUIY-
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OpraHbl BHYTpUY KaxKa0i OKOJIOLIBETHUK AHpaporneit l'uueneit
KaTeropuu akporieTaIbHO 6asuneTagTbHO 6azumneTaabHO 0asureTaibHO
OKOJIOLIBETHUK- ba3zoBriit BapuaHT LiBetku c moguamuem | LiBeTku ¢ moaumep-
aHApolei-TuHeLei (IMCTOUYKM MOAYANIUS | HBIM aHJPOLIEeEM U KOM-
aKpomneTaabHO IOCJIe YallleTMCTUKOB | TUIEKCHOM
U OOBIYHO OHOBpE- | MOJIMAHAPUEH
MEHHO C JIETIECTKaAMMU);
OJIUTOMEPHBIE 1IBETKU
(gameyka mociie
JICTIECTKOB)
YacTuuHoe OTKJIOHE- | BHyTpeHHUE 31€MEHTEI OnuromepHbie IBETKHY | YaCcTh THIYMHOK TTOCIIE
HHE OT CTPOI'O aKPOII€- | oKOJIOLIBETHUKA OIHOBpE- (‘{amqua I1ocJjie TUHELECA B LIBETKAX
TaJILHOTO TIOpsIaKa MEHHO C aHIPOLIEEM JIETIECTKOB U OJTHOBPE- | C TOJTMMEPHBIM aHIIPO-
“OKOJIOLIBETHUK- (LIBETKY ¢ 0BIIIMU puMop-| MEHHO C aHIpoOLeeM | 1ieeM 1 KOMITJIEKCHOM
aHApoue-TuHenen” HSTMT); WJIU TIOCJIe HETO) noavaHapuei
Lythrum, Trapa, Dirachma,
Astrantia — nenecTKy nocie
aHapoues;
4acThb THIYMHOK MOCJe TUHEe-
11es1 B 1IBETKaX C MOJIMMEp-
HBIM aHIPOIIEEeM U TTPOCTOM
MoJIMaHAPUEH Ha TUTTAHTUU
WJIM KOMIUIEKCHOI TTOJIMaH-
npuen
[TonHoe oTKJIOHEHUE | OKOJIOIBETHUK OIHOBpE- Platycrater, Napo- HNHBepTHpPO-
OT CTPOro akpoIi€Tajlb- | MeHHO C AHIpPOLIEEM leonaea — aHﬂpoueﬁ BaHHBIC
HOTO MopsifKa “OKOJIO- | (peTKH ¢ OBLMMH MPUMOP- TocJie THHeLesI LIBETKU
UBETHUK-aHAPOLCH- | praypy):
ruHerei” Senna, Conostegia — aHIpo-
1Ie#i TTocie TUHeles

aJIbHbIE€ THIYMMHKU TIOCJIE TUHEIEs IIPU KOMIUIEKCHOM
MoJIMaHApUm), 3) OTHOBPEMEHHOE 3aJI0KeHUE IBYX
KaTeropuii opraHoB (OKOJOIIBETHUK OJHOBPEMEHHO
C aHApOlieeM Yy HEKOTOPhIX OOTHOAOJBHBIX) U 4) Bce
OpraHbl OIpeAeeHHON KaTeropuu MocJjie Bhillepac-
MTOJIOXXEHHBIX OPTaHOB IPYroii KaTeropuu (ruHeLei
MocJie aHApoliesi B MTHBEPTUPOBAHHBIX 1IBETKAX, PeI-
KMe CIIydaM 3aJI0K€HUSI BCeX THIYMHOK ITOCJIE TUHE-
1esl Y BBICIINUX JABYIOJbHBIX). 3aJlOXE€HHE OPraHOB
I[BETKA BCETJa HAUMHAETCS C OKOJIOLBETHUKA U II0-
YTU BCeraa 3aKaHYMBaeTCs TMHeleeM (KpoMe ciyda-
€B IPOCTOM MOJIWAHAPUM Ha TUIIAHTUM, IO 4YacTh
TBIYMHOK 3aKJIaAbIBalOTCsA ITO32KE T'MHELECA M KPOME
CIIELMAJIbHO OIOBAapUBAaEMbIX CIIy4aeB y BBICIINX
JIBYIOJbHBIX). B mpenenax Kaxaoit KaTeropuu 3ajio-
KEHHE OPTaHOB TaKXKe OOBIYHO aKpoIleTajabHOe. ba-
3UMNETAIbHOE 3aJI0KEHUE DJIIEMEHTOB OKOJIOLIBETHU-
Ka MOXXHO HaOJIIOIATh B OJIUTOMEPHBIX 1IBETKAX BHIC-
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VX IBYIOJbHBIX (YaIIeIMCTUKY MOCJIE JIETIECTKOB Y
acTepud, TMUCTOYKH MOTUALINS TTOCJIC YAIIETUCTUKOB
B LIBETKAax C MomyaiuveMm). basuneranbHoe pa3BUTHE
aHApoLes] XapaKTepHO IS HECKOJIbKUX HECBSI3aH-
HBIX OJIM3KMM POJICTBOM TI'PYIIN ABYIOJbHBIX C KOM-
MJIeKCHOM TonmaHnpueit. basumeTanbsHoe pa3BuUTHE
TUHeInesT MOXKHO OOHapyXKUTh TOJIBKO B MHBEPTHUPO-
BaHHBIX [IBETKAaX.

Bce 3Tn pazHooOpa3HbIe MAaTTEPHBI BOZHUKAIOT C
OIHOI CTOPOHBI HE3aBUCUMO B HEPOACTBEHHBIX IPYT
JIpYTy ceMeMCcTBaX 1 Jaxe MOPsAKaX MOKPHITOCEMEH -
HBIX, a C OPYTrOil CTOPOHBI POABI, MpHHAIJIEXKAIIe
OIHOMY CEMEMCTBY (a MHOTAA W BUIBI OJHOTO poja)
MOTYT JEMOHCTPUPOBATh pa3Hble MAaTTEPHBI pa3BU-
Tua usetka. Hanpumep, y Hydrangeaceae 3adukcu-
pOBaHbI TUITWYHBINA ITATTEPH, MPOCTasl MOJIHUAHIPUS
Ha TUTIAHTUH, KOMITJIEKCHAS TIOJIMaHAPUS U 3aJ103Ke-
HUe Bcero aHmpolies Iocie ruHenes (Roels et al.,
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1997; Hufford, 1998, Ge et al., 2007). C yBepeHHO-
CThIO MOXHO CKAa3aThb, YTO OTKJIOHEHUSI OT TUITUIHO-
ro BapvaHTa pa3BUTHS LIBETKA COCPEIOTOUYEHBI B OC-
HOBHOM B TpYIIIIe BBICIINX ABYIOJBHBIX (eudicots),
HO 3TO JJaJIeKO He eIMHCTBEHHAs TpyIIIia pacTeHUIi ¢
LIMKJINYECKUM LIBETKOM. [IprUYrHBI BOSHUKHOBEHUS
TOrO WIJIM MHOTO MATTEpHA, €r0 aJalTUBHBINA CMBICIT
Tak>Ke He BCerma SICHBL.

Pa6ora BeinmosHeHa nipu noaaep:xkke PODOU (6a-
3aJIbHbIE TPYIIIBI TOKPHITOCEMEHHBIX, TPOeKT 18-04-
00797a) u PH® (omHODOJIBHEIE, TIPOCTPAHCTBO JIO-
TMYECKUX BO3MOXKHOCTEM, mpoekT 19-14-00055).
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One Step Forward, Two Steps Back: Non-Acropetal Patterns
of Initiation of Floral Organs in Angiosperms
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In the majority of angiosperms, the floral organs are initiated acropetally — the first organs to be initiated are
the perianth members and the last organs are the carpels. The relatively rare examples of non-acropetal pat-
terns of organ initiation can be found in oligomerous as well as in polymerous flowers. Taxa sharing the same
non-acropetal developmental patterns are not necessarily closely related to each other and thus similarities in
their floral structure and development should be regarded as convergences. And vice versa, representatives of
the same family often show different patterns of initiation of floral organs. Flowers with the same groundplan
can demonstrate either typical acropetal or non-acropetal developmental pattern. In other words, the floral
developmental patterns are rather homoplastic. Non-acropetal patterns (and reversals to the acropetal con-
dition) appeared many times in angiosperm evolution. Such labile and apparently saltational transitions are
probably due to special features of floral meristems and modular organisation of angiosperm flowers.

Keywords: morphogenesis, flower, floral development, acropetal pattern, basipetal pattern, phyllotaxis, oly-

gomery, polymery, common primordia

OHTOI'EHE3 TtomM 50 Ne 6 2019



OHTOTEHES3, 2019, mom 50, Ne 6, c. 424—434

OB30PbI

YIK 591

NCTOPUA QBOHIOHHOHHOPI BNOJJIOI'A PA3BBUTUA
© 2019r. H. . O3epHiok*

Hnemumym 6uonoeuu pazsumus um. H.K. Koavyoea PAH, Basunosa, 26, Mockea, 119334 Poccus
*e-mail: ozernyuk @mail.ru
IMoctynuna B penakmuio 10.05.2019 .

[Tocie nopa6otku 02.07.2019 r.
IMpunsTa k myonukamuu 08.07.2019 r.

OCHOBBI COBPEMEHHOI 3BOTIOLIMOHHOIT 61o10ruu pa3BuTus (evo-devo) 6bu1H 3amoxeHbl K. bapowm, aBTo-
POM 3aKOHa 3apoIbIlIeBOTO cxoacTBa. [locnenytoiiee pasBuTue evo-devo CBsI3aHO C 10Ka3aTeJIbCTBOM 2BO-
JIIOIIMOHHOTO POJICTBA 6ECIO3BOHOUYHBIX U MO3BOHOYHBIX (A.O. KoBasieBckuit). Cleayroluii aTamn pa3BuTust
TAaHHOTO HaIIpaBJeHUsI — co3maHue Teopun (rummMmoproreHesa (A.H. CeBeplioB), a Takke KOHLEIIIIAN 1Ie-
JIOCTHOCTH opraHusMa B oHTO- U puoreHese (M.M. IlImansrayzeH). HoBoe HanpasieHue evo-devo — uzest
HaJITEHOMHOTO (3MUT€HETUYECKOTO) YPOBHS PETYJISIIUU OHTO- U 9BOMIOLIMOHHBIX TipotieccoB (K. YomauHr-
ToH). Ha coBpeMeHHOM 3Tarie pa3BUTHsI KOHLIEIIIMU evo-devo, cBsizaHHol ¢ umeHamu C. I'yina, I1. Ansbep-
ya, K. MakHamMaps! u 1p., o0CHOBHOE BHUMaHUE YAEISETCS aHAIU3Y POJIY T€TePOXPOHUIT B DBOIOLIMOHHBIX
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npeo6pa30BaHI/mX, a TaKKE€ MOJIEKYJIAPHBIM MEXaHU3MaM 3TUX IMTPOLICCCOB! “reHam ITCTCPOXPOHUUN ", MUK-

po PHK.

Karouessie crosa: CVO—dCVO, 3aKOH 3apOoJbIIIEBOIO CXO0ACTBA, TCOPUA (I)I/I.HE)M6pI/IOI'€He3a, SIUTCHECTNYCCKAas
peryjadauusa, Makpo- 1 MUKPO3BOJIOIMOHHBIC ITPOLIECChI, TCTCPOXPOHUU, TCHBI FeTepOXpOHI/Iﬁ
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BBEAEHUE

OmHUM M3 BaxKHEUIINX TOCTVKEHUIA COBPEMEH-
HOM DSBOJIIOLIMOHHON OHOJIOTMM CTajlo POXICHUE
SBOJIIOLIMOHHOM OMOJI0ruM pa3BuTus. Mmeu B3aumMo-
CBSI3M OHTOT€HETUYECKMX U (PUIOTSHETUYECKUX
MPOLIECCOB BBICKA3BIBAIMCH €Ille Ha 3ape IBOJIIOLIM-
OHHOI Owmojoruu. B3aMMOCBSI3b 3THUX IIPOLIECCOB
yXe B TO BpeMsI IIIsI MHOTHX HCCJIemoBaTesieil Ka3a-
nack ecrectBeHHOM. K. Bap, D. I'ekkenb, ®. MroJ-
nep, A.O. Kosanesckmii, B. I'apcraur, I'. ne bup,
A.H. Cesepuos, .W. llImanpray3eH BHECIU peria-
IOIIMI BKJIaJa B MOHUMAaHWE POJIU MHAUBUIYaJTbHOTO
pa3BUTHS B 9BOJIOLMOHHBIX ITPEBPAIIeHUSIX OPraHn3-
MoB. Ecim miist I'ekkenst aTa B3aUMOCBSI3b ObLJIa B 3Ha-
YUTEIbHOI Mepe MeXaH4eCKoI ((puoreHes — “mexa-
HUYecKas:” MpUYMHA OHTOIeHEe3a), TO BIOCISACTBUU
9Ta Ipo0bJieMa aHAJIN3UPOBAJIach 00JIee OCHOBATEILHO.
B yactHocTu, A.H. CeBepuioB (1939) nipeninoxun KoH-
LIETIIINAIO, COIJIACHO KOTOPOil M3MEHEHMSI Ha PaHHUX
aTarax OHTOreHe3a (apXaJIaKCUChI) IPUBOIAT K paIy-
KaJIbHBIM TIepecTpoiikaM pa3BUTHS, TOraa KakK U3Me-
HEHMs TIO3IHUX 3TaroB (aHAOOIMM) HE CBS3aHBI C
KOPEHHBIMM W3MEHEHUSIMM IUIaHa cTpoeHus. Bo
BTOPOI MOJIOBUHE MPOIIUIOIO CTOJIETUSI MHTEpPEC K
M3YyYCHUIO B3aMMOJICICTBUS OHTO- M (pUIoreHes3a
3HAYMUTEJILHO BO3POC B CBSI3U C IIPUBJICYEHUEM K pe-
IIEHUIO JaHHOM NpoOJeMbl HOCTHXKECHUIT MOJIEKY-
JISIPHOIL OWOJIOTMM, MOJIEKYISIPHOM TEHETUKH WU
CPaBHUTEILHON TeHOMUKMN.

B aToT nepuon ynanochk yCTaHOBUTh HOBBIE MeXa-
HU3MBI (IIpeXIe BCEro, TeHeTUYECKIE) B3auMOIeii-
CTBUSI MHIMBUIYAJLHOIO Y MCTOPUYECKOIO pa3BHU-
tust. OgHAKO yyacThe FeHETMYEeCKUX MEXaHU3MOB B
PETYASILIMA 3BOJIOLMOHHBIX W OHTOTCHETUYECKUX
MPOLIECCOB OBUIO IIOCTYJIMPOBAHO 3HAYUTEIBHO
panbiie. B 1932 r. T. Mopran (Morgan, 1932a, b), aB
1937 r. ero yueHuk ®@. JloopxkaHckuii (Dobzhansky,
1937) mpenmoxXuian TeHeTUIeCKUI ITOAX0a K 00bsIC-
HEHMIO DBOJIIOIIMOHHBIX, a TI03THEE U OHTOTeHeTUYe-
ckux mpoueccoB. B wactHoctn, ®. JoOGpkaHCKMA
onpeesni 3BOMIOLMIO KaK M3MEHEHHE 4YacTOT Te-
HoB. Cieayloniuii 1ar B 3ToM HOBOM HallpaBJIeHUU
obLI caenaH D. JIstoucom (Levis, 1978, 1985), koro-
PBIM IPEIIOXKIII TUIIOTE3Y O CBSI3U MYyTalldii C 3BO-
JTIIOLIMOHHBIMU TIpolieccaMu. JlaHHast TurmoTe3a 6a3m-
poBanach Ha mnipenactasiieHusix C. OHo (Ohno, 1970)
00 3BOJIIOLIUN ITyTEM OYIUIMKAIIMY T€HOB U UX ITOCTIe-
NYIOLIEH TUBEPreHILUU 3a CUET MyTaLlUid MapaJoruy-
HEIX TeHOB. [1o 3. JIproncy, IyIUIMLIMPOBAaHHEIE TEHBI
B Pa3HBIX YaCTsX Tella (Ha mpuMepe Apo30(UIIBL) B pe-
3yJibTaTe NUBEPreHIun (OpMUPOBAIU HOBbBIE CTPYK-
TYpHI 3a CYET pa3INYMii MyTallMOHHBIX IIPOLIECCOB.

OnHako B 1970-e roabl BO30OHOBMJICS MHTEPEC K
TETEPOXPOHUSIM KaK BeIyllleMy MEXaHU3MYy 3BOJIIO-
LIMOHHBIX TpaHCOpMalLUii B OHTO- U (DUITOreHe3e.
Vennmuamu C. T'ynma, I1. Andepua, MakHamapsr n
JIPYrUX KcclienoBaTesieii Oblia MMoKa3aHa poJib T'eTe-
poxponuii. Koneuno, evo-devo He CBOIUTCS TOJBKO
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K aHaiau3y rerepoxponuii. B 1977 r. HanpaBieHue,
CBSI3aHHO€ C aHAJIM30M B3aUMOJEUCTBUS OHTO- U
dunoreHesa, cTajo CaMOCTOSITEJIBHBIM pPa3ieyioM
9BOJIIOLIMOHHON OWOJIOTUU W TIONYYUJTIO Ha3BaHUE
9BOJIIOLIMOHHOI Onojioruu pa3sutus (evo-devo). Ta-
KM 00pa3oM, 3BOJIOLMOHHASI OUOJIOTUSI Pa3BUTUS
u3yyaeT U3MEHEHUsI OHTOreHe3a, uMerolre guaore-
HeTHuuyeckue rnociieactsus. Peub uaer, nmpexie Bcero,
00 3BOJIIOLIMU TTPOTPaMM pa3BUTHSI, OCHOBAaHHOI Ha
U3MEHEHUU T€HHBIX PETYJISITOPHBIX CeTel 1 AMUreHe-
TUYECKOM KOHTPOJIE OHTOTEHETUYECKUX MTPOIIECCOB.

HAYAJIbHBIH STAIT CTAHOBJIEHUWA
BBOJIOHMOHHOUN BUOJIOT'MN PA3SBUTUA

WUcTtopuss 3BOJIOLMOHHON OMOJIOTUM Pa3BUTHUS
BeJeT CBOE HavaJIo ¢ cepearHbl XIX cToneTus u cBs-
3aHa ¢ nMeHeM Kapia ¢on bapa, kotopsrit B 1827 T.
BBICKa3aJl UaeIo 00 OIpeieIEeHHOM CXOACTBE OCOOEH-
HOCTEMN pa3BUTUS 3apOABIIIEH U TTOCIEAYIOIEH Ccrie-
OMaan3aliyd Ha OoJiee TTO3OHMX dTallaX OHTOreHe3a.
OH chopmMynrpoBal KOHLENIINIO, Ha3BaHHYIO 103/ -
Hee 3aKOHOM 3apopkbiiieBoro cxoncrtna. K. bap orme-
qaj, 4To 00Jee obIIMe IIpU3HaK, XapakKTepHbIe, Kak
MBI Tenepb TOBOPUM, IS KPYITHOTO TaKcoHa (Ha-
IIpUMeEDP, B paHTe KJIacca), BEISIBIISIIOTCS Y 3apPOIbIIIEHA
paHblie, yeM 0oJjiee CIlelMaIbHbIe NpU3HaKu (B CO-
BpEeMEHHOM ITOHMMAaHUU, MPU3HAKU, XapaKTepHbIE
nist Buaa). M3 cambix o6111ux ¢hopM pa3BrUBaIOTCS Me-
Hee o0IIre, ¥ TakK 10 TeX ITop, TTOKa HaKOHeIl He BO3-
HUKHET HauboJiee cIrieluaJnu3upoBaHHas ¢opmMma.
HecmoTtps Ha To, yTo 060611eHus K. bapa Hocunu B
orpeneJIeHHON Mepe SMITUPUIECKUN XapakTep, OHU
oKaszali 3HAauYUTeJIbHOE BIUSTHUE Ha (POPMUPOBaAHUE
MUPOBO33PEHUST 3BOJIOLMOHUCTOB U 3MOPHUOJIOrOB
Kak B Poccum, Tak u Ha 3amane.

BriocnenctBuu 3BOTIOLMOHUCTHL (IIPpEeXIe BCETO
. I'ekkenab 1 @. Mioiep) OLEHWIN BaXKHOCTb 3TOM
KOHUEIUY IJIST aHaJIKW3a B3aUMOJIECMCTBUS OHTO- U
dunoreHeTIeckmx Tmporeccon. P. Pacdhd u T. Kod-
MEH B KHHTE “DMOPHOHBI, TeHbI 1 3BotioLusa” (1986)
OTMEUAlIOT, YTO 3TU 3MITMPUYECKHE 3aKOHBI COXpa-
HSIIOT CBO€ 3HaUeHHUE IO CuX nop. D. ['eKKeab B KHUTE
“DBomonus yenoseka” B 1879 romy mucai, 4To OH-
TOoTreHe3 (pa3BUTHE 3apobila) 1 ¢puaoreHes (pa3Bu-
THE TAaHHOU TPUOBI) — CBSI3aHBI CAMBIM TECHBIM 00-
pa3oM, U HA OOWH U3 HUX HE MOXKET OBITh MTOHST 0e3
npyroro. HecmoTpst Ha To, 4To “buoreHeTMYecKuit
3akoH” ['ekkensi—Miroiiepa moaBepraeTcsd 0O00CHO-
BaHHOM KPUTUKE, IIPUBEIeHHAs BbIIIIE OLIEHKA COOT-
HOIIIEHUSI OHTO- U (pujIoreHe3a MpeacTaBiIsieTCs aK-
TyaJIbHOI M B HACTOSIIIIEE BpeMsI.

OIHUM 13 OCHOBATEJIe 3BOJIOLMOHHOI OMOJI0-
TUU pa3BUTHS 110 TIpaBy cunTaoT A.O. KoBajeBcKkoro
(Kowalevsky, 1866), KOTOpBIi1, CCICAysT OHTOTCHE-
TUYECKMI LIMKJI acUMAWI, OTHOCSIIMNXCS K OecCIto-
3BOHOYHBIM (ronTturlt O00JI0YHMKHN), BIIEPBbIE OOHA-
PYXWII U Jaj IeTajIbHOE ONMCAaHUE CTPOSHUS UX JIMUU-
HOK Y TT0KAa3aJI HAJIMYK1e Y HUX Xopabl. OOHapyXeHHE y
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JIMYMHOK aCHUINIA XOpObl OOBSICHSUIO, MO CYIIECTBY,
MPOUCXOXICHNE W DBOJIOIIMOHHBIE ITpeoOpa3oBa-
HMsI, KOTOpbIe MPUBEIU K (POPMUPOBAHUIO MO3BO-
HOYHBIX XKMBOTHBbIX. JlaHHast paboTa nMesa 00JIbIIOMI
pe30HaHC Ccpean W3BECTHBIX 3BOJIIOIIMOHNCTOB, B
yactHocTd, Y. lapBuHa, O. I'ekkkens u ap. JapBuH
(Darwin, 1874) nucain, yro ucciaegoBanne A.O. Ko-
BAJIEBCKOTO — JIydIllee CBUICTEIIHCTBO PEaTbHOCTH
sBoMoLIMU. PaboThl BhIarolerocsi OTe4eCTBEHHOTIO
SMOPHOJIOra CTAJIM HE TOIBKO IIEPBLIM CBUACTEILCTBOM
peaTbHOCTH 3BOJTIOIINM, HO M JIOKAa3aTeILCTBOM B3al-
MOCBSI3U OHTO- U (PUJIOTEHETUYECKMX TIPOLIECCOB.

WccnenoBaHust B3aMOCBSI31 OHTO- U (PUJTOT€HETU -
YeCKHX MPOIIECCOB Pa3BUBAJIOCh TapasuleJibHO Ha 3a-
nane 1 B Poccuu. B Haltreit crpaHe U3ydeHre 3THX IIPO-
OeM, moMMMO ocHoBortoJararoiiero Tpyaa A.O. Kosa-
JieBcKoro, cBsizdaHo ¢ nmeHamMmu M.M. MeuyHuKoBa,
A.H. Cesepuosna, U.U. llImanwraysena, [1.I1. ®duna-
toBa (Levit, 2007; BopoonseBa, 2010a, 6). JlaHHBIi1 T1€-
pUOA YacTO Ha3bIBalOT MOP(POTEHETUYECKUM WU
srmreHeTndeckuM. OH CBSI3aH, IIPEXKIe BCETo, C TeO-
pueit dunamopuoreHesa A.H. CepepiioBa (1939), a
TakxXe KOHILIeTI1el 11eJOCTHOCTU OpraHu3Ma B OH-
To- 1 punoreHese M. U. llImanwvraysena (1938, 1983).
HoBoii cTyneHbio B U3YYE€HUU 3BOJIOLIMOHHBIX ITPO-
0JieM OHTOTeHe3a cTajla Teopus PUIsIMOpUOreHe3a
A.H. Cesepuona (1939), B Kotopoii o60CHOBaHa
MNEePBUYHOCTh OHTOI€HETHMYECKMX WM3MEHEHUI II0
OTHOIIIEHUIO K DBOJIOLIMOHHBIM. Teopust puism-
OpuoreHe3a 0ObsICHSIIa TAKXKE TJIAaBHBIE MEXaHU3MBI
9BOJIOLIMOHHBIX MpeBpallleHWi, pasneisas uX Ha
apoMopdo3bl — MaclITaOHble U3MEHEHMUs, TIPUBO-
ISIIUe K YCIOXHEHMIO CTPOSHMSI M IIOBBIIIEHUIO
SHEPrUU XU3HENESITEIbHOCTH, WM WAMOoamanTalud —
YaCTHbBIC TPUCTIOCODJIEHUSI, HE MEHSIIOIIME YPOBEHb
OpraHM3alliyi KMBOTHOTO WJIM TPYIIIEL. BhimereHHBIE
CeBep110oBbIM MOIYChI (hrIaMOpHoreHe3a (apxaurak-
cuc, aeBuanuu, anadoaun) nociayxuau M. . IImanb-
rayseny (1938, 1968) opueHTHpamMu B pa3paboTKe
KOHLICITIINY, BKJIIOYAIOIIe pa3IMIHbIe (DOPMBI agar-
TUBHBIX MpeoOpa3oBaHUii: allioMOpdo3, TeJIOMOp-
¢o3, rumepmopdo3 (mepepa3Buthe) Karamopdo3s,
apoMopdo3, srmmmopdo3. BrocienctBum obcyxkne-
HUE pa3TUYHBIX (OPM 3BOJIOLMOHHBIX M3MEHEHMIA
OyIeT aKTUBHO aHAIM3UPOBATHCS MPU U3YISHUN Me-
xaHU3MOB retepoxponuii (Gould 1977, 2002; Pacdhd,
Kodmen, 1986; McNamara, 1986, 1997; McKinney,
McNamara, 1991; CmupHoB, 1991, 2005; MBaHOBa-
Kazac, 1995; Raff, Raff, 2009; Ozepniok, 2010, 2014;
Minelli, 2015a, b; O3epHiok, Mcaesa, 2016). OgHako
OCHOBHBIM BKJamoMm llIMmanbray3eHa B 3BOJIOLIOH-
HYIO OMOJIOTHIO PA3BUTHSI Oblila KOHILIECTIIIMS 1IEJIOCTHO-
CTU OpraHM3Ma B MHAUBUIYaJTbHOM 1 UCTOPUUYECKOM
pa3BuTun. B 3TOM KOHTEKCTE (prytoreHe3 oIpeacisieT-
Csl KaK UCTOPUYECKMIA PsSIT OHTOT€HE30B, MPOIIESAIIINX
OTOOp, KOTOPBII MAET Mo (hbeHOTUMaM U 1IeJTOCTHBIM
oHrtoreHe3am (l1ImanbrayseH, 1938, 1968).

I[J'[S[ pPasBUTHUA 3BOJIOIIMOHHOTO HAIIpaBJICHUA B
3M6pPIOJIOFI/II/I Ba>XHO€ 3HAYCHMEC MMCEJIN NOCHU U UC-
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cnenoanus JI.I1. ®unarosa (1931, 1943), KoTopshlit
MEPBLIM IPUMEHWIT 3KCIIEPUMEHTATBHBIN TTOIXO IS
CPaBHUTEJBHOTO aHajr3a MOP(MOTreHETUUYESCKUX MPO-
neccoB (“dopmMooOpa3oBaTesIbHBIX allllapaToB”) Ha
npuMepe cKejieTa KOHeuHocTel ampuomit. I1pm skc-
MepUMEHTAIbHOM M3MeHEeHUU (YBEeJIUUCHUM) pa3Me-
POB 3aKJIaJKM KOHEYHOCTEM MPOMCXOOUT YCKOpPEHUE
mddepeHINPOBKH cKeneTa 3TUX opraHos. [TomyaeH-
Hbie J[.I1. @uiatoBbIM JaHHBIE B HACTOSILIEE BpPEMsI
MOXHO MHTEPIIPETUPOBATh KaK 3KCIIEPUMEHTAIbLHOE
JI0Ka3aTeJIbCTBO TeTepOXpOHMii. Pe3yabTaThl 3TMX UC-
cllenoBaHMid ObLIM TIOATBEPXKIEHBI BIOCIEACTBUU
(Shubin, Alberch, 1986) npu M3ydeHUN 3BOIOIIOH-
HOT'O IIPOMUCXOKIEHMSI KOHEUHOCTEM TeTparo ¢ yJda-
CTUEM IreTePOXPOHHBIX MPOLIECCOB.

CoBpeMeHHEBIe UCCIeIOBaHNS MEXaHU3MOB B3a-
MOJIEHCTBUSI OHTO- U (PUIOTEHETUYECKUX TIpOIeC-
COB, aHAJIU3 PETYJISILIMU TEMIIOB POCTa T€X WU MHBIX
CTPYKTYP CMECTHMIIMCH C TKAHEBOTO YPOBHS Ha MOJIe-
KynsipHo-TeHeTudeckuit. JIx. Xakcau (Huxley, 1932)
B kHUTE “Problems of Relative Growth”, aHanuszupys
MEXaHU3MBI POCTA OPTaHU3MOB, TIPEIJIOKIII TTOHSI-
THE YPOBHSI aKTUBHOCTH T€HOB IS OOBSICHEHUST PO-
CTOBBIX ITpolreccoB (“rate genes”). Mmest JIxx. Xakciu
MOCTYKIJIa OCHOBOM JJIs1 pa3BUTHUSI KOHLEIIINHU, TT0-
CTYJIMpPYIOLIEl CYIlIeCTBOBAHUE T€HOB, KOHTPOJUPY-
IOIIUX CKOPOCTh Pa3BUTHUS U KaK CJEACTBUE, XapaK-
Tep oHToreHesa (Goldschmidt, 1938). Briocnencteuu
OBUTM OOHAPYKEHBI “TeHBI TeTePOXPOHUIL”, TIPU TO-
MOIIIM KOTOPBIX PETyJUPYeTCs] CKOPOCTb Pa3BUTHS
TeX WU MHBIX CTPYKTYP Ha OINpPeNeeHHBIX CTaauIX
onrtoreHes3a (Slack, Ruvkun, 1998; Reinhart et al.,
2000; Kato, Slack, 2008; Hertel, Stadler, 2015).

MACIHITABBI DBOJIIOILIMOHHBIX
MMPEOBPA3OBAHUN:
COOTHOIUEHUE MUKPO-

N MAKPOBDBOJJOLIMOHHBIX ITPOLIECCOB

Bormpoc o Macmitabax 3BOJIIOIIMOHHBIX TTpeodpa-
30BaHUI OBLI M OCTA€TCS OOHUM W3 BaXKHEHIIHNX B
9BOJIOLIMOHHON OMOJIOTUM Pa3BUTUS, ITOCKOJIBKY
3TU NpeoOpa30BaHUS IIPOMCXOIOSIT B OHTOIEHE3E.
I[Ipumepamu apoMopd030B CIIy>KaT TaKKUE COOBITHUS
KaK BO3HUKHOBEHNE MHOTOKJIETOYHOCTHU, ITOSIBIE-
HUE TPEThEero 3apOAbIIIEBOro JIMCTKA (Me30ACPMBI),
¢dopMupoBaHUe OMIaTepaIbHON CUMMETPUN, METaMe-
puM, TKaHE BHYTpEeHHEN cpelibl, BHYTPEHHETO CKeJle-
Ta, uedammsanuu (MBanoBa—Kazac, 1995; Holland,
1998; Kirschner, Gerhart, 2005; Jonmya, 2005; I'mi-
oept, 2010; Minelli, 2015a, b; O3zepHiok, Mcaena,
2016). Takue mpeoGpa3oBaHUs TIPUBOMAT K CYIIe-
CTBEHHBIM M3MEHEHUSIM CTPOEHHUS Tejla KMBOTHBIX,
CBSI3aHHBIE C TTOSIBJICHUEM HOBBIX CTPYKTYP U OPTaHOB:
KOHEUYHOCTEI TeTparol, KpbUIbeB NTHULI, Il AMHUOT,
¢opMHpOBaHMEM TOMOMOTEPMHOCTH Y BBICHINX IIO-
3BOHOYHBIX U JIp. DTU U3MEHEHUS MIPUBOIST K 3aBOE-
BaHUIO >KMBOTHLIMM HOBOT'O KM3HEHHOTO IPOCTpPaH-
CTBa, BKCIUIyaTallid HOBBIX PECYpPCOB, HOBBIX TUITOB
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MUTaHUS, IOSBIIeHNIO HOBBIX (pyHKumii (Kirschner,
Gerhart, 2005; Minelli, 2015a, b). CiencTBueM Uamuo-
ajanTaluvii siBisieTcs: Mopgosornueckas neTanansa-
LV W CIelUraln3alus OTAeIbHBIX TKaHE U opra-
HOB. U3MeHEeHMST JaHHOTO TUTIA IIPUBOIAT K (POPMHU-
POBaHUIO TAKCOHOB HUBIIIETO paHra: BUAOB U POJOB.

Bormpoc 0 MexaHu3Max 3TUX 3BOJIIOLIMOHHBIX M3-
MEHEHMII UMeeT BaXKHOE 3HAYCHME IS OHUMAaHUS
B3aMMOJEHCTBUSI OHTO- U (DUIOTeHETHYECKMX IIPO-
IIECCOB. 3aKOHOMEPHBIM TIPEICTABISIETCS BBIBOA O
CXOACTBE MEXAaHM3MOB, ONPEAC/ISIOIINX MUKPO- U
MaKpO3BOJIIOIIMOHHBIE Tpoliecchl. OmHAaKO B cepe-
JIWHE TIPOIILUIOro BeKa, KOrIa 3TOT BOIPOC ObLI B LIEH-
Tpe BHUMAaHUsI 3BOJIOLMOHKCTOB, P. TojpammMuar
(Goldschmidt, 1952) peqnoxui uaeo MakKpoMyTa-
LINIA, KOTOPBIE MOTJIN GBI BRI3bIBATH KPYITHBIE (DUIIO-
reHeTu4YecKue TpaHchopMmauuu. JlaHHAs uaest He
HallUla TMOATBEPXICHMS: MaKpOMYTallMd He ObLIU
oGHapyxeHbI. [locnenyiomye JOCTKEHUS B 00JIaCTH
PETYJISALMN TIPOIIECCOB OHTOTEHE3a, SBOJIOIIMOHHOMN
OGMOJIOrMU Pa3BUTHS U CPABHUTEIbHON T€HOMUKU I10-
KazaJn OOIIHOCTbh MEXaHU3MOB MUKPO- ¥ MaKpO3BO-
JIIOLIMOHHBIX TIpolieccoB (cM. 'unbept u ap., 1997).

CrenyeTr OTMETHUTD, YTO OCOOBIN B3IJISII Ha BOIIPOC
0 TOM, MOXHO JI1 MaKpPO3BOJIIOLIMOHHbIE U3MEHECHMUS
BBIBECTH U3 MUKPOIBOJIOIIMOHHBIX, OOCYKIascs Ta-
neoHrojioramu. B yactHoctu, H. Onnpumk n C. T'ynn,
aBTOPbI TEOPUHU MPEPHLIBUCTOIO paBHOBECHUSI, 3asIBU-
JIA O HECOCTOSITCJIbHOCTU aJlIeJIbHBIX 3aMelleHU
Kak crioco6a sBomonnu (Eldredge, Gould, 1972). Ha
ONpeleIeHHOM 3Tafe pa3BUTUS DBOJIIOIIMOHHOM
ouonorun ObUIM CHOPMYIUPOBAHBI 1 ITPOTHBOIIO-
CTaBJISUIMCH IB€ aJIbTepPHATUBHBIC KOHLCIIINN: WIS
MPEPHIBUCTOTO PAaBHOBECUSI — MyHKTyajiu3Ma, 00b-
SICHSIONIAsT MaKpO3BOJIOLIMOHHBIE W3MEHCHUS, U
Hesl rpagyanri3Ma — HaKOIUICHMST HEOOJIBbIINX HACIIe-
JIyeMbIX M3MEHEHUI, KaK €IMHOIo MexaHu3Ma s
MUKpPO- 1 MaKpo3BoJoLuu. B pe3ynbraTe 3TOM OMC-
Kyccur ObUIa C(OpMyIMpoOBaHA KOHLEIIIIUS IBYX
YPOBHEM 3BOJIIOLIMU — MOJIEKYJISIPHOTO U MOpOoJIo-
ruyeckoro. Pe3yiabTaToM UIMTEIBHOIO OOCYXKIASHMS
9TOI MPOOJIEMBI MAJICOHTOJIOTaAMH 1 3BOJIIOLIMOHHbBI-
mu Ouonoramu (Stanley, 1979; Gould, 1992) crana
KOMIIPOMMCCHASI KOHLIEIIIUSI, COIJIACHO KOTOPOIA
MaKpO3BOJIIOLIMOHHEBIE ITPOIIECCHl OCHOBAaHbI HA MUK-
PO3BOJIIOLIMOHHBIX, OTHAKO MaKPO3BOJIIOLIMIO HEMb3S
OOBSICHUTDH TOJILKO MUKPO3BOJIOLMOHHBIMUA U3Me-
HeHusMu. g aHanm3a MeXaHM3MOB MHUKpPO- U
MaKpO3BOJIIOIIMOHHBIX IIpeoOpa3oBaHUil HE00XO-
MM KOMIUIEKCHBIN ITOAXOJ, OCHOBAHHBINM Ha JaH-
HBIX 3BOJIOIIMOHHONI OMOJ0rnu, OMONIOTUN pa3BU-
THUS, CPABHUTEJIbHOI TeHOMUKH, MAaJIEOHTOJIOTHU.

IMouckn HOBBIX B3aMMOCBSI3C MEXIy OHTOTCHE-
TUYSCKUMU U 3BOTIOLMOHHBIMU IIpoLieccaMu, TIpe-
MPUHUMaeMble B TEYEHHME MIUTEIILHOIO BpeMeHU
I'. ne Bupom, Briocnencreuu pazsusai C. I'ymn (Gould,
1977), KOTOPEI1 CyMes IIPUBJIeYb K aHAJIN3y JaHHOI
MPOOJIEMBI U3BECTHBIX OMOJIOTOB-3BOTIOINOHUCTOB.
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B wactHoctu, B 1998 r. KaHagckuii >MOpuUOJIOT
b. Xonn (Hall, 1998) B kaure “Evolutionary Develop-
mental Biology” nipeaioXui BbIIEIUTh HalTpaBIeHUE
evo-devo B CaMOCTOSITEIBHYIO 00JIaCTh 3BOJIIOLIOH-
Hoi1 6ronorun. Oco6eHHOCTD evo-devo 3aKTIoUaeTCs
B MHTETPaLIM MOAXOI0B OMOJIOTMM pa3BUTHUSI, ajle-
OHTOJIOTMH, 300JIOTUM, PKOJIOIMM Ha ypOBHE Oopra-
HU3Ma W TIOIYJISIIMM JIST aHaJIM3a DBOJIIOIIMOHHBIX
MPOLIECCOB.

CrenyeT TakKxKe OTMETUTh, YTO MPOAOJIKABIINECS
B T€YEHUE MHOTUX JIET TUCKYCCUU BOKPYT CUHTETH-
YeCKOil TeopuM 3BOJIONUU (CHMHTE3a T€HETUKU U
9BOJIIOINY, TIOJIYYUBIIUI B Ha3BaHUE “HOBBIM CUH-
Te3”) CMEHWINCHh OOCY:KIEHUEM HOBOM IapaauIMbl,
Ha3BaHHOH “HoOBBIl CUHTE3 3BOMIOLIMOHHOM OUOJI0-
My 1 omonorun pas3suthss”’. OCHOBY 3TOTO CHMHTE3a
JIOJDKHBI 00€CIIeUNBATh OTKPBITUSI TEHETUKY Pa3BUTHSI,
a TaKKe HOBasl MHTEPIPETALIMS MaJICOHTOIOTMIECKIX
JTAHHBIX, TTO3BOJISIONIMX JATUPOBATh BaXKHEHIIINE MaK-
PO3BOIOLIMIOHHBIE COOBITUSI B ITAJICOHTOJIOTMYECKOM
mxkase Bpemenu (I'mnbept u ap., 1997).

3aciay>krBaeT BHUMAHMUS ellle OJWH acIleKT HOBe-
IIeif ICTOPUN SBOJTIOIIMOHHON OGMOJIOTMM Pa3BUTHSI.
Ha ompeneneHHoM 3Tame pa3BUTHS HeOmapBUHU3MA
cTaja BUOHA €ro HeAOCTATOYHOCTh IS OOBSICHEHMS
somonnu (peHotuna. OOBICHUTL (OPMUPOBAHUE
heHOTUTIMIEeCKX OCOOGEHHOCTEN OTIECIHPHBIX BUIOB B
XOJI€ 9BOJIIOIIMOHHBIX NPe0odpa3oBaHUii HA KOHIIETITY-
aJTLHOM YPOBHE CMOTJIA 3apOsKIAIOIIAsICS SBOTIOIIOH-
Hasl OMOJIOTUST pa3BUTHSI, MUCTIONB3YIONIAS TSI 9TOTO
KOHIIETIIIUIO BMUTeHETUYeCKOTO KOHTpoist (I'unbept
u ap., 1997).

SIMUTEHETUYECKHUE
MEXAHW3MBbI PET'VJIAONN

I[Ipu aHanM3e B3aMMOCBSI3€il OHTOI€HETUYECKUX
¥ 3BOJIIOIMOHHBIX IIPOIIECCOB Ha 3Talle IIepexona OT
MOJIEKYJSIPHOTO YPOBHS Ha KJIE€TOYHBIA U TKAHEBOM
TPYOAHO WJIM HEBO3MOXHO OOBSICHUTL PETYJISIINIO
dopMupoBaHUs MOP(POJIOTNIECKUX CTPYKTYP OTHU-
MU T€eHETUYeCKMMU MexaHu3MaMmu. B mepBylo ouepenb
9TO KacaeTcss QOpMUPOBAHUS (PpeHOTHUIIA, B YACTHOCTU
CTAHOBJICHMS TJIaHA CTPOEHMSI, KOTOPBIIA MEHSIETCS B
OHTO- M (prtoreHese. st 00BICHEHUST 0COOEHHOCTEM
KOHTpoJisi MopgoreHeTnyeckux mnpoiieccoB K. You-
JIUHITOHOM ObUIa TpemIoXeHa Haesl SIUTeHEeThIe-
cKoit (HagreHoMHoi) peryysiiuu (Waddington, 1942,
1957). YyacTtue anureHeTU4ECKMX MEXaHU3MOB B pery-
TSt (hopMOo0Opa30BaTEIbHBIX IIPOLIECCOB MOCTYIIH-
poBajoch U aHaJM3upoBaioch paHee (Waddington,
1942, 1957; mansraysed, 1964, 1983; Maiip, 1968;
I'mnGepr u ap., 1997).

HecoMHeHHO, BaXKHEHUIITMI BKJIaa B JAHHYIO TIPO-
osiemy BHecau unen K. YoanuHIToHa, KOTOPBIiA BBEJ
MOHSTHE “3MUTeHETUKA” 1 TIPUMEHMII €TO JJIST OITCa-
HUSI OCOOEHHOCTEl HAaAT€HOMHOIO YPOBHSI PETyIsi-
uuu dopmupoBanus peHorumna (Waddington, 1942,
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1957; YommuarToH, 1964, 1970). UM 6bl1a chopmy-
JUpOBaHA KOHIECIIIMUS “3SIMUTEHETUYECKOro JaH[I-
madTa” — Habopa BIMUICHETUYECKUX TpPaeKTOpUiA
OHTOTeHEe3a — KpeodoB, MeTadopHUIecKM M300pa-
JKEHHBIX aBTOPOM B BUJIE XKejoba, 1o JHY KOTOPOIro
JIBMZKETCSI OpTaHU3M, BEIOMPast ONITUMAJIBHYIO TPacK-
toputo. CornacHo K. Yomauurrony (1970), “®DeHo-
TUI MOXHO TIPEACTaBUTh B BUJIE BETBSIICICS CUCTE-
MBI TPAeKTOPUIA, pacIpPOCTPAHSIIONINXCI B (pa30BOM
MPOCTPAHCTBE BOJIb BpeMeHHOM ocu”. Takum obpa-
30M, uaes “snureHeTndeckoro ganmmadra” K. You-
JUHITOHA CTajla KOHLETTyaJlbHOI OCHOBOI BIIUTe-
Hetuku. C. ['un6ept u ap. (1991) oueHwnn 3Ty KOH-
HEeTINI0 KaK OCHOBY IJIsI WHTETpalliid TEeHETHKM,
SMOPHOJIOTUH U TEOPUM DBOJTIOLIAU.

Jnst aHany3a 3BOIIOLIMOHHBIX MpeoOpa3oBaHUIA,
B YACTHOCTU POJU SIUTEHETUUYECKON pPeryisiuu,
BaxkHOE 3HaYeHHWEe HMEET HepapXus MeXaHWU3MOB,
obecnieunBalommx 3t u3mMeHenus. b. Xomn (Hall,
2003) mpeamoxui KiiacCuruKaIuio OCHOBHBIX MeXa-
HU3MOB evo-devo, JiexKallliX B OCHOBE JaHHBIX Ipe-
o6paszoBaHuii. OCHOBY 3TOIl MEpapXuUM COCTaBISIET
Te€HOTUII, a MEXaHMU3MBI Ha 3TOM YPOBHE ITpeJICTaBJIe-
HBI peryJsiieil 3KCIPecCur TEHOB, UX TYTUIMKALASI-
MU 1 TTOCJIeNYIOLIEe NMBEpTeHIIMEN 32 CUET MyTallid.
Crenyiomuii ypoBeHb — FreHeTUYEeCKUEe MOIYIU, CO-
CTOSIIIME U3 TeHHBIX CeTeil M TeHHBIX KacKamoB. [1o-
CJIENYIOLIYIO CTYIIEHb UepapXUy 3aHUMAIOT SITUTeHEe -
TUYECKUE TIPOLECChl, BKIIOYAIOIINE, B YACTHOCTH,
SMOPUOHATBHYIO MHIYKIIWIO W IpyTrie BUIBI TKaHe-
BBIX B3aIMOOTHOIIICHU, a TakKKe (PYHKIIMOHAIbHAS
WHTETpalusI, BKIIoYalolas Heilpo-3HIOKPUHHYIO
perynasauuio. HakoHelr Ha ypoBHe (peHOTHIIA Mexa-
HU3MaMU evo-devo BBICTYNAIOT BHYTPUBUIOBBIE U
MEXBUIOBBIE B3AUMOJECHCTBUS, a TAKXKE B3aUMOAECH -
ctBUs co cpenoii (Hall, 2003).

B HacTos1ee BpeMsI OHTOTeHEeTUYECKIE TPAEKTO-
puH, KOTOpbIE IEMOHCTPUPYIOTCS OOBIYHO TMHAMM-
KO Habopa MPU3HAKOB, MEHSIIOIIIUXCS B XOJ€ pa3BU-
THSI, TAIOT BO3MOXHOCTh aHAIM3UPOBATh OCOOEHHO-
CTU 3TOM CUCTEMHOM XapaKTEPUCTUKU OHTOTEHE3A.
Takoit mogxon OBLI MPpUMEHEH, B YaCTHOCTU, IIPU
U3YyYCHUM TUHAMUKY NPU3HAKOB CTPOCHUS 4depera
KPOKOJMJIOBBIX B IIEPHOJI pAHHETO OHTOIreHe3a Ha OC-
HOBe MopdomeTpmiyeckoro aHaiauza (Bhullar et al.,
2015; Gignac, Erikson, 2016; Morris et al., 2019). dnsa
9TUX IIPU3HAKOB XapaKTepHa CYIICCTBEHHAsI Bapua-
oenpHOCTBL. Heborplme reTepoxXpoHHbIE U3MEHEHUS
MOCTOSIHHO (hJYKTYUPYIOT, HE BJIWSS Ha OOIIUiT Xa-
pakTep pa3BuUTHUs (pOPMEBI Yeperia, OMHAKO €CIIM 3TU
U3MEHEeHUST UMEIOT TIPOTUBOIIOJOXKHYIO HallpaBJIeH-
HOCTb, OHU IIPUBOISAT K Ipeiipy TpaeKTOpUU pa3BU-
tus (Morris et al., 2019). Kpome Toro, HeGobIIIe
Moau(dUKaAIUU CTPOSCHUSI MOTYT TeHepHUPOBaTh I10JI-
HBII HAOOp BapMaHTOB €0 CTPYKTYPhI. DT OCOOEH-
HOCTHU OMPEAESIOTCS SKOJOTUYECKUMU YCIOBUSIMU,
IpexXIe BCero, 0COOEHHOCTSIMU MUTAHUSI.
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IMocnenyromuii 3Tam aHaan3a MEXaHU3MOB DITH-
TEHETUYECKOM PeTyJISIIINU CBSI3aH C BBIICHEHUEM MO-
JIEKYJISIPHOI MPUPOABI 3TOTO siBjieHUs1. B HacTostee
BpeMsI YCTAaHOBJICHBI MHOIME BaXXHbIE MeEXaHU3MbI
SIIMTEHETUYECKOr0 KOHTPOJISI OHTOT€HETUYECKMX
npoueccoB (Monk et al., 1987; Heby, 1995; BaHio-
muH, 2006; Ngu et al., 2008; Ikegami et al., 2009; K»-
pu, 2012; Monk, 2015). B yacTHOCTH, ObLIa yCTAHOBJIE-
Ha poiab MeTwimpoBaHus JJHK, mocTtcuHTeTHUYECKUX
MoIu(dUKaIUii OENKOB, IIPEXIe BCEro, TMCTOHOB, a
takcke PHK-maTepdepennmm 1 mukpoPHK. DT me-
XaHU3MBbI MOXKHO paccMaTpHBaTh KakK Iepexo] Ha HO-
BbI 3MUTEHETUYECKUIA YPOBEHD, BKIIIOUAIOIIWI B UTO-
re MEXTKAHEBYIO M HEMPOIHIOKPUHHYIO PETYJISIIUIO.
DNUreHeTUYeCKue MeXaHM3Mbl (QYHKIIMOHUPYIOT B
OCHOBHOM KaK CeJIeKTOpHI (IepeKirovaTein) pyHK-
i onpeneaeHHbIX TeHoB. Hammpumep, JJTHK-meTtn-
JIMpOBaHME ITIPUBOIUT K M3MEHEHUSIM €€ CBOMCTB:
metwiaupoBanue JIHK 3a cuer ¢pepMeHTaTMBHOTO
CBSI3bIBaHMS C LIMTO3UHOM C ITOMOIIbIO METHUJITPAHC-
depa3 MHrMOUpyeT TPAaHCKPUIILINIO, a JEMETUIUPO-
BaHNE — aKTUBUPYET JaHHBII mponecc (cM. BaHio-
mwuH, 2006; T'mnoepr, 2010; Kspu, 2012; Monk,
2015). PerynsitopHblii addekT MeTunupoBaHust/ne-
metarpoBanusg HHK c¢BsI3aH ¢ KoMmakTW3alu-
eii/meKoMmnakTh3aleil XxpoMaThuHa.

JI1st mMOHMMaHUSI MEXaHU3MOB IEHCTBUSI METWIM-
posanusg JJHK Ha oHTO- 1 pmioreHeTMIecKmne Ipo-
LIeCChl HEOOXOIMM, MPEXIe BCEro, aHaIU3 TUHAMUKU
3TOro BuAa MOIUMUKALINY B XOAe WHANBUIYAIHBHOTO
pa3BUTHS. YCTAHOBJIEHO, YTO YPOBEHb METWUJIMPOBA-
Hus JJHK npeteprieBaet cyiiecTBeHHbIE U3MEHEHUS B
Ipollecce OHTOIeHe3a: CIepMaToreHe3a M OOreHes3a
(Monk et al., 1987; Monk, 2015), a Takke Ha pa3HbBIX
CTaausIX WHAVBUAYAJIbLHOIO Pa3BUTHSI MJIEKOMUTAIO-
mux (OIUIOMOTBOPEHUE, CTAanusl OJIACTOLMCTHI, MM-
MJIaHTalus, TKaHe- U cTagumocnenndmudeckass mud-
depeHLpoBKa B XoAe opraHoreHe3oB) (Monk et al.,
1987; Heby, 1995; Tkegami et al., 2009). IIpouecc me-
tunupoBanusi/nemetvnpoBanus IHK perymupyer,
B YaCTHOCTMU, DKCIIpeccHUlo psina reHoB (Sox-2, Cdx-2,
FEomes, Elf-5), KoTopble KOTUPYIOT TPAaHCKPUIIIIMOH -
HBIe (aKTOPBI, PYHKIIMOHUPYIOIINE B XOJIe pPAHHETO
oHToreHe3a miekonuTaromux (Ngu et al., 2008; Ike-
gami et al., 2009). D10 o3HayaeT, YTO AEMETUIIMPOBA-
Hue JJHK Ha Tex niau MHBIX cTagusx OHTOreHe3a OT-
KPBIBa€T BO3MOXHOCTb 3KCITPECCUU TeHOB, 3aUHTH-
oupoBaHHBIX MeTuMpoBaHueMm JJTHK.

IMpu aHanuze MexaHW3MOB MoAWpUKaUU Oe-
KOB 0c000€ MECTO 3aHMMAIOT TMCTOHbI — SII€PHbIE
Oenku, popMHUPYIOIINE THCTOHOBBIE KOPHI, HA KOTO-
poie HamatbeiBaetrcss JIHK, o0pasysd HyKJI€oCOMBI.
Monudukaiyu riCTOHOB — BaXXHEUIINNA MeXaHU3M
SMUTEHETUYECKOTO KOHTPOJSI MHOTUMX Ouojgoruye-
CKMX MPOLIECCOB, PETYJISIINS KOTOPBIX COMTPOBOXIA-
eTCsl U3BMEHEHVEM YPOBHS U XapakKTepa 3KCIpeccuu
reHoB (Kouzarides, 2007; Ikegami et al., 2009). Mo-
IU(pUKALIMY TUCTOHOB MPUHNUMAIOT YYacTue B pery-
JISILIAM MHOTHUX TIPOLIECCOB: OT PEryJIsIliMU pa3BUTHS,

B YACTHOCTH, KJICTOYHOM T HepeHITNPOBKI 10 Me-
XaHU3MOB 0OyJeHUS U OPMUPOBAHUS MAMSITH, CTa-
peHMsI, KaHLIepoTeHe3a U APYTYX MaTOJOTHIA.

Monudukanyy ruCTOHOB (alleTUIMPOBAHUE, Me-
TUJIMpoBaHue, (GochopuIMpoBaHUe, YOUKBUTUHU-
poBanne, ATP-pubo3unupoBanue, ne3aMUHUPOBA-
HUE, WU30Mepu3allvs MPOJIUHOB), OCYIIECTBISIOTCS
Ppa3IMYHBIMU CITOCOOAMM, IIPEXKIE BCETO C HOMOIIIBLIO
cooTBeTcTBYIONNX hepMeHTOB (Ikegami et al., 2009).
Monudukalm riCTOHOB MPUBOISAT OOBIYHO K pa3-
PBIXJICHUIO/YIIJIOTHEHUIO HYKJIEOCOM, YTO YBEJIMYM-
BaeT/yMeHbaeT noctyrnmHocth K JIHK PHK-monu-
Mepa3 U TPAaHCKPUMIIMOHHBIX (haKTOPOB B 30HE KOH-
takta JIHK ¥ ricTOHOB B HYKJIEOCOME U BJIMSET Ha
aKcnpeccuio reHOB. OCHOBHBIM 3B€HOM SITUTCHETH -
YEeCKOro KOHTPOJISI C yJacTueM MoAucUKalMU Tr-
CTOHOB SIBJISIETCSI y3HaBaHUE MOIU(PUIIMPOBAHHBIX
aMMHOKHUCJIOTHBIX OCTaTKOB OeJIKaMU, COIe pKallli-
MU crneuu@puiecKre TOMEHbl — PeTyIsTOpbl TpaH-
ckpunuuu. Peus nmet o 6poMomoMeHax, paciio3Ha-
IOIIMX alleTUINPOBAHHBIE OCTAaTKM JIU3WHA, U XPO-
MOAOMEHAaX, Y3HAIOIUX METUJIMPOBAHHBIE OCTATKHU.
DT TaHHBIE TOCTYXWIA OCHOBOI KOHIEIIIINY “TH-
cToHoBoro Kkoma” (Margueron et al., 2005), kotopas
BKJIIOYAET pa3Hble TUITHI MOAU(UKAIIMU THUCTOHOB,
B3aMMOJEHCTBYIOIIMX Ha pPa3HBIX HMepapXUIeCKUX
ypOBHSIX perysauun. CiaenyeT Takxke OTMETUTh, YTO
METUJIMPOBAHUE TMCTOHOB COIPSIKEHO C METUIU-
poBanuem JHK: metnnupoBanHbie ydactku JJHK
CIIy>XaT METKOI IS B3aMMOOEHCTBUS ¢ OEJIKaMu,
KOTOpPBIE CBSI3BIBAIOTCSI C TUCTOHOBBIMU alleTUa3a-
MU, PETyJIUPYS TAKIM 00pa30M JOKAJIU3ALNIO TPaH-
CKPMIILIMOHHOM akKTMBHOCTU XpoMaTuHa (Kou-
zarides, 2007; Ikegami et al., 2009).

Monudukauuu JHK 1 rucToHOB BIUSIOT Ha Ta-
KMe MpOLeCChl KaK TPaHCKPUIILMS, TPaHCISILIUS,
pEKOMOUHalIMs, 3allluTa TeHOMa OT YY>KEePOMHBIX
9JIEMEHTOB (TPaHCIIO30HOB U BHUPYCOB), cOOpKa
HYKJIEOCOM, TMHaMUKa TeJoMep, MHaAKTUBALUS X-
XPOMOCOMBI, KJIETOUHBI LIMKJI U IPYTUe COOBITHUS, C
y4acTUeM KOTOPBIX PEryJUpyloTCs OHTOTeHeTUuYe-
ckue mpoiecchl (cM. OzepHiok, Mcaesa, 2016). B
YaCTHOCTU, DIUTCHETUYECKUE MEXaHW3Mbl MPUHUMA-
I0T y4acThe B KOHTpPOJIE TaKUX MOP(HOreHEeTUYECKUX
CcOOBITUIT KaK (DOPMUPOBAHUE OCEil MOJISIPHOCTU, MEX-
KJIETOYHbIE U UHAYKIIMOHHbIE B3aUMOJEUCTBUS, TU(D-
¢depeHLIMpOBKAa U TpaHcAUPdEepeHIIMPOBKa, PEIpo-
rpaMMUPOBAHNE COMATUUYECKUX KIIETOK. DIUTCHETU-
YEeCKWM KOHTPOJb 3TMX IPOLIECCOB OTpaXKaeTcsl Ha
OCOOEHHOCTSIX U3MEHEHUSI OHTOTeHe3a, KOTOPhIe MO-
TYT UMETh 3BOJIIOLIMOHHYIO TTePCIIeKTUBY.

IT'ETEPOXPOHHNMU:
“OBOJIIOL WA TTPEOBPA3YET
YXE CYIHECTBYIOIIMUU MATEPUAJIT”

TepMuH “reTepoxpoHun” ObLI TIpeaiokeH D. I'ek-
KeJIeM, OQHAKO IIAHOMEPHOE U3YYEHHUE POJIU TeTepO-
XpOHUI B (PUJIOreHEeTUUECKUX TpaHC(OpMaIUSIX CBSI-
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WCTOPHUS DBOJIOLIMOHHON BUOJOTUU PAZBUTUSA

3aHO B IIepBYyI0 odepenb ¢ mMeHeM 1. ne bupa (de Beer,
1930, 1958), KoTOpHIi1 MOCTaBUJI 3a1a9y OObETUHUTH
OMOJIOTUIO Pa3BUTHSI, SBOJIOIMOHHYIO OMOJIOTUIO U
reHeTuKy. OCHOBHOE BHMMaHNE OH YACJIWII JIeTajlb-
HOMY aHaJIM3y pa3jIMYHBIX aCIIEKTOB IeTePOXPOHMIA,
MpEeX/e BCEro NX KiiacCuduKaly U BIUSHUIO HAa CO-
30aHKe HOBBIX (hOpM opraHu3MoB. Ha MHOTUX TIpH-
Mmepax I'. ne bup nemMoHcTpupoBaa N3MeHEHNE TEM-
OB (POPMUPOBAHUS T€X WU UHBIX TIPU3HAKOB B OH-
TOTeHe3e, a TaKXKe CKOpPOCThb 3THUX W3MEHEHMUIA,
KOTOpBbIE MOTYT B WUTOI€ IPUBOAUTH K IOSIBICHUIO
pazIMuuii MeXIy opraHu3MaMMu.

IMocnenyromue vccnenosanus C. I'ynna u I1. Anb-
oepya (Gould, 1977, 2002; Alberch et al., 1979; Alberch,
1982; Alberch, Blanko, 1996) mpemomnpeaenuiv Ha-
MpaBJIeHUsT Pa3BUTUSI KOHLIETIIIUM TeTePOXPOHUI Ha
ommkaitmue 20 net (Smith, 2003). BaxxHbiM 3Tariom
B Pa3sBUTUU MCCIETOBAHUN B3aMMOCBSI3M SBOJIOIN-
OHHBIX U OHTOTEHETUUECKUX MPOLIECCOB CTaja KOH-
depenuus B Janeme (bepaun) B 1981 ., mocBsIeH-
Has CTaHOBJIeHWIO KoHIenuu evo-devo (Conceptu-
al Change in Biology, 2015). Beixon B 1977 1. KHUTH
C. I'ympa “Ontogeny and Phylogeny” paccMmatpuBa-
eTcs KakK mara pPOXIEeHWsS KOHIEeNIIMU evo-devo.
C. T'unbepT MogYepKMUBAET, YTO B 3TOM K€ I'OJly BbI-
mia ctatbsg . XKakob6a (Jacob, 1977). Cirenyet oT™Me-
TUTB, 9YTO POKICHUE BTOM 00JACTU DBOJIOIIMOHHOMN
ouoJioruu (popMajbHO oTHocuUTCs K 1999 rony, Korna
mpy MeXIyHapoIHOM COBETe MO MHTEeTPaTUBHOMN 1
CPaBHUTEILHOM OMOJIOTUM OBIJIa CO3MaHa CEKITUS 110
9BOJIIOLIMOHHON Ouosiorun paszButusa (Goodman,
Coughlin, 2000). B 2000 rogy nosiBUJIMChH ABa HOBBIX
XXypHaJia, B KOTOPBIX CTAJIM ITyOJIMKOBATh paOOTHI TTO
9BOJIIOLIMOHHOI OMOJIOTUU Pa3BUTUSI.

Taxkum o6pa3zoM, B 80-€ Toabl NPOILJIOTO CTOJIETHUS
aHAJIN3 PETYISIIUY OHTO- U (PUIOTEHETUUSCKUX TTPO-
LIECCOB aCCOLIMMPYETCST MPEXAe BCEro ¢ IMOBBILICH-
HBIM MHTEPECOM K HCCJIENOBAHUSIM T€TEPOXPOHUIA
(Gould, 1977; Padd, Kobmen, 1986; CmupHOB,
1991, 2005; UBanoBa—Kazac, 1995; Alberch, Blanko,
1996; McNamara, 1997, 2002; Bopo6neBa, 2010a, 0;
OsepHiok, Mcaesa, 2016). B stor nepron ®. XKako-
oom (Jacob, 1977) u C. I'vnonom (Gould, 1977) 6butn
MIPUBEACHBI apIYMEHThBI, COIVIACHO KOTOPKIM [IJIsl 3BO-
JIIOLIMOHHBIX MIPe00pa30BaHUil UCITOIL3YETCS YKe CY-
LIECTBYIOIINE 3aKJIadK1, CTPYKTYPhl X OpPTaHbl: TIPU-
MEPOM TaKOI0 TUIIa TpaHchOpMaIUii CITyXKaT ITeTepo-
XPOHUM.

Pa3BuBas umen B3aMMOCBSI3U 3BOJIIOIIMOHHBIX U
OHTOT€HETUYECKUX MPOLIECCOB, B YACTHOCTU, aHATU-
3Upysl TETEePOXPOHUM KaK DBOJIOLUOHHBIN MeXa-
Hu3M, C. I'yaa nonbiTajicsi KOIMYECTBEHHO OMucaTh
rerepoxponuu (Gould, 1977). OH nipeJ1oXuI “4yaco-
Byto monesib” (“clock model”) usmMeHeHuUs1 retepo-
XPOHHBIX TPOLIECCOB B 3aBMCUMOCTM OT BO3pacTa,
dopMBI 1 pazMepa KUBOTHOTO. CyIlleCTBEeHHBIM BKJIa-
JIOM B TIpo0ieMy evo-devo ctaiia chopMyIrpoBaHHAsT
I1. A1p6epyeM KOHILIETIIUS OTpaHUYEeHUI OHTO- U (D1~
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JnoreHeTndeckux npoueccoB (Alberch, 1982; Alberch,
Blanko, 1996), a Tak:ke nuest 0 CO4YeTAaHUU B OHTOTE-
He3e TeHEeTUYECKOM U 3MUTC€HETUYECKOM IMPOrpamMm,
a TaKXe MporpaMMBbl IIPUCHOCOOIEHUSI OPraHN3MOB
K YCJIOBUSIM CPEHbI.

l'eTepoxpoHUM HMIMPOKO PacIpOCTPAHEHBI B IIPU-
polie: BBIACISIOT I100adbHbIE TeTePOXPOHUHM, 3aTpa-
TMBalollMe BeCh OPTraHU3M, U JJOKAIbHbIC, BIUSIOIINE
Ha otaeabHbIe ero cTpyKTyphL C. 'y (Gould, 1977)
KJ1accuUIIUPysI TeTEPOXPOHUM, BBIIEIST aKceiepa-
LIMKU, OOYCJIOBJEHHBIE YCKOPEHHEM COMAaTHUYEeCKOI
g hepeHIINPOBKH, U eAoMopdo3 (IIporeHes), CBsI-
3aHHBIN C yCKOPEHHBIM Pa3BUTUEM PEMTPOIYKTUBHOM
CUCTEMBI, a TakKe TurnepmMopdo3 (3aaepKKa pa3Bu-
TUSI PEIPONYKTUBHOM CHCTEMbI) M HeoTeHUs (3a-
Jnepxkka comatudeckoil nuddepeHuupoBku). B Ha-
crosiiiee BpeMsl HauboJiee aKTUBHO aHAJIU3UPYIOTCS
caMble pacIIipoCTpaHEeHHbIE BUIBI TETePOXPOHMIA, Ta-
Kre Kak HeoreHus1 m TiporeHe3 (McKinney, Mc-
Namara, 1991; McNamara, 2002; Cmupnos, 2005;
Raff, Raff, 2009; Minelli, 2015a, b). 9Tt nBa THIIa re-
TEPOXPOHUI BBISIBJICHBI Y OOJIBILIOTO KOJIUYECTBA BU-
JIOB XUBOTHBIX B TIepUOA MHAWUBUIYATbHOTO U UCTO-
pUYECKOro pa3BUTHS Ha OCHOBE MHOI'OYMCICHHBIX
JIAaHHBIX.

Ha ocHoBe aHann3a paHHUX 3TAIlOB pa3BUTHSI ObI-
JIO TIPEIJIOKEHO BBIAEISITH TETEPOXPOHUU OHTOTEHEe-
TUYECKUX U KJIEeTOYHBIX IIpoueccoB (McNamara,
1986; McKinney, McNamara, 1991). I'etepoxpoHun
KJIETOYHBIX ITPOLIECCOB CBSI3aHbl C MEXKKJIETOUHBIMU
B3aMMOJECHCTBUSIMU, KOTOPbIE MOTYT MPUBOAUTH K
paHHEel TICTOTOTMYeCKOi muddepeHINPOBKE. DTOT
TUII IIPOLIECCOB, HA3BaHHBII rerepoxpoHueii nudde-
PEHIIMPOBKU, OBLT pa3aesicH Ha TU(hepeHIIUPOBKY,
CBSI3aHHYIO C pa3MepaMu, 1 oud¢epeHIINPOBKY, KO-
TOpasi IPUBOIUT K MOSIBJICHUIO 3BOTIOLIMOHHBIX HOB-
mectB (McKinney, McNamara, 1991). 3Hauutenb-
Hasl poJib T€TEPOXPOHUIT BBISIBJICHA IIPU M3YYCHUU
Pa3BUTHSI CKEJIETHBIX CTPYKTYP, B YaCTHOCTH KOHEY-
HocTeit amduouit (Shubin, Alberch, 1986; Bopo6be-
Ba, 2010a, 0), a Takke ckejera depera (Smith, 2003;
Abzhanov et al., 2006; Takita et al., 2016; Morris et al.,
2019). I'etepoxpoHuur OpMUPYIOTCS HA Pa3HBIX CTa-
IUSIX WHAWBUAYAIBHOTO Pa3BUTHUS, a TaKKe MILIIO-
CTPUPYIOTCSI MHOTOYMCJIEHHBIMU MaJIEOHTOJIOINYE-
CKMMU CBUAETENbCTBAMU. [IpuMephl reTepoXpoHuit
B paHHEM OHTOIe€He3¢ MHOTOYMCJICHHEI. B yacTHO-
CTU, 3HAYUTEJIbHBIM CIIEKTp MyTell racTpy/sluu U
BapuaHTOB MopdoJjioruu y npeacraButeneii Cnidaria
MHTEPOPETUPYETCSI KaK Pe3yJbTaT IeTepOXpPOHUIl U
rerepotonuii (Kpayc, Ponumos, 2007). ¥V xopnoBbix
JKMBOTHBIX [TOKa3aH Pa3IUYHbIN YPOBEHb 9KCIIPECCUU
MapKepa BeHTpaJIbHOI Me30/IepMBI — I'eHa vent y J1aH-
LeTHUKA Amphioxus 1 y NO3BOHOYHBIX (cM. Smith,
2003). Dkcnpeccust 3TOro Mapkepa, Kak 1 iuddepeH-
LPOBKA BEHTPAJIBHON ME30IePMBbI, Y TTO3BOHOYHBIX
HayMHAaeTCsl paHblIle, YeM Yy JJaHIIETHUKA. Y CKOpeHHas
InddepeHIIMPOBKa BEHTPAITLHOI Me301epMbl OTHO-
CUTCSI K BaXKHBIM 3BOJIOLIMOHHBIM IIPUOOPETEHUSIM
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IMO3BOHOYHBIX, CHITPABIIMM CYILIECTBEHHYIO POJIb B
MIPOrPECCUBHBIX MPEeOOPaA30BAHUSIX STUX KUBOTHBIX.
Ilpu cpaBHUTETbHOM M3YyYEHUM PA3BUTUS JULIEBOU
YacTH yepena u (POpMUPOBAHUS MO3Ta Y CyMYaThIX U
IUIAlEeHTAPHBIX MJICKOIMTAIONINX OBLIU BBISIBJICHBI
pazinuuus TEMIIOB pocTa 3TUX CTPYKTyp (Smith,
2003). Y cyMyaTBhIX BBISIBICHO YCKOPEHUE Pa3BUTUSI
KOCTEM M MBIIIIL] POTOBOM M JIMIIEBOM YaCTH Yepena,
Torma Kak nuddepeHInpoBKa LIEHTpaJbHOU HEpB-
HOM CHUCTEMBI, B YACTHOCTU II€PEIHEr0 MO3Ta Y HUX
3HAYUTEIILHO 3aMemisaercsd. [1pn n3ydyenum Gopmu-
pOBaHMS 3TUX Pa3IMUUii HA paHHUX CTaAUsIX ObLIO
OTMEUEHO, 4TO U depeHIINPOBKAa HEPBHOTO I'PeOHS
M3 HelpaJIbHOM MJIACTUHKU YCKOPEHA MO CPaBHEHUIO
C IPYTUMU TIalleHTAPHBIMU MJIEKOTIUTAIOIIUMMU.

I'eTrepoxpoHHbBIE TPOLIECCHI UTPAIOT CYIIIECTBEHHYIO
pOJb B pa3BUTUM KOHeYHOCTell. Ha mpumepe KoHeuHO-
creil am¢pubuii O6bUI0 MOKa3aHO, YTO (hOPMHUPOBAHUE
9TUX OPraHOB HAYMHAETCSI C 00pa30BaHUSI ME3EHXUM-
HBIX CTYIIEHUM C WX TMOCJEIYIOIINM BETBJICHUEM, 3a
KOTOPBIM CJIEOyeT CerMEHTallus 3TUX 3a4aTKOB
(Shubin, Alberch, 1986; BopoGresa, 2010a, 6). D1tu Ha-
YyaJiIbHbIEC 3TANbl CTAHOBJIEHUS OOIIIETO MJaHa CTpoe-
HUSI CKeJeTa KOHEYHOCTEM CJIyXXaT OCHOBOM IS
¢opMUpOBaHUSI pa3HBIX BapUaHTOB MX ITOCIEIYIO-
1ero MopdoreHe3a y XBOCTaTbIX M OECXBOCTBIX aM-
¢ubmii, a TakKe APYTUX TETPAIOI. YJacTue reTepo-
XPOHUI B 3BOIIOLIMOHHBIX IPEOOPa30BAHUSIX IPOSIB-
JIIeTCsl TakkKe€ Ha OTHOCUTENIbHO TTO3AHUX CTaausiX
VHIVBUAYAJILHOIO Pa3BUTHsI XXKUBOTHBIX. Ha mpume-
pe KapmoBBIX PBIO, OTHOCSIIMXCSA K pony Labeobar-
bus, GbL1a MOKa3aHa PoJib TETEPOXPOHHBIX MEXaHU3-
MOB B (pOpMHpPOBaHMU OJIU3KOPOIACTBEHHBIX (OPM
3THX peIO B 03epe Tana B Dpmonmn (1L ks, Cmup-
HOB, 2014). ABTOpHI, MEHSISI 3KCIIEPUMEHTAIBHO YPO-
BEHb THUPEOUIHBIX TOPMOHOB B TKaHSX, IOKa3aaud
yJacTHe TeTepPOXPOHMUI B (DOPMHUPOBAHUM deperia
pBIO U aMmpUOUIA.

HoBbIM 3TamoM B MCCIIEIOBAHUM TETEPOXPOHMI
CTaJl aHAJIN3 MOJIEKYJISIPHO-TEHETUIECKIX MEXaHM3-
MoB (Abzhanov et al., 2004a, b; 2006; Bhullar et al.,
2015; Ahi, 2016; Takita et al., 2016; Morris et al.,
2019). OnuH U3 TPUMEPOB — CPABHUTEIbHBIN aHATN3
MOpPGhOJTOTHH TaJaITaroCCKNX BEIOPKOB (TapBIHOBBIX
BBIODKOB) M 3KCIIPECCUU HEKOTOPBIX CUTHAJBHBIX
nyteit (Abzhanov et al., 2004a, b, 2006). Bapuaruu
MophOMETPUIECKIX TapaMeTPOB KITIOBa 3THX IITHIT
KOPPENIUPYIOT ¢ U3MEHEHUEM YPOBHS IKCIIPECCUM
reHoB BMP4 wu KaJabMOIyJWHa, y4acCTBYIOIIEro B
CHTHAJIM3aINU, OITOCPEIOBAHHO MOHAMM KaJIbITHS.
BriocienctBuM 3T TTOAXOABI OBUIM TTPUMEHEHBI TSI
aHaJM3a TeTepOXPOHMIT B pa3BUTHUM Yepela MO3BO-
HOYHBIX: PBIO, PENTWIINMA, ITUI M MJICKOTTUTAIOIINX
(Bhullar et al., 2015; Ahi, 2016; Takita et al., 2016;
Morris et al., 2019). B yacTHOCTH, TIPY U3YYEHUU pa3-
BUTHUS (OPMBI JIOOHO-HOCOBOIM 00JIacTH 4epera y
KPOKONWJIOB OBLITM BBISIBIEHBI TETEPOXPOHUH, OTpa-
HUYEHUS Pa3BUTHS U Apeiid TpaeKTOpUii OHTOreHe3a
5TuXx npusHakoB (Morris et al., 2019). B perynsmuun

O3EPHIOK

FETEPOXPOHUIT B JIOOHO-HOCOBOI 00JIacTH uepena,
TTOSIBJISIIOIIMXCST HAa MO3AHMX CTaAUSIX SMOpHOreHe3a,
y4acTBYeT, BEPOSITHO, TeH bmp4, KaK 3TO ObUIO TTOKa3a-
HO paHee Ha Ipyrux oobekTax (Abzhanov et al., 2004a, b;
Abzhanov et al., 2006). M3MeHeHUEe YPOBHS SKCIIpeC-
CHUU BTOTO FeHa MOXET ObITh BOBJIEUEHO B IMTATTEPHUPO-
BaHUe JIOOHO-HOCOBOIT 00/IaCTH Yepera y pa3HbIX BU-
JIOB KPOKOIWJIOB. [OTOJTHUTEILHBIM 3JIEMEHTOM pPeTy-
JISIAU  pa3MeTKU JIOOHO-HOCOBOI o0JjlacTu yepemna
MO3BOHOYHBIX CAYXXUT Shh-CUTHAJUIMHT, KOTOPLIi
onocpenyet aktuBHocTh TGF-3 curnaiabHOro myTtu
(Hu, Marcucio, 2009; Morris et al., 2019). B peryinsi-
LMY TTaTTEPHUPOBAHUS 3TUX CTPYKTYp Uepera mpu-
HUMAaeT y4acTUe CUTHAJIbHBIN MYTh C y9aCTUEM KaJlb-
MOJYJINHA, KOTOPbI BOBJECYEH B KOHTPOJIb TPOJIU-
depaunu u guddEPEHIIMPOBKU XPAIIEBBIX CTPYKTYP
B paHHeM aMmOpuoreHe3e (Mallarino et al., 2011; Ahi,
2016). I1okazaHo, YTO yBeJIUYEHUE YPOBHS DKCIIPEC-
CUU TeHa KaJIbMOIYJIMHA MPUBOAUT K YIIMHEHUIO
yemocTeit y capraHoBbix peid (Gunter et al., 2014).
ABTODHI IeJ1al0T BBIBOJ, O TOM, UTO YPOBEHbB DKCIIpEC-
CUU BTOr0 reHa 00yCIaBIMBAET reTePOXPOHHEBIN POCT
U JIEXKUT B OCHOBE MOP(OIOTNIEeCKUX NHHOBALIWIA.

st aHanmM3a MeXxaHU3MOB TeTepPOXPOHUIA TTPOBO-
JIWJIKCh TaKXKe UCCIEeN0BaHUS BO3AEUCTBUS pa3jiny-
HBIX COeAUHEHUI Ha MopdoreHe3 KoHeyHocTeil. B
YaCTHOCTH, MPU BO3IEHUCTBUM MHTUOMUTOpA KJIETOY-
HOTO JIeJIeHUs KOJIXMIIMHA Ha MOP(OTreHe3 KOHEYHO-
cteil aM(puOUil ObUTA MOTYyYEHBI YeThIpEX- U IBYTIA-
nele KoHeuHocTu (Blanco, Alberch, 1992). ABTOpbI
WHTEPIIPETUPYIOT 3TU Pe3yJibTaTbl KaK IOCjienoBa-
TeJIbHbIC CTaANN PA3BUTHUS TETEPOXPOHHBIX MPOLIEC-
COB B XOJI€ 3BOJIIOLIMH.

IManeoHTONOTrMYECKUE CBUIETEILCTBA IBOJIIOLIM -
OHHBIX Mpeodpa3oBaHMii MOTYyYEeHbl HA NCKOMAeMbIX
OpraHusMax, i KOTOPbIX HaliIeHbl XOPOIIIO0 COXpa-
HUBILLIMECS 00pa3iibl, B TOM YMCJie, C pa3HBIMU CTaau-
aMmu oHToreHe3a (Bengston, Zhao, 1997; Gould,
2002; Vrba, 2003; Love, 2007; PoxHos, 2009, 2014;
HcaeBa u np., 2013). B yactHOCTU, MpU U3YYEHUU
JNIByCTBOpPYATBIX MOJITIOCKOB pona Grypheraea op-
ckoro nepuonaa I'yin (Gould, 2002) moka3saj, 9To re-
TePOXPOHHOE YBEJIWUYCHUE pPa3MEpPOB PaKOBUHBI U
YMEHbIIIEHNE CTENEHH €€ 3aKpYyUYUBaHUsI, a TAKXKE ee
VIUIOILIEHUE B (PUJIETUUECKOI TMOCIeN0BaTeIbHOCTH
ot G. arcuata v G. gigantean cienyeT paccMaTpuBaTh
KaK MPOrpeCCUBHYIO IOBEHUIU3AIIMIO B3POCITIOTO Op-
ranusma. C.B. PoxkHOB oTMedaeT BaxKHYIO POJIb reTe-
POXPOHUIA B OHTO- U (hUJToreHe3e Uriokoxux (Pox-
HOB, 2009, 2014). Y HEKOTOPBIX UTJIOKOXMX, HAITPU-
MEp, Yy MOpPCKUX JUIui, MOop(dOoreHeTu4ecKue
Mpolecchl (B YaCTHOCTHU, BJIeBallUsl — MepeMelleHue
3a4aTKOB pTa W TUAPOLIENsI BMECTE C Pa3BUBAIOIIM-
MUCSl aMOyJlakpaJbHbIMM KaHaJlaMU C TE€peaHero
KOHIIA Ha 3aJHUI) MpoTeKaeT pa3HbIMU TeMIIaMU,
YTO paccMaTpMBaeTcsl Kak rerepoxpoHus. IlaneoH-
TOJIOTUYECKHE HCCIEAOBAHUS KPYMHOMACIITAOHBIX
COOOIIIECTB OPraHM3MOB, HACENSIIOLIUX OIpenesieH-
HBII TUTT TIPUPOTHOMN Cpelibl, BHISIBUIIU MPOSIBIECHUS
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nexomMopdo3sa (AdanacweBa, HeBecckas, 1994). Ile-
noMopdHBIe TTPU3HAKM OBUIN OOHApPYXKEHBI Y MOp-
CKMX JOHHBIX 6€CIMTO3BOHOYHBIX (TYOOK, MOJUTIOCKOB,
CUIIYHKYJIMI, IPUAITYJIUI, MOPCKUX AYKOB) B IIEPHU-
OJ1bl T7100aJIbHBIX IIPUPOIHBIX KATAKIM3MOB HaKaHy-
He BEIMUPAHWS TJTyOOKOBOIHBIX (hayH.

KaxkoBbl MexaHU3Mbl UBMEHEHUSI TEMIIOB PAa3BUTHS
TeX WU WHBIX TPU3HAKOB WIU CTPYKTYp, KOTOpbIC
MPUBOMST K TETEPOXPOHUSIM, U3MEHSIOIINM XapaKTep
BOJIIOIIMOHHBIX  TIpeobdpa3zoBanmii? [erepoxpoHum
MOTYT OBbIThb CJIEACTBUEM TJIOOAJBbHBIX M3MEHEHUIA
OKpyXarlleil cpenbl. [1peamnoaraercs, 4To KpyImHO-
MacIITaOHBIe KOJIeOaHMsI KJImMaTa (Harprumep, 3Haun-
TeJIbHBIC U JUTUTEJIbHbIE UBMEHEHUSI TeMITepaTypbl 00U -
TaHUsI) MOTYT BJIMSITh Ha YPOBEHb SKCITPECCUN TEHOB,
KOTOpBIE PETYJIMPYIOT TEMITBI pOCTa OIpeAeICHHBIX
TKaHel u opraHoB (AdaHackeBa, HeBecckast, 1994).

POJIb “TEHOB 'ETEPOXPOHUI1”
N muxpoPHK

B HacTos1iee BpeMs He BBI3bIBAET COMHEHUSI, YTO
TFeTEPOXPOHUM KaK Ba>KHBIN 3BOJIOIIMOHHBIN MeXa-
HU3M, KOHTPOJIUPYIOTCS TeHOMOM. Mmes cyecTBo-
BaHW T€HOB, PETYJIUPYIOLINX TEMITbl Pa3BUTHS, ObI-
Ja npemtoxeHa JIx. Xakcnu (Huxley, 1932) u pazBu-
ta P. TompmmvuaTom Goldschmidt, 1938, 1952).
OueBUIHO, YTO CMEIEHNE BpEeMEHU IKCITPECCUHM Te-
HOB MOXET BbI3BaTb 3HAYUTEIbHbBIE U3MEHECHUSI MOP-
doreHeTHIECKMX TTPOIIECCOB M, KaK CIEACTBUE, TIPH-
BOJIUTH K U3MEHEHUSIM reHoTtuIia. Ha TeMmbl pa3Bu-
TUS OTHEJbHBIX CTPYKTYp B OHTOTEHE3€ BIIMSIOT
pa3IMYIHbBIE PETYISITOPHBIE (PaKTOPHI: TOPMOHBI, M3-
MEHEHUS dKcrpeccun Hox-TeHOB W IPYrux TpaH-
CKPUITLIMOHHBIX (haKTOPOB, a TakKXKe TeHbl KOMIIO-
HEHTOB CUTHAJIBHBIX ITyTei (cM. Smith, 2003).

CyliecTBEeHHBIM BKJIAIOM B aHAJIM3 PETYJISITOp-
HBIX MEXaHM3MOB TIE€TEPOXPOHUII OBLUIO OTKPHITHE
“TEeHOB TEeTEePOXPOHUII”. DTU TEHBI BIEpBBLIC OBLIN
onucaHbl y Hematonbl Caenorhabditis elegans (Am-
bros, Horvitz, 1984; Slack, Ruvkun, 1998; Reihart
et al., 2000; Kato, Slack, 2008; Hertel, Stadler, 2015),
a Brnocaenactsuu y aposzoduisl (Caygill, Johnston,
2008). Bt1o reunl lin-4, lin-7, lin-14, lin-28, lin-29.
Hanpumep, v Hemaronsl lin-14 w lin-28 KxoogupyioT
TpaHcKpunioHHble ¢akTopbl LIN-14 u LIN-28,
KOTOpBEIE HEOOXOmUMBI i1 (POPMUPOBAHUS JTUIM-
HOYHBIX OPTaHOB U PETYJISIIUU MPOXOXKISHUS Tep-
BOI 1 BTOPOI JUYUHOYHOM CTAA COOTBETCTBEHHO
(Slack, Ruvkun, 1998; Kato, Slack, 2008; Hertel,
Stadler, 2015).

MuakTuBalus 3Tux 3BOJIIOLIMOHHO KOHCEPBAaTUB-
HBIX TeHOB [in-4 n lin-7 BBI3BIBACT HapyIICHUE TEM-
MOB pa3BUTUSI. ¥ HeMaToawbl /in-4 v lin-7 KxoagupyioT
MukpoPHK, KoTopble KOHTPpOJIUPYIOT AJIUTEIbHOCTD
u 4depemoBaHue a3 oHToreHe3a (Slack, Ruvkun,
1998; Kato, Slack, 2008; Sperling, Peterson, 2009).
lin-4 perynupyeT Iiepexon OT IIepBOM JTMYMHOYHOMI
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CTaguM KO BTOPOIA, a /in-7 — OT IIOCAeAHE YeTBEPTOM
CTaIuM K B3pOCIIOMY OpraHu3My. Myraumu /in-4 Ha-
pyLIaOT pacnyucaHue MPOJOIKUTEIbHOCTH OIpeae-
JICHHBIX CTaauii pa3BUTUS JINYMHKHU, a TAKXKE BIIUSIIOT
Ha MPOJOKUTEIbHOCTD JKU3HU HEMATOIbI.

Crenyer otMeTuTh, uTo MUKpoPHK Kak perysi-
TOp TEMIIOB Pa3BUTHUS XKMBOTHBIX ObIT OOHApYyXEH
BriepBbie Ha C. elegans, a B HacTOsIIIee BpeMsl UIeH-
tudunupoBaHo 6ojee 2000 pazHOOOpPa3HBIX MUK-
poPHK y pa3snbix npencraButeneit Metazoa (Slack,
Ruvkun, 1998; Kato, Slack, 2008; Hertel, Stadler,
2015). MukpoPHK, koMmieMeHTapHO CBSI3BIBASICH C
MPHK, 6510KMpyIoT 1porecc TpaHCASIIAN: TP 3TOM
MoXeT mnpoucxoauTh naerpaganuss MPHK. Muk-
poPHK wurpaior BaxHyo poiab B (DYyHKIIMOHHUPOBA-
HUM FEHHBIX PETYJSTOPHBIX CETeil, MpUHUMAas ydya-
CTUE B DBOJIIOLIMOHHON PeTryJisIiMM OHTOTeHEeTUYe-
ckux npoueccos (Kittellmann, McGregor, 2019).

MukpoPHK BxomsiT B cocTaB OOJBIION TPyl
Hekonupywiux PHK, xkotopeie peryanpyoT MHO-
rie BHYTPUKJIETOUHBIE IIPOIIECCHI Y 3YKapuOTHUYe-
ckux opraHusMoB. Hekomupytomue PHK u Muk-
poPHK, B 4aCTHOCTH, CUMTHIBAIOTCS C MEXTECHHBIX
MOCJIeN0BaTEIbHOCTE, MHTPOHOB, a Takxke Hox-re-
HoB. Heckonbko coteH atux PHK cuwuthiBaetcs ¢
MHTPOHHEIX ITOCJIeI0BaTeIbHOCTEN HoX-TeHOB TeHO-
Ma yenoBeka (Sperling, Peterson, 2009). MukpoPHK
Y4acTBYIOT B PETYJISILIMM SMOPHUOHATIBHOTO Pa3BUTUS
n guddepeHIMPOBKY, B YaCTHOCTH HelporeHesa u
reMoITI033a, a TakkKe TnddepeHINPOBKNA CTBOJIOBBIX
KJIETOK.

Baxueitmas ocobenHocts MUKpoPHK — koppe-
JISIUMS MEXIY YBEJIMYEHUEM 4YKrciia U pa3HOOOpa3us
stnx PHK 1 Mmopdonorndeckoii ciioxHoctsio Meta-
zoa (cM. Hertel, Stadler, 2015). Peneptyap perymns-
TopHbIX MUKpOPHK cyliiecTBeHHO pacimpsiercs re-
pen muBepreHuueii Bilateria, ITocKoJIbKy mocyienoBa-
TeabHOCTU, Kogupytoiue 31 PHK, He BrIsIBIIEHBI B
reHoMmax Placozoa u MajlourciieHHBI y TYOOK U KHU-
mapuii (cMm. Hertel, Stadler, 2015). ®dopmMmupoBaHue
HOBBIX ceMericTB MUKpoPHK B mpoiiecce sBomronmm
B3aMMOCBSI3aHO C YCIIOXKHEHUEM OpTaHU3allui MHO-
TOKJIETOYHBIX XMBOTHBIX, B YACTHOCTU C MHHOBAIIU-
OHHBIMU TPeoOpa3oBaHUSIMU MOPEHOreHe30B, UTO
MOXET CBUIETEIbCTBOBATh 00 YCUJIEHUN PETYJISITOP-
Hoit posu 3tix PHK. I1o-BuauMoMy, CIIMCOK pery-
JNATOpHBIX Bo3MoxkHocTel 3tTnx PHK maneko He mc-
YyepIiaH.

SAKIIIOYEHHME

Hcropust 5BOMIOIIMOHHON OWMOJIOTUM Pa3BUTHS
CBUIETEILCTBYET O (DOPMUPOBAHUM B TIPOIILIOM CTO-
JIETUM HOBOTO HAy4YHOTrO HaIpaBJeHUS B pamKax
SBOJTIOIIMOHHONW OWMOJIOTMH, OIMCHIBAIOIIETO B3au-
MOJEMCTBUE OHTO- M (DUIOTEHETUYECKHUX TTPOIIECCOB
(evo-devo). Bexu moutu 200-71eTHE MCTOPUU €VO-
devo BKITIOUAIOT TaKKe COOBITHS, KaK 3aKOH 3apOIbI-
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meBoro cxoactBa K. bapa, Teopust ¢puiasmoOpuoreHe-
3a A.H. CeBeploBa, 3BOMIOLIMOHHAS KOHIIEITILIUS
LIEJIOCTHOCTU OpraHu3Ma B OHTO- U (puoTreHe3e
N.N. lImansray3eda. CoBpeMeHHBII 3Tall pa3BU-
TUS evo-devo XapakKTepu3yeTcsl ONMCaHWEM B3au-
MOJEWCTBUSI MEXIY OHTO- U (DUIOTEHE30M Ha MO-
JIEKYJISIPHO-T€HEeTUUEeCKOM YPOBHE, a TaKXKe JoKa3a-
TEJIbCTBOM BaXHeWIIeid poau TEeTEepPOXpOHUI B
WHIVBUAYaJTbHOM U UCTOPUYECKOM Pa3BUTHUU B pa-
oorax C. I'yina, I1. Anoepua, K. MakHamapsb! u npy-
TMX W3BECTHBIX WHcciaenoBareneil. JlelcTBUTEIBHO,
Mpeodpa3oBaHUsT OHTO- U (PUIOTEHETUYECKUX IIPO-
LIECCOB MOCPEICTBOM T'€TePOXPOHUIT OIpeaesieTcsl B
3HAUUTEbHOU Mepe FeHEeTUYECKMMU MeXaHU3MaMHM.
OnHako BaxkHeHIast pojib B PEryyIsiiui OHTO- U DU~
JIOTEHETUYECKHUX MTPOLIECCOB MPUHAJIEXKUT SMUTEeHE -
TUYECKUM MEXaHU3MaM.

HccrnenoBaHue BBIMOTHEHO TIPU Homamepxke Poc-
cuiickoro HayyHoro ¢oHaa (mpoekt Ne 19-14-00346).

CIITMCOK JIUTEPATYPBI

Agpanacvesa I A., Hesecckas JI.A. AHanU3 NpUYXH pa3ind-
HBIX TTOCJIEACTBUI KPU3UCHBIX CUTYaIlMii Ha MpUMepe
3aMKOBBIX Opaxuonoa u ouBanbBuii // CUCTEMHBIE Me-
pecTpoiiku u 3Bomonus 6uocdepsl. Bomr. 1. M.: Hen-
pa. 1994. C. 101—108.

Baniowun B.®. MetnmpoBanue JIHK u snureneruka //
I'enetuka. 2006. T. 42. Ne 9. C. 1186—1199.

Bopobvesa 5. d. CoBpeMeHHasi 3BOIIOLIMOHHAsT OMOJIOTHS
Pa3BUTUSI: MEXaHUYECKUIA U MOJIEKYJIIPHO-TeHETHYC-
CcKuii unu peHoTunmyeckuii moaxoasl // OHTOTEHE3.
2010a. T. 41. Ne 5. C. 332—339.

Bopobvesa D.U. Evo-devo n KOHLIEIIIINS 3BOJIIOLIMN OHTO-
reneza M. 1. Hlmanwraysena // Uzsectust PAH. Cepust
ouout. 20106. Ne 2. C. 141—148.

Tunbepm C.®D. buonorus paszsurus. Uzn-o “Uubopm-
ITnanera”, “Ilomurexnuka”. 2010. 828 c.

Tunbepm C.D., Onuy JI.M., Paghgp P.A. HoBBII1 CMHTE3 3BO-
JIIOLIMOHHO# Ouosiornu pa3sutus // OHTorenes. 1997.
Ne 5. C. 325—343.

Jllondya A.K. bunonorust paszsutusa. Cankr-IletepOypr:
Nzn-so CIT6TY. T. 1. 2005. 277 c. T. 2. 2005. 221 c.

Hesanosa-Kazac O.M. DBomonroHHass SMOPUOJIOTHS KM -
BoTHBIX. CankT-ITerepOypr: Hayka, 1995. 566 c.

HUcaesa B.B., Ozepniox H./l., Poxcnos C.B. CBunerenbcTBa
9BOJIIDIIMOHHBIX U3MEHEHUI OHTOreHe3a: MajJeOHTO-
JIOTUYECKHUe, CPAaBHUTEITbHO-MOP(OIOTUYECKUe U MO-
JekynsipHble acniekTol // U3Bectust PAH. Cepus 6uon.
2013. Ne 3. C. 273-283.

Kopoukun JI. M. BBeneHue B reHeTUKY pa3Butust M.: Hay-
Ka, 1999. 253 c.

Kpayc FO.A., Podumos A.A. TeTepOXpOHUU U TeTepOTOITUN
MOPGhOTreHETUIECKMX MPOLIECCOB KJIETOYHOTO YPOBHST —
HWCTOYHUK Pa3HOOOpa3vsi U U3MEHYUBOCTH TacTPyJIsi-
1y kauaapuii / KietouHsle, MOJIEKYJISIDHBIE U 9BO-
JIIOIIMOHHEBIE acneKThl MopdoreHesa. M.: ToBapuiie-
ctBO HayuHbIx u3nanuit KMK, 2007. C. 97—99.

Kspu H. OnureHetuka. PoctoB-Ha-IloHy. 2012. 250 c.

O3EPHIOK

Maip . 3oomormyeckuii BUa v 3BoJirouus. M.: Mup,
1968. 597 c.

Ozepniox H./l. CooTHOIIIEHE OHTOTC€HETUICCKUX 1 3BO-
JIIOLIMOHHBIX TIPOLIECCOB B CBETE MOCTUXXEHUI COBpe-
MEHHOM T€HEeTUKU: poJib OyTUTMKaluu reHoB // U3Be-
ctust PAH. Cep. 6uon. 2010. Ne 2. C. 134—140.

Ozepnrox H./l. I'eTepoXpOHUM U 3BOJIIOLIMOHHbBIE HOBIIIE-
CTBa — MOIYJISAPHOCTb, MOPMOTreHeTUYeCKUe IO
NEeCTBUSI TEHOB, MOJIEKYJISIpHbIE MeXaHU3Mbl / Mo3-
¢doreHes: reTepoXpoHUM, TeTePOTONUH 1 AJITIOMETPUSI.
M.: IIMH PAH, 2014. C. 49—60.

Ozepnrox H. /., Mrwee H.C. DBOIIOLIMOHHBIE 3aKOHOMEP-
HOCTU TOMOJIOTMY PETYJISITOPHBIX TeHOB MUOTeHe3a //
HzBectust PAH. Cepust 6mos. 2012. Ne 4. C. 383-390.

Ozepniox H. /., Mioee H.C. KpyrmHoMaciITaOHbIC TyILIH-
Kalliy TeHOB U JUBEPIreHIIMs ITapaJIOTUYHBIX TEHOB Ha
npumepe poi6 // I'enetuka. 2013. T.49. Ne 1. C. 73—80.

Ozepurwk H.Jl., Hcaesa B.B. DBomonusi oHToreHesa. M.:
TosapuiectBo HayuHbix u3ganuiit KMK, 407 c.

Poocnos C.B. Poiib TeTepOXpOHMIL B CTAHOBJIICHUM TUIAHOB
CTPOEHUSI BBICIIMX TAKCOHOB UTJIOKOXUX // U3BecTust
PAH. Cepust 6uomn. 2009. Ne 2. C. 155—166.

Poocnos C.B. Poiib MOOyJISIDHOCTU M TETEPOXPOHUIA B CTa-
HOBJIEHUM BBICIIUX TAKCOHOB Metazoa Mo MmajeoHTO-
JIOTUYECKUM JaHHbIM / MopdoreHes: reTepoXpoHuH,
rerepotonuu u ayuiomerpusi. M.: IIMH PAH, 2014.
C. 61-82.

Psgpgh P., Kogpmen T. DMOPUOHBI, TeHBI U 3BOTIOIUS. M.:
Mup, 1986. 402 c.

Cesepuyos H.A. Mopdomorndaeckme 3aKOHOMEPHOCTH 3BO-
moru M.—J1.: 1939. 609 c.

Cmupnos C.B. TlenoMopdo3 Kak MeXaHU3M 3BOJIIOIIMOH-
HBbIX mpeoOpa3oBaHuit opraHuaMoB / CoBpeMeHHast
aBoJIIoIIMOHHasA MopdoJsiorus. Kues: HaykoBa nymka,
1991. C. 88—103.

Cmupnos C.B. Metamopdo3 xBocTatbix aMmpUOUii 1 3BO-
JIFOLIMST MEXaHM3MOB €T0 PeTyJISIIK / DBOTIOIIMOHHBIE
daxkTopbl OpMUPOBaHUS Pa3HOOOpPa3Usl XUBOTHOTO
mupa. M.: ToBapuiecTBo HaydHbiX n3manuit KMK,
2005. C. 124—134.

Yooournemon K.X. MopdoreHe3 u reHeruka. M.: Mup,
1964. 278 c.

Yooounemon K. X. OcHOBHBIE OMOIOTMYECKME KOHLIETIAM /
Ha nytu x teoperudyeckoit 6uonoruu. Pen. Acray-
pos B.JI. M.: Mup, 1970. C. 11-36.

Qunamos J[.I1. 3nauyeHue dakTopa oO6beMa B YCKOPEHUU
HEKOTOpbIX MopdoreHe30B // XKypH. akcnep. 610J10-
ruu. 1931. T. 7. C. 137—162.

Dunamos JI.I1. MexaHuKa pa3BUTUSI KaK METOI U3yUECHUSI
HEKOTOPBIX BOTIPOCOB 3BoJionuu // 2KypH. o611, 6uo-
goruu. 1943. T. 7. C. 137—162.

IlImanveayzen M.H. OpranusMm Kak 1I€JI0€ B MHIUBUIYaIb-
HoM pasButuu. M.—J1.: U3n-sBo AH CCCP, 1938. 144 c.

IlImanveaysen H.H. ®akTopsl sBoIOLMU. Teopust ctabu-
Jmsupyloiero otoopa. M.: Hayka, 1968. 487 c.

HImanveayzen U.U. TlyTn 1 3aKOHOMEPHOCTHU IBOJIOIU-
oHHoro mporiecca. M306pannsie Tpynbsl. M.: Hayka,
1983. 360 c.

Abzhanov A., Protas M., Grant B.R. et al. Bmp4 and mor-
phological variation of beaks in Darwin’s finches // Sci-
ence. 2004a. V. 305. P. 1462—1465.

OHTOI'EHE3 TtomM 50 Ne 6 2019



WCTOPHUS DBOJIOLIMOHHON BUOJOTUU PAZBUTUSA

Abzhanov A., Tabin C.J. Shh and Fgf8 act synergetically to to
drive cartilage outgrowth during cranial development //
Dev. Biol. 2004b. V. 273. P. 134—148.

Abzhanov A., Kuo W.P., Hartmann C. et al. The calmodulin
pathway and evolution of elongated beak morphology in
Darwin’s finches // Nature. 2006. V. 442. P. 563—567.

Ahi E.P. Signalling pathways in trophic skeletal develop-
ment and morphogenesis: insights from studies on tele-
ost fish // Dev. Biol. 2016. V. 420. P. 11-31.

Alberch P. The generative and regulatory role of develop-
ment in evolution / Environmental adaptation and evo-
lution. Stuttgart. N.Y.: Fischer, 1982. P. 19—26.

Alberch P., Blanco M.J. Evolutionary patterns in ontogenet-
ic transformation // Int. J. Dev. Biol. 1996. V. 40.
P. 845—-859.

Alberch P., Gould S.J., Oster G.F., Wake D.B. Size and shape
in ontogeny and phylogeny // Paleontology. 1979. V. 5.
P. 296-317.

Ambros V., Horvitz H.R. Heterochronic mytants of nema-
tode Caenorhabditis elegans // Science 1984. V. 226.
P. 409—416.

Bhullar B.-A.S., Morris Z.S., Sefton E.M. et al. A molecular
mechanism for yhe origin of a key evolutionary innovation,
the bird deack and palate, revealed by an integrative ap-

proach to major transitions in vertebrate history // Evolu-
tion. 2015. V. 69. P. 1665—1677.

Blanco M., Alberch P. Evolutionary patterns in ontogenetic
transformation: from lows to regulation // Int. J. Dev.
Biol. 1996. V. 40. P. 845—858.

Bengston S., Zhao Y. Fossilized metazoan embryos from the
earliest Cambrian // Science. 1997. V. 277. P. 1645—
1648.

Caugill E.E., Johnston L.A. Temporal regulation of metamor-
phic processes in Drosophila by the let-7 and miR-125 het-
erochronic microRNAs // Curr. Biol. 2008. V.CB 18.
P. 943-950.

Darwin C. The descent of man and selection in relation to
sex. 2nd ed. London: John Murray. 1874. 688 p.

De Beer G.R. Embryology and Evolution. Oxford: Claren-
don Press, 1930. 231 p.

De Beer G.R. Embryos and Ancestors. Oxford: Clarendon
Press, 1958. 197 p.

Dobrzhansky T.G. Genetics and the Origin of Species. N.Y.:
Columbia Univ. Press, 1937. 237 p.

Eldredge N., Gould S.J. Punctuated equilibria: An alterna-
tive to phyletic gradualism / Models in Paleontology
(T.J.M. Schopf). San Francisco. Freeman, Cooper and
Company. 1972. P. 82—115.

Gignac P.M., Erickson G.M. Ontogenetic biteforce modeling
of Alligator mississippiensis: implications for dietary transi-
tions in large-bodied vertebrate and the evolution of croc-
odilian feeding // J. Zool. 2016. V. 299. P. 229—238.

Goldschmidt R.B. Physiological Genetics. N.Y.: McGraw-
Hill, 1938. 338 p.

Goldschmidt R.B. Evolution as viewed by one geneticist //
Amer. Scientist. 1952. V. 40. P. 84—94.

Goodman C.S., Coughlin B.C. The evolution of evo-devo bi-
ology // Proc. Natl. Acad. Sci. USA. 2000. V. 97(9).
P. 4424—4425.

Gould S.J. Ontogeny and Phylogeny. Cambridge: Cam-
bridge Univ. Press, 1977. 501 p.

OHTOI'EHE3 TtomM 50 Ne 6 2019

433

Gould S.J. Punctuated equilibrium in fact and theory //
Skeptic. V. 1. Ne 3. P. 48—65.

Gould S.J. The structure of Evolutionary Theory. Cam-
bridge. USA: Harvard Univ. Press, 2002. 1433 p.

Hall B.K. Evolutionary Developmental Biology. Dordrecht:
Kluwer Acad. Publ., 1998. 237 p.

Hall B.K. Evo-Devo: evolutionary developmental mecha-
nisms // Int. J. Dev. Biol. 2003. V. 47. P. 491—495.

Hertel J., Stadler P.F. The expansion of animal microRNA
families revisited // Life. 2015. V. 5. P. 905-920.

Hu D., Marcucio R.S. Unique organization of the functional
ectodermal zone in birds and mammals // Dev. Biol.
2009. V. 325. P. 200-210.

Huxley J.S. Problems of Relative Growth. London:
Methuen and Company. 1932. 342 p.

Tkegami K., Ohgane J., Tanaka S. et al. Interplay between
DNA methylation, histone modification and chromatin
remodeling in stem cells and during development // Int.
J. Dev. Biol. 2009. V. 53. P. 77-96.

Jacob F Evolution and tinkering // Science. 1977. V. 196.
P. 1161-1166.

Kato M., Slack F.J. MicroRNAs: small molecules with big
roles — C. elegans to human cancer // Biol. Cell. 2008.
V. 100. P. 71-8I.

Kirschner M.W., Gerhart J.C. The Plausibility of Life. New
Haven, London. Yale Univ. Press, 2005. 314 p.

Kittelmann S., McGregor P. Modulation and evolution of an-
imal development through microRNA regulation of
gene expression // Genes. 2019. V 10(4). 321.
https://doi.org/10.3390/genes10040321

Kouzarides T. Chromatin modifications and their function //
Cell. 2007. V. 15. P. 175—191.

Kowalevsky A. Entwicklungescyichte der einfachen Ascidi-
en // Mem. ’Acad. St. Petersbourg. Ser. 7. Bd. 10. P. 1—19.

Levit G.S. The roots of evo-devo in Russia: It there a char-
acteristic “Russian tradition”? // Theor. Biosci. 2007.
V. 126. P. 131-140.

Love A.C. Morphological and paleontological perspectives
for a history of Evo-Devo / From embryology to Evo-
Devo. Eds. Laubichler M.D., Maienschtein J. Cam-
bridge, London: The MIT Press, 2007. P. 267—307.

Lewis E.B. A gene complex controlling segmentation in
Drosophila // Nature. 1978. V. 276. P. 565—570.

Lewis E.B. Regulation of the genes of the bithorax complex
in Drosophila // Cold Spring Harbor Symp. Quant. Biol.
1985. V. 50. P. 155—164.

Margueron R., Trojer P, Reinberg D. The key to develop-
ment” interpretingthe histone code? // Curr. Opin.
Gen. Dev. 2005. V. 15. P. 163—176.

McKinney L.M., McNamara K.J. Heterochrony: Evolution
of Ontogeny. N.Y.: Plenum, 1991. 437 p.

McNamara K.J. A guide to the nomenclature of heterogene-
ity // J. Paleontol. 1986. V. 60. P. 4—13.

McNamara K.J. Shapes of Time: The Evolution of Growth
and Development. Baltimore: John Hopkins Univ.
Press, 1997. 261 p.

McNamara K.J. Changing times, changing places: heter-
ochrony and heterotopy // Paleobiology. 2002. V. 28.
P. 551-558.



434

Minelli A. EvoDevo and its significance for animal evolu-
tion and phylogeny // Evol. Dev. Biol. Inverteb. Ed.
Wanninger A. V. 1. Wienn: Springer. 2015a. P. 1-24.

Minelli A. Morphological misfits and the architecture of de-
velopment / Macroevolution: Explanation, Interpreta-
tion and Evidence. Eds. Serrelli E., Gontier N. Htidel-
berg: Springer, 2015b. P. 329—343.

Monk M., Baubelik M., Lehnert S. Temporal and regional
changes in DNA methylation in the embryonic, extra-
embryonic and germ cell lineage mouse embryo devel-
opment // Development. 1987. V. 99. P. 371—-382.

Monk M. Germine-derived DNA methylation and early
embryo epigenetic reprogramming: The selected surviv-
al of imprints // Int. J. Biochem. Cell Biol. 2015. V. 41.
P. 128—138.

Morgan T H. The rise of genetics // Science. 1932a. V. 76.
P. 261-288.

Morgan T H. Genetics and physiology of development //
Amer. Natur. 1932b. V. 60. P. 489-515.

Morris Z.8., Viiet KA., Abzhanov A. et al. Heterochronic
shifts and conserved embryonic shape underlie croco-
dilian craniofacial disparity and convergence // Proc. R.
Soc. B. 2019. V. 286. 20182389.

Ngu R.K., Dean W., Dawson C. et al. Epigenetic restriction
of embryonic cell lineage fate by methylation of EIf5 //
Nature Cell Biol. 2008. V. 10. Ne 11. P. 1280—1290.

Ohno S. Evolution by gene duplication. Berlin: Springer
Verlag. 1970.

Ozernyuk N.D. Evolutionary mechanisms: modularity,
morphogenetic fields, gene regulation // Paleontol. J.
2015. V. 49. P. 1524—1529.

Pasquinelli A.E. MicroRNAs and their targets: recognition
and emerging reciprocal relationship // Nat. Rev. Genet.
2012. V. 13. P. 271-283.

O3EPHIOK

Raff R.A., Raff E.C. Evolution in the light of embryos: seeking
the origins of novelties in ontogeny / Form and Function in
Developmental Evolution. Eds. Laubichler M.D., Maien-
schein J. Cambridge: Cambridge Univ. Press, 2009.
P. 83—111.

Reinhart B.J., Slack FJ., Basson M. The 21-nucleotide let-7
RNA regulates developmental timing in Caenorhabditis
elegans // Nature. 2000. V. 408. P. 86—89.

Stanley S.M. Macroevolution: pattern and process. San
Francisco: W.H. Freeman and company, 1979. 332 p.

Shubin N., Alberch P. A morphogenetic approach to the or-
igin and basic organization of tetrapod limb // Evol. Bi-
ol. 1986. V. 20. P. 319—387.

Slack FJ., Ruvkun G. Heterochronic genes in development
and evolution // Biol. Bull. 1998. V. 195. P. 375—376.
Smith K K. Thime’s arrow: heterochrony and evolution of de-
velopment // Int. J. Dev. Biol. 2003. V. 47. P. 613—621.
Sperling E.A., Peterson K.J. microRNAs and metazoan phy-
logeny / Animal Evolution — Genomes, Threes and
Fossils. Eds. Telford M.J., Littewood D.T.J. Oxford:

Oxford Univ. Press. 2009. P. 157—170.

Takita M., Yano W., James H.F. et al. Cranial shape evolution
in adaptive radiations of birds: comparative morphometrics
of Darvin’s finches and Hawaiian honeycreepers // Phil.
Trans. R. Soc. B. 2016. V. 372. 20150481.

Vrba E.S. Ecology, development and evolution: perspec-
tives from the fossil record / Environment, Develop-
ment and Evolution. Eds. Hall B.K., Pearson B.J.,
Muller G.B. Cambridge. MIT Press. 2003.

Waddington C. Canalization of development and the inher-
itance of acquired character // Nature. 1942. V. 50.
P. 563—565.

Waddington C. The Strategy of the Genes / A Discussion of
some Aspects of Theoretical Biology. London: Georg
Allen and Unwin, 1957. 262 p.

History of Evolutionary Developmental Biology

N. D. Ozernyuk*

Koltzov Institute of Developmental Biology of Russian Academy of Sciences,
Vavilova st. 26, Moscow, 119334 Russia
*e-mail: ozernyuk@mail.ru
Received May 10, 2019; revised July 2, 2019; accepted July 8, 2019

Foundations of evolutionary developmental biology (evo-devo) were laid by K. von Baer’s, the author of the
law of embryonic similarity in various animal species. Subsequent exploration of this problem was related to
proof of the relationship of the invertebrate and vertebrate animals (A.O. Kowalevsky). Next phase of evo-
devo progress was the creation of theory of phylembryogenesis (A.N. Severtsov), and the concept of integrity
of the organism in onto- and phylogenesis (I.I. Schmalhausen). In context of evo-devo the idea of epigenetic
regulation in ontogenesis is of great importance (C. Waddington). At the present stage of evo-devo develop-
ment, the importance of heterochrony are explored, in particular, the molecular mechanisms of heterochrony

formation: “geterochronic genes” and microRNAs.

Keywords: evo-devo, biogenetic law, theory of phylembryogenesis, epigenetic regulation, macroevolution,

microevolution, heterochrony, heterochronic genes
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