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Kputnuecku aHanu3MpyOTCs JaHHbIE JIUTEPaTyphl MOCIEIHUX JIET 0 MHBEPCUM (BbIBOPAUYMBAHUIO HAU3-
HaHKY) y 3apofblllieil XTyTUKOBBIX Bojgopocieit pona Volvox. B aToM npoliecce BaxHYI0 poJib UTPAIOT aK-
TUBHBIC U3MEHEHUs (POPMBI SMOPUOHAIBHBIX KJIETOK U CMEILIEHUE MEXKJICTOUYHBIX IIMTOTIIa3MaTUUECKUX
MOCTHUKOB. [Tocie MHBepCcHM XKTYTUKM OKa3bIBAIOTCS HA BHEITHEH CTOPOHE MOJIOA0I KOJOHUM U oOecreun-
BaIOT e¢ MOOBUXKHOCTh. B mipenenax pona Volvox HemaBHO ObLIM YCTAaHOBJIEHBI IBa OCHOBHBIX CIIOCO0Aa BBIBO-
payvBaHUs 3apoIbllla MO XOA4y LIMKJIA 6eCcrosoro pa3BUTUS: UHBEPCHUS TMNa A U MHBepcus Tumna B, npen-
cTaBJIeHHBIE ABYMsI HanboJjiee moapoOHO N3y4eHHBIMU BUIIAMU — COOTBETCTBEHHO Volvox carteri f. nagariensis
u V. globator. OnHako uMeroleecs: B IUTepaType MHEHUE O TOM, YTO MHBEPCUs 3apoibliiieit V. aureus oTHO-
cutcs K Tuny B, npencrasnsieTcsi COMHUTENbHBIM. CpaBHUTEIbHbBIE U 3BOJIIOLIMOHHbBIE aCTIEKThl MHBEPCUU
3apoablieit y Volvox o6CcyXaaroTcsl ¢ UCMOIb30BaHMEM JaHHBIX IO IPYTUM POaM KOJJOHUATbHBIX BOJbBOK-

COBBIX BOJOPOCJIEH.
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3eneHast KTyTUKOBasi BOMOPOCIb BOJBBOKC, COCTO-
SIIast U3 IBYX TUTIOB KJIETOK, COMAaTHYECKUX U PEIIPO-
IYKTUBHBIX, SIBJISIETCSI IEHHBIM MOAEIbHBIM 0ObEKTOM
coBpeMeHHOoI1 omonoruu pa3putus (Kirk, Nishii, 2001;
Matt, Umen, 2016; Desnitskiy, 2017). Lluxisl 6ecro-
Jioro pasMHOXeHus Volvox u psiga Ipyrux poaCcTBEH-
HBIX TIpencTaBuTeNeit cemeiicTBa Volvocaceae (Hampu-
mep, Pleodorina, Eudorina, Pandorina) BKII0YalOT pOCT
Y CePUIO MOCIeA0BaTEAbHbIX IeJIeHUIA TOHUIu (0ec-
MOJIBIX PENPOAYKTUBHBIX KJIETOK), MHBEPCUIO (DOPMU-
PYIOIIMXCS 3apOIbIIIeii, POCT MOJOIBIX OPTAHU3MOB
BHYTPHY POIMTEIHLCKOTO, UX OCBOOOXIECHNE U3 HETO
u T.0. Kputnueckum atanom mopdoreHesa BoJbBoOKca
SIBJISIETCS TIPOIIECC MHBEPCHU 3apOIBIIIIEii (MOJIOIBIX
(bopmupytolMxcss KOJOHUI), MPOUCXOASIINN BCKO-
pe mocJje 3aBeplieHUs] Cepur KJIETOYHBIX NeJeHU,
KoTma obpasyercs Tosas cpeprudeckas Macca KIETOK.
BHYTpeHHSST M HapyXHast CTOPOHBI MOJIOTOI KOJIO-
HUM cHOPMUPOBAHBI HA BTOM CTamWU Pa3BUTHUS CO-
OTBETCTBEHHO SIICPHBIMU (OYIYITMM XTYTUKOBBIMU)
U XJIOPOTUIACTHBIMU KOHIIAaMU KJIeTOK. B mpoliecce uH-
BEPCHUU TIOJIBIN chepor BEBIBOPAYMBACTCSI HAM3HAHKY
yepes (uaaornop — HeOOJIbIIOe OTBEPCTUE Ha Tepe -
HeM nostoce. TakuM 00pa3oM, KIYTUKU OKa3bIBalOTCS
Ha Hapy>XHOM CTOpOHE chepUIeCKOM KOJTOHUM U CMO-
T'YT BIIOCJIEACTBUU OOECIIEUUTD €€ MepeIBUKEHME.

WuBepcus Oblia onucaHa Y HECKOJbKUX BUIOB
Volvox B nepBoii nonosuHe XX Beka (Powers, 1908;

Janet, 1923; Zimmermann, 1925; Kuschakewitsch,
1931; Pocock, 1933a, b). OnHako geTanu 3TOro Mnpo-
1ecca Ha KJI€TOYHOM YPOBHE ObLIM MOAPOOHO BhISIC-
HEHBI TOpa3lo Mo3Hee B pe3ybTaTe UCCAeN0BaAHUMI
passutus Volvox carteri f. nagariensis (Viamontes, Kirk,
1977; Kirk, 1998; Kirk, Nishii, 2001, u ap.). MuBep-
cusa HauyrHaeTcs yepe3 30—60 MUH ITocje 3aBeplie-
HUS CepUU IeJIeHWI TOHUAUIA U ITPOTeKaeT MPUMEPHO
3a 45 muH. [TepBBIM COOBITUEM SIBIISICTCSI U3MEHEHUE
(bopMbI Bcex mMpe3yMITUBHBIX COMAaTUYECKMX KJIETOK
3apOJbIIIa, KOTOPhIE COEMMHEHB TOHKMMU IIMTOILIA3-
MaTUYECKMMU MOCTHUKaMHM (pe3yabTaT He3aBEepIIeH-
HOIO IIUTOKMHE3a MpU IpOOJIEHUHN), U3 TPYILIEBUIHOMN
B BEpETCHOBUIHYIO. B pe3yibrare aToOro oobeM 3apo-
JIbIIIA HECKOJIBKO YMEHbIIAeTcsl. 3aTeM KIETKU BOKPYT
(uanonopa npuobperaoT OYTHUIKOBUAHYIO (hopmy
C INIMHHBIMY TOHKMMHM OTPOCTKAMHU, CMOTPSIIIUMU
HapyxXy. OTHOBPEMEHHO 3TU KJIETKM CMEIIAl0TCs Ta-
KMM 00pa3oM, 4TO LIMTOIJIa3MaTUYECKUE MOCTUKU
Tenepb COSAUHSIIOT HE CPEAUHHBIE YaCTU KJIETOK, HO
KOHYUMKU UX OTPOCTKOB. [To-BUIMMOMY, BCIeACTBUE
5TOTO BO3HMKAET MEXaHNYECKOE HAIPSKEHUE, KOTO-
poe pa3pemniaeTcst IIOCPeICTBOM BbIBOpAaUYUBaHUS T'y0
¢duanonopa Hapyxy (puc. 1). Jlajiee BBIBOpaurMBaHUE
MpOoIOJIKaAeTCs, TOCKOJIbKY U3MEHEeHNE (hOPMBI KJIETOK
B OYTBUIKOBUIHYIO M OMHOBPEMEHHOE CMEIlIEHUE STUX
KJIETOK OTHOCUTEJIbHO MOCTHUKOB IMPOUCXOMST B paiio-
He, 3aHMMaloIIeM OoJjiee TUCTAIbHOE ITOJI0XEHUE 110
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Puc. 1. [IBa mocnenoBaTenbHBIX 3Talla MHBEPCUU 3a-
ponbiia y Volvox carteri f. nagariensis (no: Kirk, Nishii,
2001, c ynpouieHussMu). 1 — “paHHsII” UHBepcus,
2 — “cpenHsiss” UHBEPCHSI.

OTHOILIIEHUIO K (puanonopy. B To xe BpeMs1 Oojee
MpOKCUMaJibHbIE KJIETKHU IpeBpallaloTCcs Mocje IMpo-
XOXIEHHUS paiiloHa HaMOOJIbIIEro NCKPUBIIEHUS U3 OYy-
TBUIKOBUIHBIX B HUIMHApUYeckue. K ToMmy MOMeEHTY,
Koraa BOJIHA UBMEHEHUM (popMbl KIETOK HOCTUTAET
MPOTUBOIOJIO0XHOIO IOJI0CA, BCS MOJIOAAsk KOJIOHUS
BBIBOPAUMBAETCSl HAU3HAHKY, a XT'YTUKU OKa3bIBaIOTCS
Ha €€ BHEILIHEN CTOPOHE.

M3BecTHBI MYTaHTBI BOJIbBOKCA, Y KOTOPBIX HE
MPOMCXOAUT BbIBOpAYMBaHUSI KOJIOHUU MOCTEe 3aBep-
meHus cepuu KieTouyHbix aeiaeHuit (Kirk, 1998; Ueki,
Nishii, 2009). [TosToMy 0COGEHHO MHTEPECHBIM ITPE/I-
cTaBJIsIeTCsl UccliefoBaHue TeHa [nvA, Kogupyloliero
HEeoOXOAUMBIi 11 UHBepcUM 6enoK KuHe3uH (Nishii
et al., 2003). JaHHBII 0€IOK CUHTE3UPYETCS 110 XOMY
aMOpuoreHe3a (IpobJieHne U UHBEPCUS), TOKATU3YeT-
Cs B MEXKJIETOYHBIX LIMTOIJIa3MaTUYECKUX MOCTUKAX
U o0ecIeurBaeT ABVXYIIYIO CUITY 1JIsl BRIBOpauMBaHUsI
kononuu V. carteri f. nagariensis. Y myranrta InvA~ Ha-
OJItomaloTCsl UL CaMble paHHUE 3Tarbl UHBEPCUU —
YIJIMHEHUE KJIETOK (ITpUoOpeTeHre MU BepeTeHO-
BUIHOI (pOPMBI) U NMEPBOHAYAIBLHOE PACKPBITUE TYO
(buanonopa HapyxXy, oqHAKO HE MPOUCXOIUT MepeMe-
IIEHUE KJIETOK OTHOCUTEIbHO IUTOMIa3MaTUUYECKUX
MOCTUKOB U JlaJibHel1Iee TeueHue MHBEPCUU MOJTHO-
CTbhIO OJJOKMPOBAHO. YIIOMSIHYTasl paboTa XOpoIIo 10-
TTOJTHSIET TIPEABIAYIee UCCIIEIOBAHNE TOI XKe TPYITITBI
(Nishii, Ogihara, 1999), B KoTopoM ObLJIO TTOKa3aHO,
YTO Ha 0oJiee TTO3THUX dTallaX MHBEPCUM BaXKHYIO
pOJb B pacIpoCTpaHeHUHN paifoHa M3TM6aHMs TuTacTa
KJIETOK OT TIepeaHeil K 3agHei morycdepe 3apombiina
BOJIbBOKCA MTpaeT akToMrUo3uH. C Ipyroil CTOPOHHI,

NJECHULKUN

MPOLECCH MIEpEMEILIeHUS] U UBMEHEHUST (DOPMbI MHIM -
BUIyaJTbHBIX KJIETOK OT aKTOMUO3MHA He 3aBUCST. OT-
meTuM, uto Humm u coaBTops (Nishii et al., 2003) 06-
Hapy>XWJIM HAJIMYKME B TeHOME POACTBEHHON BOJIbLBOKCY
OIHOKJIETOYHOM Bofgopociu Chlamydomonas reinhardtii
reHa iar (optosnora reHa /nvA), KOTOpbIii TOXKe KO-
pyeT KMHEe3UH, CXOAHbII M0 aMUHOKKCIOTHOM Toce-
JIIOBaTEJIbHOCTU ¢ KUHE3UHOM V. carteri f. nagariensis.
DyHK1IMS 3TOTO OeNIKa y He MMEIoIe MHBepCUU XJIa-
MUIOMOHAaIbI moka octaercs HesscHoi (Umen, Olson,
2012; Matt, Umen, 2016).

DKcnepuMeHTalbHO-MOP(GOJIOTUUECKUE pa-
60ThI, BeIOJIHeHHbIe HA V. aureus (Kelland, 1977)
u V. tertius (Ireland, Hawkins, 1981), xopoiiio cornaco-
BBIBAJIMCH C TaHHBIMU T10 MOJEIbHOMY BUny V. carteri
f. nagariensis (Viamontes, Kirk, 1977), Ho moka3bIBaju,
YTO B JeTaJISIX MHBEPCUHU Y Pa3HBIX BUIOB BOJBBOKCA
BO3MOXHBI HEKOTOpbIe OTIMYMs. Tem He MeHee, XYIIC
u coaBtropsl (Hoops et al., 2006) npenmnonaranu, 4To
OCHOBHBIEC MEXaHU3MBI MHBEPCUU (M3MEHEHUST (POPMBI
KJIETOK 3apojiblllia U aKTUBHASI POJIb MEXKIETOYHBIX
LIMTOTIJIa3MaTUYECKUX MOCTUKOB) CXOIHBI HE TOJBKO
y pa3HbIX BUAOB Volvox, HO maxke y BUIOB U3 Pa3HBIX
ponos cemeiicTBa Volvocaceae.

OpHako cpaBHUTeabHO HemaBHO (Hallmann,
2006; Hohn, Hallmann, 2011) 6but TTOy4eHbI OYEHD
BaxXHbIE TaHHBIE IO aHAJIKU3y OECIOJIOTO Pa3BUTHS
V. globator, xoTOpble MOKa3aau, YTO MPOLECChHl UH-
BEpCUU y pa3HbIX BUAOB pona Volvox Gosee pasHo-
o0Opa3Hbl, YeM Ipeanosarajaioch paHee. B yactHocTu,
y V. globator Bckope mociie 3aBeplieHHs TTIepruoaa Ipo-
OJIeHUST 3apOIbIIIA POUCXOIUT HEKOTOPOE YMEHBbIIIE-
HUe oO0bema ero 3agHei moyycdepbl 1 OHA BhIBOpa-
yuBaeTcs. TOJNBKO TTOciie 3TOTO Ha TTepemHeM MOJTIoce
OTKpbIBaeTcsl (hUajonop U MPOUCXOAUT BbIBOPAUYU-
BaHUe TepenHeil moaycdepsl, COPOBOXIaeMOe 3a-
KpbITHEM (puasornopa (puc. 2). Takum odpa3oM, ObLIN
YCTaHOBJIEHBI JBa OCHOBHBIX THUIIa BIBOpAUMBAHUS
3apopblllieil BOJbBOKCA: MHBepcUd “Tuna A” U UH-
Bepcus “tuna B”, mpencraBiieHHBIe IByMsI Hauboee
MoApPOOHO M3YYeHHBIMU BUJIAMU — COOTBETCTBEHHO
V. carteri f. nagariensis v V. globator (Hallmann, 2006;
Hohn, Hallmann, 2011). OcHoBHOE pa3anyue Mex-
Iy ABYMsI TUTIAMU WHBEPCUU 3aKJTI09aeTCs B TOM, UTO
B MIEpBOM cCJIyyae 3TOT MPOLIECC HAUMHAETCsl Ha Tie-
pemHeM TIOIIOCe 3apObIia, a BO BTOPOM — B €TI0 3aI-
Helt monycdepe. KoopnuapoBaHHBIE TIEpeMETEHUST
KJIETOK OTHOCUTEJbHO CUCTEMbI MEXKJIETOUHBIX 1M~
TOIJIa3MaTUYECKUX MOCTUKOB MTPAIOT, HAPSIIY C 13-
MEHEHMSIMM (OPMBI KJIETOK, BaXKHYIO POJIb B TIPOIIEC-
Cce MHBEPCUM y 3apojbliiieii 000uX BUIOB BOJbBOKCA.
OpnHako y V. globator BepeTeHOBUIHBIE KJIETKHU yaa-
BaJOCh HaOII0IAaTh HE BO BCEM 3apOIBIIIIE, a TOIbKO
B 3a7Hel moaycdepe Ha ctanguu ee cxkartus. Paccmo-
TPEHHUE MaTeEMaTUUYECKUX MOJEJNIEH IIpoliecca BbIBOpa-
yyBaHMsA 3aponbliieii Volvox (c ymopoM Ha JaHHbIE 1O
mopdorenesy y V. globator), koTopble ObLIU HENaBHO
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Puc. 2. Jlecats nocienoBateabHbIX 3TallOB BCero npoiiecca uHBepcuu y V. globator (mo: Hohn, Hallmann, 2011, ¢ ynipore-
Husmun). @uanonop oTKpeIBaeTCs TOJIHKO Ha CTaIUU 5 Ha TepenHeM (BepXHEM) TOJTIOCE 3apOabIla U 3aKPbIBACTCS TOCTIe

cranuu 9 Ha 3aiHeM (HIKHEM) TIOJTIOCe.

onybiukoBaHbl (Haas, Goldstein, 2015; Hohn et al.,
2015), He BXOAUT B 3aa4M HACTOSIIEH CTaThU.

CrnenyeT KpaTko OOCYIUTh HaHHBIE IO IPYTUM
npenctaButelsiM pona Volvox, y KOTOpPBIX, OIHA-
KO, 0COOEHHOCTU MHBEPCUU 3apOIbIIIeii U3ydeHbI
He TaK o0cTosiTeNIbHO, KaK Y V. carteri f. nagariensis
u V. globator. B nuteparype uMeeTcsi COOTBETCTBY-
omast uHpopMalus mo mopgorenesy y V. africanus
(Pocock, 1933a), V. aureus (Darden, 1966; Kelland,
1977), V. capensis (Pocock, 1933b), V. gigas (Pocock,
1933a), V. rousseletii (Pocock, 1933b; McCracken,
Starr, 1970) u V. tertius (Pickett-Heaps, 1970; Ireland,
Hawkins, 1981; Hallmann, 2006). B paccMOTpeHHBIX
BBIIIIE CTAaThsIX O V. globator (Hallmann, 2006; Hohn,
Hallmann, 2011) 6110 yKa3aHo, uto ajs V. africanus,
V. gigas v V. tertius xapakTepHa MHBEpCUs TuUMNa A
(cxonHo ¢ V. carteri f. nagariensis). DTa TouKa 3peHuUs1
MpPEeNCTaBISIETCS MHE COBEPILIEHHO O000CHOBAHHOI.
Kpowme Toro, xorenoch Obl 1OOABUTh, YTO BCE YEThI-
pe YIOMSIHYTBIX BUa BOJbBOKCA C MHBEepCcUEl ThIa A
UMEIOT KPYIMHbIe TOHUIUU, Ipodsirecs 6e3 KiIeTou-
HOTO POCTa, TOIA KaK OCTAJIbHbIE YIIOMSIHYThIE BUIbI
BOJIbBOKCA UMEIOT MaJIeHbKUE TOHUIVN, a B UHTEPBa-
JIaX MEXJy TOC/IeI0OBATeIbHBIMU JEJICHUSIMU TIPOUC-
XOIUT POCT KJIeToK 3apoxbiiieii (Herron et al., 2010;
Desnitskiy, 2016).

C nmpyroif cTOpOHBI, OBUIO BBEICKA3aHO MHEHHUE
(Hallmann, 2006; Hohn, Hallmann, 2011), 4yro mis
V. aureus, V. capensis, V. dissipatrix n V. rousseletii (Bu-
OB C MaJIeHbKMMHU TOHUIMSIMHU) XapaKTepHa WH-
Bepcus tuna B (cxomHo ¢ V.globator). OgHako Takas
TOYKa 3pEeHUS TIPEICTaBISIETCSd MHE CIIpaBeIINBOM
ToJbKO 1St V. capensis v V. rousseletii. B nutepary-
pe OTCYTCTBYIOT KaKHe-Iu00 JaHHbIE 00 0COOEHHO-
CTSIX IIpoliecca MHBepcuu 3apomasniiueii y V. dissipatrix,
a uccaenoBaHus uHBepcun y V. aureus (Darden, 1966,
p. 242, figs 10—15; Kelland, 1977, p. 377, fig. 11) no-
Ka3bIBaOT, YTO OHA CYIIECTBEHHO OTIMYACTCS OT UH-
Bepcuu tima B. OtMeTnM, 9TO cormacHo MHeHwMIo [1o-
koK (Pocock, 1933a, p. 485), “y V. africanus nuBepcus
OHTOT'EHE3 Ne 3
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CXOIHOI'0 THIIA ¢ TaKOBO# y V. aureus”. Kak ykazaHo
Bolle, V. africanus nmeetr nHBepcuto Tuna A. Pazy-
MeeTcs, B OyaylieM ObLIO Obl BasKHO MPOBECTU OoJiee
00CTOSITeNIbHBIN aHaNu3 Mop¢oreHe3a y KOCMOIIO-
JINTHOM Bomopociu V. aureus. B HacTos1ee BpeMs He
MPeICTaBISeTCs BO3MOXHBIM JeJIaTh BHIBOABI O CYIIIE-
CTBOBAaHUM KOPpEJISILUU TUIIA THBEPCUU Y BOJbBOKCA
C pa3MepoM 3peJIbIX TOHUAUM ¥ HATUYMEM JINOO OTCYT-
CTBHEM KJIETOUHOTO pOCTa B MHTEpBajax MeXIy IMo-
cjienoBaTelIbHbIMU JIeJICHUSIMU APOOJIeHUS.

TakuMm o6pa3om, B ipeneax pona Volvox, KoTopslit
BKJIIOUaeT 22 BUAa, pacipeaeaeHHBIX 110 YeThIPeM TaK-
coHomuueckum cekuusM (Nozaki et al., 2015), 6onee
WA MeHee MoApOOHBIe OMMMCAHMS MpoIiecca BEIBOpa-
YUBaHWS 3apOIBIIIEi UMEIOTCS IJIST BOCBMU BUIOB.
becnonbie konoHuu ¢ unBepcueit tuna B (V. capensis,
V. globator, V. rousseletii) xapaKTepHbI TOJIbKO JJIs1 Ujie-
HOB TaKCOHOMMYECKOM cekuuu Euvolvox. Ota ceKius
YeTKo 000c00j1eHa B (PUJIOTeHETUYECKOM OTHOIICHUH
(Herron, Nedelcu, 2015; Nozaki et al., 2015) ot Tpex
OCTaJIbHBIX CEKIINI, K KOTOPBIM OTHOCSTCS APYrue
YIIOMSTHYTbIe HaMU BUIBI BOJIbBOKCA.

Kosionnu BunoB ¢ nuHBepcueii Tumna B, kak npaBu-
JIO, COCTOSIT U3 OOJIBIIIET0 YMCIIa KJIETOK, YeM KOJIOHUU
BUIOB ¢ uHBepcueil tuna A (V. africanus, V. carteri,
V. gigas, V. tertius). OgHako 3Ta 3aKOHOMEPHOCTh He
SIBIISIETCST aOCOJTIOTHOM M YMCiIa KIETOK Y HEKOTOPBIX
BHUIIOB MOTYT MepeKPHIBAThCS: TaK, HAI[PUMep, OecITo-
Jeie KonoHuu V. carteri n V. rousseletii cocTodT, coriac-
HO HamuM JaHHBIM (Shelton et al., 2012), cooTBeT-
CTBeHHO, 13 587—5024 n 3106—12971 kieTok. Tem He
MeHee, JaHHBIE 0 MOJIOBOMY Pa3MHOXEHMIO U Pa3BU-
™0 y V. rousseletii (Pocock, 1933b) moka3pIBaroT, 4YTO
OTHOCHUTEIFHO HEOOJIBIIIOE YMCIIO KIIETOK B 3apOIBIIIe
MOXEeT HaKJaIbIBaTh OIIpenesieHHbIe OTpaHNYeHUS
(“developmental constraints”) Ha mpouecc Mmopdore-
He3a. O0pasylolmuiics B pe3yibraTe MpopacTaHus 3u-
TOTHI MUHHUATIOPHBII 3apOIBIII 3TOTO BUIA BOJIHBOK-
ca BbIBOpAuMBaeTCsl HAM3HAHKY, KOTlIa COCTOUT BCETO
b u3 128, 256 nmm 512 xiretok. C Apyroit CTOpOHHI,
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o0Opa3ylolluiics B pe3ysibraTe cepum AeIeHU aHIpOro-
Huaus (My>XCKOM MHULIMATbHOM KJIETKU) MaKeT CIiep-
MaTO30MI0B TaKXXe MpeTeprneBaeT MHBEPCUIO, KoTaa
nocturaet 256 wiau 512-kieToyHoii ctanun. B o6oux
CJIy4yasx MpoIecC BHIBOPAYMBaHMS IIPOTEKAET OTIIMYHO
OT TaKOBOIO B xofe Oecrioysioro pa3Butus V. rousseletii
U B CBETE MIPEICTABICHUI O IBYX OCHOBHBIX CIIOCO0Ax
nHBepcun y BoabBokca (Hallmann, 2006) MoxeT ObITh
K1accu(pUIMpoBaH KaK MHBEPCHUS THTIA A.

INepeitmeM K KpaTKOMY pPacCMOTPEHUIO JaHHBIX
mo MopdoreHe3y HEKOTOPBIX 00jice TPUMHUTHUBHO
OpPraHM30BaHHBIX KOJOHUAIBLHBIX BOJbBOKCOBBIX.
V 8—16-xnerounoit Pandorina morum (Fulton, 1978;
Hallmann, 2006) u 16—32-xietounbix Eudorina elegans
(Marchant, 1977), Eudorina unicocca (Hallmann, 2006)
u Platydorina caudata (lida et al., 2011) B mpoliecce MH-
BEPCUHU BCE KJIETKM 3aBEPIIMBIIETO NpOoOIeHre 3apo-
IIBIIIAa OMHOBPEMEHHO MpeTeprieBaloT n3MeHeHue Gop-
mbl. HamomuuwM, uro y Pandorina u Eudorina 3penbie
KoJIoHnHU cepuieckue, Toraa Kak y Platydorina mo-
Jonbie KOJIOHUH BCKOPE TTOCIe 3aBEPIeHUSI HHBEPCHH
MpeTepIieBaoT TaK Ha3bIBAEMBIH TTpollecC “HMHTepKa-
JISIUMU” Y CTAHOBSITCS TUIOCKUMM.

VY Pleodorina californica, 6nXxaiiiero poacTBeH-
HUKa BOJIbBOKCaA, chepruueckrue KOJOHUU COCTOSIT
n3 64 win 128 xnetok. B xone nusepcuu Pleodorina
(Hohn, Hallmann, 2016) KieTKM 3apobliia MOaBEpP-
raloTcsi UsMeHeHUsIM (DOpPMBI He OHOBpeMEHHO (Kak
y Pandorina, Platydorina v Eudorina), HO 3TO mpoTe-
KaeT BOJTHOOOpA3HO IO HAIPaBJICHUIO K 3aHEMY T10-
JIIocy, HannoMuHast uHBepcuio tuia Ay Volvox. C npy-
roii CTOPOHBI, BEPETEHOBUIHYIO (DOPMY IIpUOOPETAIOT
TOJILKO KJIETKHU B 3aHei nonycdepe 3aponbliia Imieo-
JOPUHBI, YTO CXOOHO ¢ mHBepcueit Tuna B. Takum 00-
pa3oM, pa3IMIHbIe M3MEHEHUS TIpollecca MHBEPCUN
3apoabiia Pleodorina Mmorau Obl B X0OA€ 3BOJTIOLUU
MPUBOINTH COOTBETCTBEHHO K WHBEPCHH TUTIA A WU
tuna By Bogopocineii pona Volvox. OgHako nmoka Tpy/i-
HO cKa3aTb, KaKOi M3 ABYX TUIIOB MHBEPCUU SBOJIIO-
LIMOHHO 00Jiee MPOIBUHYT.

Hakonen, cienyer oTMETUTb, YTO CPeaM 3eJie-
HBIX Bogopocieil nopsaka Volvocales nMeercst pon
Astrephomene, y KOTOporo cepuieckue KOJIOHUU
cocTosaT u3 32 unu 64 KJIeTOK, HO HET MHBEPCUU
(Yamashita et al. 2016). B ganHowm ciydyae gejaeHUs
3MOPHUOHATBHBIX KJIETOK OPUEHTUPOBAHBI TAKUM 00-
pa3oM, UTO MX XTYTHUKOBBIC KOHIIBI HETIOCPEIACTBEH-
HO TocJjie 3aBeplIeHUs] IpoOIeHUs CMOTPSIT Hapy-
XKy, 1 Yy MOJIOAO Oecrnosioil KoJloHuu Astrephomene
gubernaculifera HeT HEOOXOAUMOCTHU BbIBOPAYMBATHCS
Hau3HaHKy. B npo0siiiemMcs 3apojpliiie 3TOi BOIOpocC-
JI1 UMeIoTcs (KaK U Y APYTUX KOJIOHUAIBbHBIX BOJIbBOK-
COBBIX) MEXKJIETOUHBIE IIUTOIIa3MaTUUECKE MOCTH -
ku. [ToaToOMy MOXHO TIpenmojiaraTb, 4YTO B MOCTUKAX
JIOKaJIM30BaH TOMOJIOT YIIOMSIHYTOTO BhIIIE invA (71100
CXOIHBIN TBUTATEIBHBII OEJTOK), KOTOPBIN BaskeH IS
TIOJKHOM OpHEHTAlMU KJIETOK TT0 XOmy ApPOOIeHUS.

NJECHULIKUN

Pasymeercs, BeickazaHHas rumote3a (Yamashita et
al. 2016) 06 0COGEHHOCTSIX “aTbTepHATUBHOM 3BOJIO-
uuu” 'y pona Astrephomene TpedyeT 3KCIepUMEHTaIb-
HOU MPOBEPKU.

Tpaguumonno cuuranocs (Ettl, 1983), uto unsep-
CHUM TaKXe HET U npu hopMUpoBaHuu 8—16-KiieToy-
HBIX KOJIOHUU Gonium pectorale. OmHaKO COIJIacHO
JaHHbIM nocnennux et (Hallmann, 2006; lida et al.,
2013), B oHTOTEHE3€E 3TOII BOOOPOCIIM MOCIE 3aBep-
IIIeHUs] KOPOTKOM CEPUM U3 TPEX MU YETHIpeX Jee-
HUI IMEET MECTO YaCTUYHAsI MHBEPCHST;, XKTYTUKOBBIC
KOHIIbI KJIETOK BpEMEHHO OKa3bIBalOTCSl HA BOTHYTOM
cTopoHe 3apojbiiia. Ho mojHoro BrIBOopauyrBaHUs
HE MPOUCXOIUT, CTeNeHb UCKPUBJIEHUS MOCTEINEH-
HO yMEHBIIIaeTCsI, U MOJIo/asi KOJIOHUSI TpruoopeTaeT
OKOHYATeJbHBII BU MJIOCKOUM WX JIUIIIb CIerKa BbI-
MYKJIO# TUTACTUHKM (B TTOCIEAHEM ClTydae KTYTUKOBBIE
KOHIIBI KJIETOK OOpallleHbl HapyXYy).

B nuTteparype nociaenHux JeT MHOTIA MBITAIOTCS
(manpumep, Keller, Shook, 2011) comocTaBUTh MUHBEP-
CHUIO BOJIBBOKCA C racTpyJaLMeil, BaXXHEUILIUM MOD-
(boreHETMYECKUM IMPOIIECCOM B paHHEM pa3BUTHU
MHOTOKJIETOYHBIX JKUBOTHBIX, B pe3yJbTaTe KOTOPO-
TO TIPOUCXOIUT 000COOIeHNE 3apOABITIIEBBIX JTUCT-
koB. MHBepcuio 3aponbiiieii Volvox naxe Ha3bIBalOT
“racTpyiasgumeii 3eJeHbIX Bomopocieii” (green algal
“gastrulation”) (Matt, Umen, 2016). Pazymeercs, Ha-
Ju4yye UTOIIa3MaTUYeCKUX MOCTUKOB, Ojaroja-
PsI KOTOPBIM COCEIHME KIETKHM 3apOoblilia 3aHUMAIOT
¢UKCUpPOBAHHOE MOJOXEHNE MO0 OTHOUICHUIO APYT
K IpYyTY, SBJISIETCS BaXKHON 0COOEHHOCTBIO Mpoliecca
WHBEPCUM BOJBLBOKCA 10 CPABHEHUIO C TaCTPY/ISIIN-
eif JKUBOTHBIX. HalToMHMM, 9TO y HEKOTOPHIX BUIOB
Volvox MEXKIIETOUHBIE MOCTUKH Pa3pyIIaloTCcsT BCKO-
pe TIocie 3aBepIlicHUs] MHBEPCHUU, a Y IPYTUX BUIOB
OHM COXpaHSIIOTCS BO B3pOCbIX KoaoHuUsx (Desnitskiy,
2014). Kpome Toro, y Metazoa racTpy/siiust 0ObIYHO
MnpoTekaeT Ha (hOHEe NOCTATOYHO aKTMBHOI MpPOJIU-
(bepauuu KJIeToOK 3aponbllieii, Toraa Kak y BoJIbBOKca
WHBEPCUSI TIPOMCXOIUT YXKe Mocie 3aBepIIeHUs Tepu-
oA KJICTOYHbIX ACJICHUIA.

HMHBepcus 3aponbilieil MPOUCXOAUT HE TOJIBKO

B OHTOT€HE3¢ KOJIOHMAJbHBIX BOJIBBOKCOBBIX BOIO-
pocieii, HO TakXXe U B paHHEM 3MOpPUOHAILHOM pa3-
BUTUM U3BECTKOBBIX IT'yO0oK (Calcarea), KoTopbie co-
CTaBJISIOT OOUH M3 KiaccoB tuma Porifera (Ivanov,
1971; Ereskovsky, 2010; Fortunato et al., 2012; Lanna,
Klautau, 2012). OmHako neTaJyd MHBEPCUU M3yde-
Hbl Y U3BECTKOBBIX I'yOOK HE TaK OOCTOSITEIbHO, KaK
y BosibBOKca. MHTepecHO OTMETUTD, YTO XOPOILIO 000-
CHOBAaHO TOJIOXKEHNE, COITTAaCHO KOTOPOMY Y TIpeAcTa-
BuTeseil Tuna Porifera HeT HU 3apOIBIIIEBBIX JUCT-
koB, HU ractpyiasuuu (Ereskovsky, 2010; Dondua,
Kostyuchenko, 2013). ToT ¢axT, 4TO y U3BECTKOBBIX
ry0o0OK MHBEpPCHUS 3apOAbIIIEI HUKOUM 00pa3oM He
SIBJISIETCS TacTPyJdLeil, JaeT, Ha Hall B3IJIsIA, J10-
MOJTHUTEIBHYIO NOIAEPKKY TOUKE 3PEHUSI, COTIACHO
OHTOI'EHE3 Ne 3
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CPABHUTEJIbHBIM AHAJIN3 UHBEPCUU 3APOJIBIIIEN YV BOONOPOCIEN

KOTOpPOI MHBEpPCHUS 3apONbIleil y BOJbBOKCa (pasy-
MeeTcs, He MMEIOIIETO 3apOIBIIIEBRIX INCTKOB) TAKXKe
SBJISIETCS TIPOLIECCOM, TPUHIUINAILHO OTJNYHBIM OT
TacTPYJISILINN.

B 3akimioueHre 3aMeTHM, YTO BEIBOpAYMBaHHME Op-
raHM3Ma Hau3HaHKY M CMEHa PacIiooXeHsI 3apOIbl-
IIEBBIX TUCTKOB MPOUCXOIAT Ha MO3MHUX dTAIrax OHTO-
reHe3a Polypodium hydriforme, KOTOpBIii COTJIACHO CO-
BpeMeHHEIM npeactaBieHusM (Okamura, Gruhl, 2016)
SIBJISIETCS TTapa3suTHIecKoi KHaapueir. OmHaKo 3TOT
npouecc y Polypodium odenb Masio usydyeH (Raikova,
1994) u ero TpynHo cpaBHUBaTh ¢ UHBepcueit y Volvox.
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Recent literary data on inversion (turning inside out) in the embryos of flagellated algae of the genus Volvox
are critically analyzed. In this process, active changes in the shape of embryonic cells and the displacement
of intercellular cytoplasmic bridges play an important role. After inversion, the flagella appear on the outer
side of the young colony and provide its motility. Within the genus Volvox, two main modes of embryo in-
version have been recently established during the asexual developmental cycle: the inversion of “type A” and
the inversion of “type B”, represented by the two species most thoroughly studied, respectively Volvox carteri
f. nagariensis and V. globator. However, the published opinion that the inversion of V. aureus embryos is of
the type B seems to be doubtful. Comparative and evolutionary aspects of embryonic inversion in Volvox are
discussed with the use of data on other genera of colonial volvocine algae.

Keywords: algae, embryonic inversion, evolution, morphogenesis, Volvox
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