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XpoMOCOMBI ITEBUUX IITUILL, OTpaHNUYEHHbIE 3apO/IbIIIE€BOI JTMHIIEN
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AHHOTaLuA. XpOMOCOMbI, OrpaHMYeHHble 3apogbileBoi nuHuen (germline-restricted chromosomes — GRC), npucyT-
CTBYIOT B reHOMaxX repMMHaTUBHbIX KNMETOK 1 3aNpOorpaMMmnpOBaHHO IMMNHNPYIOTCA U3 COMaTUYeCKUX KNETOK B XoAe
pa3suTrA. OHM KpaliHe pefjKo BO3HMKAIOT B Xofe 3Bontounu. Ewe pexke oHM CTaHOBATCA HEOOXOAMMbIMUN 311eMeHTaMu
reHOMOB FepPMVHATUBHbIX KIIETOK KPYMHbIX TAKCOHOB. Takaa XPOMOCOMa, OrpaH1yYeHHasn 3apofblLeBOn NMHKEN, bbina
obHapy»KeHa y Bcex uccnefoBaHHbIX NpeAcTaBuTenein nogotpaaa BopobbuHoobpasHbix neBunx ntuy. Hu 'y ogHoro 13
npepcTtaBuTenen apyrmx otpagos ntuy GRC He BbiABneHO. OTo CBUAETENbCTBYET 0 ToM, 4To GRC BO3HMKNA Y obLiero
npenka BOpobbrMHOO6pa3HbIX NeBumx NTWL. Y Bcex npeactaButenelt storo nogotpagaa GRC npucyTcTyeT, Kak npasu-
J10, B ABYX KOMUAX B T’EPMUHATUBHDbIX KJIETKaX CaMOK 1 B O,EI,HOIZ KONy camuoB N OTCYTCTBYET B COMAaTUYECKUX KNeT-
Kax. Y camok GRC cuHanTupytoT 1 peKoMObrHUPYIOT B Npodasze Merno3a. Y camLoB OHM NMOYTY BCEraa SNMMUHMPYOTCA
13 cnepmatoumToB. Takum obpasom, GRC HacnefyeTca NOUTU NCKNIOUUTENbHO MO MaTePUHCKON IMHUN. XPOMOCOMBI,
OrpaHuyeHHble 3apOoAabILLIEBON IMHMEN, — HEOOXOAVMBIN S1EMEHT reHOMa FrepMUHATVBHbBIX KNETOK nesumx ntuy. Ha ce-
rofHALWHNNA AeHb nccnepoBaHbl reHombl GRC veTbipex BMAoB. HekoTopbie reHbl GRC akTUBHO 3KCNPECCMpPYIOTCA B rOHa-
[lax CamLiOB 11 CAMOK, KOHTPONMPYIOT Pa3BUTUE FEPMUHATUBHbIX KIIETOK, CHTE3 6eNKOoB, BOBMIEUEHHbIX B OpraHM3aLuio
meroTnyecknx xpomocom. GRC pasHbIx BUAOB pPa3nmnyatoTca No pasmepam U reHetuyeckomy coctaBy. leHom GRC Kax-
[0ro BMAa NTUL COCTOUT M3 amnIMOULMPOBaHHbIX NMEePecTPOEHHbIX KOMMWI reHOB OCHOBHOIO reHoMa AaHHOTO BuAa.
YposeHb romonornn mexgy GRC pasHbix BUAOB AOBOJIbHO HU30K. DTO YKa3blBAeT Ha BbICOKYI CKOPOCTb 3BOOLNM
reHeTNYeCcKoro coctaBa XPOMOCOMbI. 3HaUUTENbHbIN BKNaA B ycKopeHue aBontoumm GRC BHOCAT nepefaya 3Ton XpoMo-
COMbI MO MAaTEPUHCKON NMHUM 1 NMOAAB/IeHNe PeKOMOMHaLMK B Hell. MOXHO cunTaTb, YTo ObICTpas cornacoBaHHas 3BO-
niouua reHoB GRC 1 reHOB OCHOBHOTO Habopa BOPoObMHOO6Pa3HbIX MEBUMX NTULL UTPaeT BaxKHYI0 POJib B BUJ006Pa30-
BaHVM 1 afanTMBHON paavalmn NpeacTaBuTeNeit 3SToro camoro 60ratoro B1aaMm 1 pasHoo6pasHoOro NofoTpAaa NTuL.
KntoueBble C/I0Ba: XPOMOCOMbI, OFrpaHMYeHHbIe 3apOAbILLEBON IHUEN; 3BOIOLMA reHOMa NTULL; 3anporpaMmmmnpoBaH-
Haa annmuHauma OHK.
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Abstract. Germline-restricted chromosomes (GRCs) are present in the genomes of germline cells and absent from so-
matic cells. A GRC is found in all species of the songbirds (Passeri) and in none of the other bird orders studied to date.
This indicates that GRC originated in the common ancestor of the songbirds. The germline-restricted chromosome is
permanently absent from somatic cells of the songbird, while female germline cells usually contain two copies of GRC
and male ones have one copy. In females, GRCs undergo synapsis and restricted recombination in their terminal regions
during meiotic prophase. In males, it is almost always eliminated from spermatocytes. Thus, GRC is inherited almost
exclusively through the maternal lineage. The germline-restricted chromosome is a necessary genomic element in the
germline cells of songbirds. To date, the GRC genetic composition has been studied in four species only. Some GRC
genes are actively expressed in female and male gonads, controlling the development of germline cells and synthesis
of the proteins involved in the organization of meiotic chromosomes. Songbird species vary in GRC size and genetic
composition. The GRC of each bird species consists of amplified and modified copies of genes from the basic genome
of that species. The level of homology between GRCs of different species is relatively low, indicating a high rate of ge-
netic evolution of this chromosome. Transmission through the maternal lineage and suppression of the recombination
contribute significantly to the accelerated evolution of GRCs. One may suggest that the rapid coordinated evolution
between the GRC genes and the genes of the basic genome in the songbirds might be responsible for the explosive
speciation and adaptive radiation of this most species-rich and diverse infraorder of birds.
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3anporpammunpoBaHHasa anumnHauyma JHK

B xonne XIX B. A. Beifcman npeAnonoku, 4To CyecTBYeT
(hyHIaMEHTaNbHOE Pa3INYie MEXKAY COMaTHYeCKHUMHU KIIET-
KaMH ¥ T€PMUHATHBHBIMH KJIETKaMH{ 3apOJIBIIICBON JIMHNH,
T.€. TeMH, KOTOpbIe AUGPEPEHIUPYIOTCS B MOJIOBBIE KIIET-
ku — rameThl. (Weissman, 1890, 1893). CortacHo Teopuu A.
BeilicmMana, TOIBKO TepMUHATHBHBIC KIETKH 00JIQIAI0T TIOJI-
HBIM Ha0OPOM HacJIEJICTBEHHOTO MaTepHaia (3apobIeBOi
IU1a3Mbl), 2 HeoOparuMast U epeHInais U CrielaIn3arus
COMAaTHYECKHX KJICTOK IIPOUCXOISIT 3a CUET X HEPABHOTO Jie-
JICHWSL, TIPH KOTOPOM 3apObIIIeBast Iia3mMa )parMeHTHPYETCs
1 pa3HbIC JOUYCPHIE COMaTHUECKUE KICTKH IMOMYYaroT Pa3HbIe
ee parMeHTEHI.

ITepBas uacth runore3sl A. BelicMaHa jnieriia B OCHOBY CO-
BPEMEHHOW IBONIOIMOHHON OMONIOTHH, TEHETUKH U OHOIIO-
UM pa3BuThs. Bropas yacTe OblIa CyleCTBEHHO H3MEHEHA.
HepaBHoe neneHne coMaTHUECKUX KJIETOK B XOJI€ PaHHETO
pa3BUTHsI A0COIOTHOTO OOJIBLIIMHCTBA COBPEMEHHBIX MHOT'O-
KJIETOYHBIX OPTaHW3MOB NPUBOIMT HE K (pparMEeHTAlNH Te-
HOMa (3apOABIIIEBOI M1a3Mbl — B TepMHUHax Belicmana), a k
HEPaBHOMEPHOMY pacIpeesIeHHIO €ro MPOU3BOJHBIX — OeI-
koB 1 PHK — Mexny 1ouepHUMU KIETKaMH, 4TO B CBOIO Oue-
pelb IPUBOIUT K MOCIIEI0BATENIBHON AU PepeHINANN UX
TeHHOI aKTUBHOCTH 1 B KOHEYHOM CUETE K UX CIIeIHaIN3aIN
(Droscher, 2014).

Comarnueckne KIETKH HEKOTOPBIX TAKCOHOB MHOTOKJIE-
TOYHBIX MTPOXOJISIT, 1O KpaiiHe Mepe, YacTb nyTH AuddepeH-
nuanuy nouyTH no Beilicmany, Tepsis B mpoliecce crenuanu3a-
IIMH Y9acTh CBOETO reHOMa. DTOT (DEHOMEH paHbIle Ha3bIBaJI-
¢S «ITUMHMHYIHA XpoMaTtuHay. Ceifuac nmpeBaaupyer TepMHUH
«3arporpammupoBanHas mumvuHamms JJHK» (Wang, Davis,
2014). IlepBblii mpuMep IMMHUHYIIUHM XpOMaTHHA ObIT OOHa-
pyxen T. bosepu y Hematons! Ascaris megalocephala (Bo-
veri, 1887). T. BoBepu mokazai, 4To Ha paHHUX CTaJUAX M-
OpHOHAILHOTO Pa3BUTHUSI ATOW HEMAaTOJbI siApa HEKOTOPBIX
KJICTOK MOCTIETOBATEIIFHO yTPAIMBAIOT YaCTh XPOMOCOMHOTO
Mmarepuana. OH yCTaHOBMII, 4TO 3TOT MPOLECC SIBISETCS Ya-
CTBIO TIPOTPaMMbl HOPMAJILHOTO Pa3BUTHUS, HEOOXOIUM IS
(hopMHpOBaHUS ONPEACICHHBIX TKaHEH M OPraHOB YEpBs
(Maderspacher, 2008).

3anporpammupoBanHas >umuHanus JJHK nabmonaercs
B Pa3HBIX TAKCOHAX MHOTOKJIETOYHBIX M UTPACT KIFOUEBYIO
pOJIb B PEryJMPOBaHUM SKCIPECCHN T'€HOB M HOAAEPKaHUT
TeHOMHO¥H cTabmibHOCTH. COBPEMEHHBIE HCCIIE0BAHMS 9TOTO
mpolecca COCPEeOTOYCHBI HAa MOHUMAHUU MOJICKYIISIPHBIX
MEXaHU3MOB, KOTOpPBIE €r0 KOHTPOIHPYIOT. MnenTudunupo-
BaHbI pa3JINuHbIC MOJICKYJSIPHBIE ITyTH, yYacTBYIOIINE B Ce-
nexktiBHOM yranenun JJHK Bo Bpemst AMMUHYIIMM XpOMaTHHA
(Wang, Davis, 2014; Smith, 2018; Smith et al., 2021; Dedukh,
Krasikova, 2022). B Xone 3TUX MCCIIEI0BaHUH CTAIO SICHO,
YTO MUMUHHUPYIOTCS UIMEHHO T€ pailOHBI TEHOMA, TOMOJIOTH
KOTOPBIX Y APYTUX MHOTOKJIETOYHBIX TTOJIBEPTAIOTCS CaliIeH-
CHIHTY, — OHKOT€HBI 1 IpyTHe TeHbI paHHero pa3Butus (Wang et
al., 2012; Streit et al., 2016; Smith, 2018; Smith et al., 2018).

Takum 06pa3om, MbI MOKEM pacCMaTpHUBaTh 3aPOrPAMMH-
poBanHyo mumuHaIm0 JJHK kak pagukaipHbIi ciocob caii-
JICHCUHTA JJIsl pa3peleHusi Mpo0iieMbl aHTarOHUCTUYECKON
IUICHOTPONTNH MEXY PAHHUMH U ITO3JHUMH TeHETHIECKUMHU
nporpamMmami. [1o-BUIMMOMY, D TOT MEXaHHU3M PETYIISIIUH
Pa3BUTHS 32 CUET 3arporpaMMupoBanHoi anumuHanmu JJHK
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BO3HHKAJ HEOJHOKPATHO B IBOJIIOLINH M OKA3bIBAJICSI IBOJIIO-
[IMOHHBIM TynHuKoM. Ha 3T0 yka3bIBaeT ero cropagrndecKkoe
pacrpeneseHue o pUIIoreHeTHYSCKOMY IPeBY MHOTOKJICTOY-
HBIX )KUBOTHBIX (Smith et al., 2021).

XpomMocombl Ha SAMMUHALUIO

B 60ﬂb1Hl/IHCTBe HCCJIICAOBAHHBIX CJIy4a€B J3JIMMUHALIMU U3
COMAaTHYECKUX KIIETOK ITO/IBEPTarOTCs He LeIIbIe XPOMOCOMBI,
a ux ¢parMenTsl. Clly4an MUMHHALUH LEIBIX XPOMOCOM
Bcrpevarorcs pexxe (Dedukh, Krasikova, 2022). YV Heckoub-
KHX BHIOB MIICKOIIMTAIOIIUX U OECIO3BOHOYHBIX PA3HBIX
TaKCOHOB YJIaJICHHE XPOMOCOM HCIIOJIb3yeTCs B KA4eCTBE Me-
XaHHU3Ma OIIPCACICHUS I10J1a I/I/I/IJ'II/I KOMIICHCAIlUU JO3bI ITCHOB
reTeporaMeTHOH MmoyoBoi xpomocoMsl (Watson et al., 1998;
Wang, Davis, 2014; Smith et al., 2021).

KOH(bJ'II/IKT MCXKIY Fr€eHOMaMU X035€B U UX TCHOMHBIMU I1a-
pa3uTaMy HHOTA TPUBOIUT K HOSIBIICHHIO JTOMOITHUTEIBHBIX
(T. €. )KU3HEHHO HE HEOOXOIMMBIX ) XpPOMOCOM. VIX Ha3bIBAIOT
B-xpomocomamu, B OTIHYHE OT A-XPOMOCOM OCHOBHOTI'O Ha-
60opa. OHM BapbUPYIOT IO pa3mepy, MOP(OIOTHH 1 TeHETHYE-
CKOMY COZICPYKAHUEO MY BHAAMHU, MEXKTY OCOOSIMU BHYTPH
BUJIAa U MEXKIy OTJIC/IbHBIMU KiieTKamMu skuBoTHOTrO (Houben
etal.,2014; Camacho, 2022). Psn ucciienosareneii oTMeuaroT
TEHACHILIMIO K HAKOIUICHHIO B-XpOMOCOM B repMHUHATHUBHBIX
KJIETKaX M yTpare ux B coMmarnueckux kierkax (Camacho et
al., 2000; Camacho, 2022).

B-XpOoMOCOMBI MOT'YT IIPUCYTCTBOBATB HE BO BCEX, & TOJIb-
KO B 4aCTH MOMYJSILKI onpeaeseHHoro Buaa. Jis BUIOB ¢
B-xpomocomMam Taroke XapaKTepHO CIIOpaJHIeCcKoe pacipe-
JICTICHUE N0 (PUITOTEHETHYECKUM ACPEBbSM OTICTBHBIX TAKCO-
HOB (D’ Ambrosio et al., 2017). Tak, Hanpumep, u3 1130 BunoB
MIICKOTIUTAIOINX, TPEICTABICHHBIX B «ATJIace XPOMOCOM
miexonuraomux» (Graphodatsky et al., 2020), Tonpko
16 Bu0B U3 11 10BOJILHO OOTaThIX BUIAMHU POIOB COACPKAT
B-xpomocomel. 13 sToro cienyer, uto B-xpoMocoMsl — 310
TUIUYHbIC TCHOMHBIC MApa3HThl, KOTOPIC BPEMs OT BpeMe-
HU BO3HHUKAIOT B OTACJBbHBIX BUJAAX, UHOrAA OACPKUBAIOT
IUPPOBBI MOOEABI M PACIIPOCTPAHAIOTCS B HOITYIALHAX, HO
B KOHEYHOM cYeTe JIMOO TOJHOCTBIO dIMMUHHUPYIOTCS U3
T'CHOMOB 3THX BHJIOB, J'll/[60 BBIMUPAIOT BMECTC C XO34€BaMU
(Camacho et al., 2000; Houben et al., 2014; Houben, 2017,
Camacho, 2022; Chen et al., 2022).

B CANMHUYHBIX ClIy4asdaX, OAHAaKO, TaKUM MapasuTu4€CKUM
XpOMOCOMaM yHaeTCst JOOUTHCS BOJIIOLUOHHOIO ycliexa,
CTaB HE3aMECHHMOW YacThIO F€HOMa FEePMUHATHBHBIX KJle-
TOK Yy BCEX HJIN 60J'IbLlIl/IHCTBa BUJOB KPYIIHOT'O TaKCOHaA.
Takue XpoMOCOMBI, OTPaHUYEHHBIE 3aPOABILIEBON JIMHUEH
(GRC —germline-restricted chromosomes), 6pu 0OHApYXe-
HbI y IMOYTH BCEX UCCICAOBAHHLIX BUAOB U3 TPEX CEeMENCTB
JIBYKPBUTBIX HACEKOMBIX: TPHOHBIX KoMapuKoB (Sciaridae),
rayutoBbIx komapukoB (Cecidomyiidae) 1 komMapoB-3BOHIIOB
(Chironomidae) (Hodson, Ross, 2021) u y Bcex uccienoBaH-
HBIX BHJOB BOpoOBMHOOOpa3HEIX (Passeriformes) — camoro
Ooraroro Bunamu otpsaa nrui (Torgasheva et al., 2019; Bo-
rodin et al., 2022).

CospemenHbIM 3HaHISIM 0 GRC IBYKpBUTBIX OBLT MOCBSI-
el noapoOHeIit 0630p (Hodson, Ross, 2021). O630p pabdot
mo GRC BopoObHMHOOOPa3HBIX OBLI HEJABHO OIYOJIMKOBAaH
TrpyIION aBTOPOB, B KOTOPYIO BXOJMJIM IIOYTU BCE €BPOIEH-
CKHe HCCIIeJIOBATENIN 3TOH XPOMOCOMBI, BKIIOYasi U aBTOpa
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Hacrosiei crare (Borodin et al., 2022). On Obu1 moaro-
TOBJICH UTS CIIEI[MANIFHOTO BBIMycKa ypHaia “Chromoso-
me Research”, TOCBAIIEHHOr0 HEMEH/ICJICBCKOMY HaCIIe/J0Ba-
HUIO 1 MeioTnueckomy apaiiBy (Hanlon, Larracuente, 2022).
IToaTomy B HeM 0coboe BHIMaHHE OBIIIO YACTICHO THITOTE3aM
o mexanusMax nepeaaur GRC B 3apobIIeBOI IMHUU U AJTU-
MUHALUU 3TOW XPOMOCOMBI U3 COMaTUYECKUX TKaHel. Eie
oanH 0030p, B KotopoM GRC anamm3mpyercss B KOHTEKCTE
TEHOMHOTO KOH(IMKTa MEX/Iy COMaTHIEeCKUMH 1 I'epMUHA-
TUBHBIMHU KJIETKAMH, TOSIBUJICS OHJIaWH B ceHTsi0pe 2023 r.
(Vontzou et al., 2023).

B nacrosmeii padote OyryT paccCMOTPEHBI ITPOOJIEMBI, CBSI-
3aHHbBIE CO CTPYKTYpPOH, (pyHKIIMEH 1 IBOJIIOLMEH JTOi 3ara-
JIOUHOM XpOMOCOMBI.

OTKpbiTne GRCy nTuy

GRC BopoOBMHOOOpA3HBIX IITHII OBLTA BIIEPBEIE OOHApYXKEeHA
apreHTuHckuMu nuroreHetrukamu M.U. [Muronum u A. Co-
napu y 3e0poBoit amanuusl (Taeniopygia guttata) (Pigozzi,
Solari, 1998). OrM HaTKHYITUCH HA HEE COBEPILICHHO CITyJaitHO
B XOJI€ CPAaBHUTEJIHOTO U3Y4EHHS CHHAIICHCA ¥ PEKOMOMHA-
LMY TTOJIOBBIX XPOMOCOM B M€i03€ caMOK NTull. B 1yinHHOM
psAy BUIOB NTHUIL, W3YYEHHBIX 3TUMHU HCCIEN0BATEIIMHU
(Solari, Moses, 1973; Rahn, Solari, 1986; Solari, 1992; Solari,
Pigozzi, 1993; Pigozzi, Solari, 1997), 3e6poBasi amainHa Obu1a
TIEPBBIM MIPECTABUTENIEM OTpsiIa BOPOObMHOOOpa3HEIX. B ee
MEHOTHYECKUX KIETKaX OHU YBUJICJIN HEUTO, YETr0 HE BHJICITH
HH 'y KOI'O U3 HpeﬂCTaBMTeﬂef/lI paHeC NCCIICAOBaHHBIX BUI0B.

I'epMuHaTHBHBIE KIETKH CAMOK M CaMIIOB 3TOTO BHA CO-
JIep>KaJn JIOMOJTHUTEIBHYIO0 XPOMOCOMY, KOTOPOH He ObLIO B
KJIETKaX KOCTHOTO MO3Ta M OCTAJIbHBIX COMaTHYECKUX KJIET-
Kax. OTa JOMOTHHUTENbHAS XpOMOcoMa OblTa KpyIHee BCeX
ocTabHBIX XpoMocoM. OHa OblIa 3yXpOMaTHYECKOH B rep-
MMHHATUBHBIX KJICTKAX CaMOK U FeTepOXpOMaTl/IlleCKOI‘/II B CIIep-
MaronuTax camioB (Pigozzi, Solari, 1998). IIpu 3ToM B Tep-
MHHATHUBHBIX KJIETKaX Y CAMOK OHa IIOYTH BCET/1a ObIa B ABYX
KOITUSIX, 8 y caMIIoB — Bcera B onHoi (Pigozzi, Solari, 2005).

Erme onHoM HEOXKUTaHHON 0COOCHHOCTBIO ATOH XPOMOCO-
MBI OBIJIO TO, YTO Y CAMIIOB OHA OTCYTCTBOBAJIa HE TOJIBKO B
COMAaTHYCCKHUX KJICTKaxX, HO U B Cli€pMaTo3ongax. B MMaxXUTCHC,
murtoreHe u Metagdase I mettoza GRC BBISBIIAIACH HA IEPH-
(hepun XxpoMOCOMHBIX TTacTHHOK. B Metacdaze I myxckoro
Melo3a OHa OTCyTcTBOBaka. IIpu 3TOM psAlOM ¢ HEKOTOPBI-
MU CIIepMaTOITaMy HaOmronamy okpyrinoe miotHoe DAPI-
MO3UTHBHOE Tes0. C TOMOIIBIO AIEKTPOHHON MUKPOCKOITUH
OBUIO MOKA3aHO, YTO ATH OKPYIVIBIE Tesla ObUTH OKPY>KEHBI
JBoHON MeMOpanoif. M.U. Tlurormuu ¢ KoyureraMu mpearno-
JIOKMIIM, 9TO 3TH MUKposapa coxepxkar GRC, anumunupo-
BaHHYIO I0CJIe NepBoro Meiornueckoro aeienus (Pigozzi,
Solari, 1998, 2005; Itoh et al., 2009; Goday, Pigozzi, 2010;
Schoenmakers et al., 2010).

[To3nnee A.A. Topraiesa ¢ KoJleraMu HOATBEPIMIIN 3TO
MPEITIOI0KEHNE B PSIMOM dKcTiepuMenTe. OHM IPOBEIN MUK-
POIMCCEKIINIO ATUX MHUKpOsiiep, MpurotoBmwim u3 Hux JJHK-
po0ObI ¥ THOPUAN30BAIIH ATH IPOOKI HA ITpernaparax NaxuTeH-
HBIX CIIEPMATOILUTOB M OOIUTOB. BO BCcex cityuasix CHIIbHBIN
crenupUIHbIA THOPUIN3AIMOHHBII CUTHAN HAOIIOAAJICS Ha
GRC (Torgasheva et al., 2019). [Tockonsky GRC ynansiacek
U3 CTIEPMATOINTOB H, CIICIOBATENILHO, OTCYTCTBOBAJIA B CIIEP-
marozonaax, M.J. [Turomniw ¢ korieramu mpearonoXuIIi, 9To
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XpomMocombl NeBYMX NTUL,
OorpaHnYeHHble 3apOAbILLEBO NINHKEN

OHa JIOJDKHA HACJIEI0BATHCS MCKITFOYUTEIBHO 10 MAaTEPUHCKOM
e (Pigozzi, Solari, 2005; Itoh et al., 2009).

M.U. Turomum u A. Conapu cHavaja KI1acCUPUIIHPOBATH
GRC amanuns! kak B-xpomocomy. OnHaKko OHM OTMETIIIH €€
YHHUKaJIbHBIE 0COOCHHOCTH. B-XpOMOCOMBI OOBIHO H3MEHUIH-
BBI 10 YUCITy B COMAaTHUYCCKUX KICTKAaX U UMCIOT TCHICHIIUIO
HaKaruIMBaThCs B T€PMUHATHUBHBIX KJIETKaX. XpoMocoma,
OTpaHWYCHHAS 3apPOABIINIEBON JTMHHUEH, 3e0pOBOi aMaInHBI
OTCYTCTBOBaJia B COMAaTHYECKHUX KIICTKaX M BCETNA IMPHUCYT-
CTBOBaJIa B K&XKI0M repMUHATUBHOM KiieTke. C camMoro Havyana
uccnenoBaans GRC crano sicHO, 9To 3Ta XpoMocoMma He da-
KyJIBTATUBHBIN, 2 OOTUTaTHBIA 2JIEMEHT T€HOMAa TePMITHATHB-
HBIX KJIETOK, aOCONIOTHO HEOOXOMMMBIHM JJIsi raMeToreHesa
(Pigozzi, Solari, 1998).

GRC Ha ¢unnoreHeTnyeckom gpeBe NTuL

Oxomno aByx aecstuinetuii mocie oTkpbitust GRC y 3e6poBoit
aMaJIMHBI 3Ty XPOMOCOMY PaccMaTpHBaIN KaK WHTEPECHBIH
IeHETUYECKUI Kypbe3, eANHCTBEHHBIN ClTy4ail OOHapyKEeHUsI
B-xpomocomsl y ntuil. OTKpBITHE B TEPMUHATHBHBIX KIIETKAX
POJICTBEHHOTO BHJIA, SIMTOHCKOW amanuusl (Lonchura stria-
ta domestica), TONOJIHUTEIHLHON XPOMOCOMBI, CXOIHOM 110
MOp(OJIOTHH U 0COOCHHOCTSM ToBeeHHs B Merio3e ¢ GRC
3ebpoBoii amaaunsl (del Priore, Pigozzi, 2014), He n3menu-
710 3TOTO OTHOIIEHUs. CUTyarus pe3Ko nomensnacek B 2018—
2019 rr., Kor/Ia TpU HE3aBHUCHMBIEC TPYIIIBI HCCIIEeAOBaTEIeH
C pa3pbIBOM B HECKOJILKO MECSIIEB OMYOJINKOBAIIM JaHHBIC,
CBHUJIETENBCTBYONIHE 0 TOM, 4T0 GRC MOXeT pUCyTCTBOBATh
B 3apOJIBIIIEBON IMHIY MHOTHX BUI0B riTHl (Biederman et al.,
2018; Kinsella et al., 2019; Torgasheva et al., 2019).

[IpsiMble CBUIIETENBCTBA JPEBHETO IIPOUCXOXKICHHS U LITH-
poxoro pacrpoctpanenust GRC cpemu meBunx nTHIl ObUTH
noydensl B pabore A.A. Topramesoii ¢ koyuteramu (2019).
ABTOpBI NPOBEJIN IIUTOTCHETHYECKUI CKPUHUHT 15 BUIOB
MEBYMX NTHUII U 8 BUJIOB ITHUI] 32 PEIETIAMH 3TOTO TIOAOTPsIIa.
OHu ucnonbs3oBaiu uMMyHosokanuzanuo SYCP3, ocHOB-
HOTo OeJIKa CHHAITOHEMHOTO KOMIUIEKCa — OCEBOr0O CKelleTa
XPOMOCOM, Ha CTaIuH poda3sl Melo3a, IEHTPOMEPHBIX Oe-
KoB m Oenka mucMmard-penaparmu MLH1, mapkupytromiero
CaiThl TOMOJIOTMYHON pexoMOuHammu (puc. 1).

A.A. Topramesa c xomuteramu (Torgasheva et al., 2019) mo-
ka3zanu, 9o GRC npucyTcTByeT BO BCEX MAXUTEHHBIX KJIETKAX
BCEX HMCCIICOBAHHBIX 0COOEH BCEX MCCIIEIOBAaHHBIX BHUJIOB
MeBYUX NTHI, BKIIo4ast rpada (Corvus frugilegus), mpencra-
Bures uHppaotpsiaa Corvida, cecTpuHckoro kK nHGpaoTpsLy
Passerida, BkirouarorieMy Bce OCTalbHbIC CEMEHCTBA EBUMX
nra (puc. 2). Pasmep GRC BapsupyeT B IMUPOKHX Tpeenax.
V onnux BuaoB GRC oTHOCHTCS K KJTACCy MaKpOXpOMOCOM,
1-3-ro pa3MepHOro paHra, y Ipyrux — K MUKpOXpOMOCOMaM.
DuIIOreHeTHYECKON KJIaCTEPU3aLMK 110 3TOMY IIPU3HAKY HE
HaOmoaeTcst. biuskne BUABI MOTYT CHIIBHO pPa3iMyarhCs
no pasmepam GRC (cm. puc. 2). IIpu stom GRC Becpma
KOHCEpBaTHBHA B OTHoUIeHNH Mopdonoruu. [lodurn y Bcex
MCCIICIOBAaHHBIX BUIOB 3TO aKPOIEHTPUYECKAst XPOMOCOMa.
Uckmrouenne cocrapinsieT myxosioBka-niectpyuika, GRC koto-
poii okazanace metanenTpudeckoit (Torgasheva et al., 2019;
Malinovskaya et al., 2022).

XpoMocoma, orpaHUY€HHas 3apOJIbILIEBON JIMHUEH, HE
oOHapykeHa HM y OJHOTO W3 BHJIOB ITHIl 3a MpeAcIaMH
oTpsiia BOPOOBMHOOOPA3HBIX, BKIIOYasi BOJIHUCTOTO TIOIY-
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Puc. 1. lepMrHaTUBHbBIE KNETKM 6OMbLION CUHMLbI HA CTaAWM MAaXUTEeHbl NOC/IE MMMYHOOKpALLMBaHWA aHTUTenamm Kk SYCP3 (kpac-
HbI UBET), LeHTPOMEepPHbIM 6efikam (cvHuin) n MLH1 (3eneHbin).

a—oouut, cogepxalwmin 6usaneHT GRC; 6 — cnepmatoumT ¢ yHuaneHTom GRC. Macwtab 5 MKM.

HakoHeUYHWKHM CTpenok yka3sbiBaloT Ha LieHTpomepbl GRC Tpex cambix 60nbLUMX MakpobrBaneHToB 1 retepomopdHoro 6vsaneHta ZW ¢ He-
BbIPOBHEHHbIMY LieHTpomepamu. CTpenKka yKkasbiBaeT Ha curHan MLH1 B nepuueHTpomepHoMm paiioHe 6usaneHTa GRC. Maclutab 5 MKm.
®otorpadun u3 ctatbu (Torgasheva et al., 2019), onybnukoBaHHol B XypHane “Proceedings of National Academy of Sciences USA”

no nuueHsun CC-BY-SA 4.0 (mogudurumnposaHo).

raitunka (Melopsittacus undulates), mpencTaBuTeNs OTpsIA
norryraco0pasHeix (Psittaciformes), cecTpHHCKOTO K OTpsiAY
BopoObuHOOOpa3ubix (Torgasheva et al., 2019). 3atem 3tot
CITMCOK OBII pacIIMpeH U Ha MOMEHT HAITMCAHMS ATOTO 0030-
pa Britovas 27 BunoB nesunx ntul ¢ GRC u 9 BuaoB nrui
6e3 GRC 3a npeaenamu atoro nopotpsaa (cM. puc. 2) (Boro-
din et al., 2022).

Ha ocnoBanuu uurorenernueckoro ckpununra A.A. Top-
rameBa ¢ kouteramu (Torgasheva et al., 2019) 3axmrounu,
gro GRC, mo-BunuMomy, IpUCYTCTBYET B TEHOMAaX TepMH-
HATHUBHBIX KJICTOK BCEX IEBYMX NTHIl U OTCYTCTBYET y BCEX
OCTAJIBHBIX ITHUI], U TPEAMOIOKUIHN, YTO OHA BO3ZHHUKIA Y
0011Iero mpeaKa MmoAoTPsIa MEeBIYUX BOPOOBHMHOOOPA3HBIX
nrun (Passeri), Bkimodatomiero oxono 5000 Bumos. ['epmu-
HATHBHBIC KJICTKU MPEICTABUTEICH MOAOTPSIa KPUYALIHX
BOpoOsMHOOOpa3HbIX (Tyranni), cocTosmero u3 MpuMepHO
1200 BunoB, u momoTpsga Acanthisitti, B KOTOPBIA BXOIAT
JIBa BHJIa HOBO3CJAH/CKUX KPAlMBHUKOB, 0 CHX IOp HE
MIpOaHaTN3UPOBAHEL. [109TOMY MBI TTOKa HE 3HAeM, €CTb JIH Y
HUX XpOMOCOMa, OTpaHUICHHAs 3apOJIbIIICBO TnHIeH. Ecim
OHa ecTh, 3Ha4uT, GRC BO3HUKIIA ropa3/io paHkllle, y 001ero
Ipesika BceX BOPOOLHHOOOPA3HBIX IITHII.

He3aBucumble CBUICTEIIECTBA IBOIOIIMOHHON IPEBHOCTH
GRC Obu1H NMOTy4eHBl Ha OCHOBE CPABHUTEIBHOTO aHAIN3a
Pe3yIIBTaTOB CEKBEHUPOBAHMUS KIIETOK CEMEHHUKOB M COMATH-
4ecKuX TKaHel 3e0poBoii amamunsl (Kinsella et al., 2019) u
«BBIYUTATEIILHOTOY aHAIU3a UX TpaHCKpunToMoB (Biederman
etal., 2018). Bersiieno 6omee 100 reHOB, crieITUUIHBIX JITIS
GRC (raMeTo10roB) ¥ IMEIOMIKX ITapaioroB (COMATOIOTOB)
Ha 1o MeHbIel Mepe 19 pa3nuuHbeIx A-XxpoMocomax.

PesynbTars! prToreHeTHIecKoro aHaJIr3a MO3BOIHIIH IO/
paznenuts GRC-cnienuguyaHbIe TeHBI Ha TISITh 3BOFOIIMOHHBIX
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CTpAT IO CTETIeH! UX TUBEPTECHIIUHN C COMAaTHIECKUMH Tapa-
noramu (Kinsella et al., 2019).

CreneHb TUBEPreHLIUHN MEX, Ty TaMEeTOJIOraMHi CaMOi MOJIO-
JIOM CcTpaThl 5 U UX COMATOJIOTaMH COMOCTaBUMA C YPOBHEM
JUBEPTCHITUH 3TUX COMATOJIOTOB MEXKITy TTOJIBUAAMHU 3€0pO-
BOM amaIuHbI. ['amMeTosoru CTpaTsl 4 BOSHUKIN B XOZ€ TUBEP-
TeHIINHY 3¢0pOBOM aMa/IMHBI OT OCTPOXBOCTON aMaInHbI (Poe-
phila acuticauda) n xompaatoro actpuibia (Stizoptera biche-
novii). K cTpare 3 0THOCATCSI TaMeTONIOTH, BO3HUKIIINE Y 00-
IeTo Tpe/IKa BUIOB ceMmeiicTBa acTpribaoBbIX (Estrildidae),
K cTpare 2 —npenka nHppaorpsaa Passerida. Camas mpeBHss
crpara | BO3HUKIIA y 00ILEro MpeiKa MoA0TPsiAa eBUKX MTHII.

Taxkum 00pa3oM, W IUTOJIOTHYECKUE, U MOJICKYIISIPHO-Te-
HETHYCCKHUE JaHHBIC OTHO3HAYHO YKa3bIBAIOT HA MOHO]HIIC-
THYECKOE IPOUCXOKICHNE XPOMOCOMBI, OTPAaHUYEHHOH 3apo-
JIBIIIICBOM JTUHHUECH.

leHeTnyeckni coctas GRC

UYro xe comepxkutcs B GRC, 4To MO3BOIHIIO 3TOI XPOMOCO-
M€ CTaTb OOJUTaTHBIM IEMEHTOM I'€HOMA IepMUHATHBHBIX
KJIETOK Bcex meBumx ntun? Ha MOMEHT HamucaHus 3TOH
CTaThH OITyOJTMKOBAHbI pe3yIbTaThl reHOMHOTO aHanmm3a GRC
BCETO YETBIPEX BU/IOB IIEBUMX NTHIL: 3¢0poBoii amatuHb! (Kin-
sella et al., 2019), nByX BUIOB COJIOBBEB, 3anaqHOTO (Lusci-
nia megarhynchos) u Boctoanoro (L. luscinia) (Schlebusch et
al., 2023), u oObpIKHOBEHHOU J1a3opeBku Cyanistes caeruleus
(Mueller et al., 2023).

Hawnbonee neranpro uccnenoanHas GRC 3e0poBoit ama-
JIMHBI COZICPXKHT PSi/l TEHOB, BAKHBIX /TSI PA3BUTHS PEIPO-
JYKTHBHOM cucTeMbl. [IpoTHB 0XHaHUs, MOOMJIBHBIX dJie-
MeHToB U carejutuTHOM JJHK B GRC He Goibliie, a MEHbIIIE,
gem B A-xpomocomax (Kinsella etal., 2019; Torgasheva et al.,
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XpomMocombl NeBYMX NTUL,
OorpaHnYeHHble 3apOAbILLEBO NINHKEN

3ebpoBasn amagnHa
YewynyaTtorpygasa amagnHa
AAinoHcKkaA amagnHa
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Taeniopygia guttata*
Lonchura punctulata®
Lonchura striata domestica*
Lonchura castaneothorax”
Lonchura malacca”
Lonchura atricapilla”™
Erythrura gouldiae*
Emberiza leucocephalos*
Fringilla coelebs*

Fringilla montifringilla*
Pyrrhula pyrrhula®
Serinus canaria®

Acanthis flammea*
Spinus spinus*

Chloris chloris*

Carduelis carduelis*
Carduelis cannabinat*
Ficedula hypoleuca*®
Luscinia megarhynchos&
Luscinia luscinia&

Parus major*

Alauda arvensis*
Acrocephalus dumetorum®
Hirundo rustica*®

Riparia diluta*

Riparia riparia*

Corvus frugilegus

Tyranni

Acanthisitti
Melopsittacus undulatus®
Falco subbuteo*
Chlidonias niger*

Apus apus*

Cuculus canorust
Columba livia*

Anser anser*

Coturnix japonica*®

Gallus gallus*

Puc. 2. DunoreHetTnueckoe ApeBo BUAOB NTWL, AN KOTOPbIX NCC/IEA0BaHbI MAaXUTEHHbIE KAPUOTUMbI.

YepHble Kpyru yKasblBatoT Ha BUAbl ¢ Makpo-GRC, 6enble — Ha Buabl ¢ MUKPO-GRC, OTCYTCTBME KPYrOB O3HayaeT OTCYTCTBME XPOMOCOMbI,
OrpaHNYeHHON 3apoabllLeBON NUHMEN. ICTOUHWK AaHHbIX: * Torgasheva et al. (2019); # Malinovskaya et al. (2022); " Sotelo-Mufoz et al.
(2022); & Poignet et al. (2021). Cxema — n3 ctatbm (Borodin et al., 2022), ony6nmkoBaHHoii B kypHane “Chromosome Research’, no nuueHsun

CC-BY-SA 4.0 (mogudurumnpoBaHo).

2019). Pe3ynbraThl TPaHCKPUITOMHOTO aHAlIM3a MOKa3alH,
4yTO 10 MeHbInel mepe mecTh GRC-crenupuIHbIX TeHOB
TPAHCKPUOUPYIOTCS B CEMEHHHMKAX U 32 TeHa — B SIMYHMKAX.
C momoImip0 Macc-CeKTPOMETPUUYECKOro aHanu3a Oblia
noaTeeprkacHa TpaHcisinus MPHK HEKOTOPBIX U3 3THX TeHOB
B TOHaaax y oboux mnonos. B Habope GRC-criermdnanbix
IeHOB HauOoJiee Mpe/CTaBlIeHbl KaTerOpUM TeHOB, OTHOCS-
muxcst K GOpMUPOBAHUIO TOHA/L Y CAMOK U CBSI3aHHBIX C pa3-
mHo)keHneM. Opronoru MHOruX GRC-crienuduaHbIX reHOB
3e0pOBOM amMajMHbI MPEUMYIIECTBEHHO 3KCIPECCUPYIOTCS
B roHazmax obomx mosnoB y Kypunsl (Kinsella et al., 2019).
B makpo-GRC 3ebpoBoii amagunsl 1 MUKpo-GRC cnauIbI-

J1a30peBKH 0OHapy»eH (YHKIMOHAIBHBII I1apajior TpaHc-
KPUIMIIMOHHOTO (akTopa BMP15, KOTOPBIA UTpaeT BaXKHYIO
POJIb B CO3peBaHMN (DOJUTMKYIIOB B SIMUHUKAX NTHUI] U IPYTHX
1o3BoHo4HbIX. B GRC nazopeBku 1 IByX BUIOB COJIOBBEB (HO
He y 3¢0poBOii aMaanHbI! ) BRISIBICHBI T€HBI, KOHTPOIUPYIOIIHE
(hopMupoBaHNEe CHHANTOHEMHOTO KOMIUIEKCA — CTPYKTYPBHI,
HEOoOXO0MMOH JJIsl CHHATICKCA ¥ PEKOMOMHAIIMY XPOMOCOM B
Mmeriose (Mueller et al., 2023).

[TokazaHo, 4TO HAa HEKOTOPHIE U3 TAMETOJIOTOB, B TOM UYHC-
Jie 1 Ha camble JipeBHue u3 HuX (biccl v trim71), neicTByer
ounmaromuit otoop. IIpoayKTH UX OPTOIOTOB HEOOXOTUMBI
st iuepeHIMPOBKH IMOPHOHATBLHBIX KIETOK MIICKO-
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muratommx (Uhlén et al., 2015). T'en biccl xogupyer PHK-
CBSI3BIBAIONINI OETIOK, MOAYIHPYIOUTHA TPAHCIAINIO Oenka
BO BpeMs SMOPHOHAIBLHOTO pa3BUTHSL. [IpomyKT rena trim71
cBsi3biBacTes ¢ MUKpoPHK u mognepxuBaet poct u nposnude-
panuio SMOPHOHAIBHBIX CTBOJIOBBIX KIeTOK. OH Takxke yda-
CTBYET B KOHTPOJIE KJIETOUHOTO IHKIIa. OOHApYKEHBI CIIebI
HEIaBHETO JBUXKYIIET0 0TOOpa Ha reH puf6(), KOTOPBINA KOJH-
pyeT OEJIOK, PEryIHPYOLINI MHOXKECTBO SAECPHBIX IIPOLIECCOB,
BKutouast crutalicuHr npe-MPHK u Tpanckpurmo (Kinsella et
al.,2019). DTo 01HO3HAYHO yKa3bIBACT HA (DYHKIIMOHAIBHYIO
3HAaYUMOCTb, 110 KpaiiHel Mepe, HEKOTOPbIX raMeTo1oros. [pu
aToM otzenbHble TeHbl GRC cHHMIBI-IA30pEBKH M1 MHOTHE
reHbl 000MX BHJIOB COJIOBBEB IOJBEPINIUCH ICEBIOTCHN3A-
IIUH U, TO-BUIMMOMY, yTPATHIN (yHKINOHAIEHOE 3HAUYCHUE
(Mueller et al., 2023; Schlebusch et al., 2023).

WHTepecHO, YTO KOIMMPOBaHHE I'€HOB COMAaTHYECKOTO I'e-
HoMa B GRC He mpuBeso K yTpaTe UX «OpUTHHAIOBY. boiee
TOTO, Ha CHHUIIE-Ta30peBKe OOHApy>KeHA IMOJIOKUTEIIbHAS
KOppeJIsilys B YUCIIe KOIMK MEXK/Iy raMeToJIoTaMy U MX CO-
matosoramu (r = 0.35, P =0.001) (Mueller et al., 2023).

Takum o6pazom, GRC Bcex 4eThIpex HCCiIe0BaHHbIX BH-
JIOB COZICPIKUT KOITUH F€HOB A-XPOMOCOM, MHOTHE M3 KOTO-
PBIX BOBJIEUEHBI B KOHTPOIIb Pa3BUTHS U (PyHKIIMOHUPOBAHUS
TePMUHATHBHBIX KIIETOK.

MonoBoi1 gumopdnsm

no uncny GRC B repMnHaTUBHbIX KneTkax

1 0CO6EHHOCTAM ee NoBeaeHus

B npodase Mmeriosa

Bo Bcex maxuTeHHBIX KJIETKaX CaMIIOB (32 PEIKUMH HUCKITIO-
YEHUSIMH, O KOTOPBIX CKa3aHO HIIKE) OOHApYKMBACTCS Kak
mMuHMUMYM ofgHa GRC, koTOpas BBINISANT KaK yHUBAJICHT:
W3BUTOM, MHOT/IAa (parMEeHTHPOBAHHBIN OIMHOYHBII OCEBOI
AJIEMEHT CHHAIITOHEMHOTO KOMILIEKCa, OKPYKEHHBIIH 00JIaKoM
XpOMAaTHHA, KOTOPBIH HHTEHCUBHO METHTCS aHTHLIEHTPOMEP-
HBIMH aHTHTEJIAMH. DTOT YHUBAJICHT HE BCTYIAeT B CHHAII-
CHC ¥ peKOMOWHAIIHIO HHU CaM ¢ CO00i, HH ¢ A-XpOMOCOMaMH.
'V BCex HcClleI0OBaHHBIX BHJIOB BO BCEX MAXUTEHHBIX KJIETKAX
CaMoK (3a PeAKMMH HCKIIOYSHUSIMI) OOHAPYKHBAIOTCS JIBE
GRC, xotopsie BeayT ceOsi Kak OOBIUHBIC A-XPOMOCOMBI.
OHH CHHANTHPYIOT APYT C APYTOM IO BCeH ITnHE, 00pas3ys
OMBaNEHTHI, 1 peKOMOMHMPYIOT. EqnHCTBEHHOE, YeM OuBa-
neutel GRC omnnyaroTcst oT OMBaJICHTOB A-XPOMOCOM, —
pacmpenieneHne Touek pekomOnHanuu. VX MeHblie, 4eM Ha
A-XpoMocoMax CXOIHOTO pa3Mepa, M OHM CHIIbHEE CMEIIEHBI
k koHriam ouBaienroB GRC (Pigozzi, Solari, 1998, 2005;
Torgasheva et al., 2019, 2021; Malinovskaya et al., 2020).

C pacmmpeHneM CHeKTpa BHJIOB, YBEITHYEHUEM 4YHCIa
UCCIIEZIOBAaHHBIX 0CO0EH M MPUMEHEHHEM MOJICKYJISIPHBIX
po0 CTaIM BBIABIATHCS UCKITIOUEHHA. Y IISATH CaMOK (O1Ha
3e0poBasi aMaJIHA U YEeThIPE JIACTOYKH-0eperoBynku) u3 50
HCCIICIOBAaHHBIX HpeﬂCTaBHTeHeﬁ CEMHU BUJIOB BCC M3YUCHHBIC
maxuTeHHbIe KiIeTku copepkanmu onHy GRC (Borodin et al.,
2022). Kpome ToT0, 4eThIpe CaMKH OOJIBIION CHHHIIBI N3 CEMHU
MCCIIEI0BAaHHBIX OBLTM MO3aHKaMU T10 YHCITy XPOMOCOM, OT'pa-
HUYEHHBIX 3apOJIBIIIEBON THHUEH. B HEOOIBIIIOM KOJITYeCTBE
nX KiIeTok (ot 2 10 26 %) nabmonanacs oqaa GRC, Bo Bcex
ocranbHbIX — ABe (Torgasheva et al., 2021).

Cpemu 76 camIi0B 26 HCCIEIOBaHHBIX BHIOB J0 CHX IIOp
He 00Hapy»KeHO 0C00eH, y KOTOPBIX BO BCEX TePMUHATHBHBIX
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KJIETKaX ObLIO ObI OOJIBIIE OHON XPOMOCOMBI, OrPAHUUYEHHO
3apozpImeBoif mnaueil. Ho y aeBatn u3 Hux (cemMu OieqHbIX
OeperoBymiek, OHON OOJNBIION CHHUIIBI, OTHOH MYXOJIOBKH-
MECTPYIIKH U OJJHOH BOCTOUHOI YEPHOT0JIOBOM MYyHHH) OBLI
BbIsIBIIeH Mo3aui3M 1o yncary GRC (Borodin et al., 2022).
Hexoropble repMUHATHBHBIC KIETKH CaMIIOB-MO3alKOB CO-
nepxanu nee win qaxe Tpu GRC (Malinovskaya et al., 2020).
Bocrtounas yepHOTronoBas MyHUsI OblJIa MO3aHKOM HE TOJIBKO
TI0 YHCITY, HO ¥ TIO pa3Mepy XpOMOCOM, OTPaHUYCHHBIX 3apo-
JIbIIIEBOM TMHKEW. HekoTophie ee KIeTKU conepkKaiu OfHY
Makpo- u ogay MuKpo-GRC (Sotelo-Muiloz et al., 2022).

Bb110 Ipe/IT0’KeHO HECKOITBKO THITOTE3, HAPABICHHBIX HA
00BsICHEHHE 110JI0BOT0 TUMOphu3Ma, oiuMophu3mMa u Mo-
3antpMa 1o unciry GRC (Borodin et al., 2022). Dty rumote3s
MO>KHO Pa3/IeNTh Ha JIBE TPYIBL. [ UITOTE3bI HEPBOI rpyIIIBI
HUCXOAAT U3 NPEIIOJIOKEHUS O TOM, UTO KEHCKUU Meio3
MPOTEKaeT HOPMAaJIbHO M BCE OOIUTHI comepxar ogay GRC,
a Bropast GRC BO3HHKaeT y caMOK 3a CUET HEPACXOXKICHUS
XpOMAaTH/ B XOJ€ MHUTOTHUECKHX JEJECHUN MPUMOpPIUATb-
HBIX TOJIOBBIX KJIETOK. [ MIIOTE3BI BTOPOM TPYMITBI IPEIIO-
nararot, uto 06e GRC B riepBoM /1es1eHHN JKEHCKOTo Meio3a
win 00e xpomarusl oquHoyHoi GRC Bo BTOpoMm neneHuu
HE PacXOAATCS M TPEUMYILECTBEHHO HATIPABIISIFOTCS B OOLIUT.
B pesynsrare 0onbmmHCTBO 3UroT cozepikar ase ko GRC,
KaK M OOLUTBI IIepe]] BCTYIUICHUEM B MEH03. Y caMIOB OJlHA
13 KOIHH, TPEIIOIIOKUTENBHO, JMUMUHUPYETCS B XOJ€ MHU-
TOTHYECKHX JEJICHUI MPUMOPANATBHBIX MOJIOBBIX KJICTOK.

Ha moii B3msi1, Bce npeiosKeHHbIE Ha CETOAHAIIHUMN JeHb
THITOTE3bI COAEPIKAT PSAJ] HEITPOBEPEHHBIX U HETIPOBEPSIEMBIX
TIPEJITONIOKEHHUH, ¥ HU OJTHA M3 HUX HE OOBSICHSIET BCETro Kpyra
SIBJICHUH, CBSI3aHHBIX C II€peJadyeii XpOMOCOMBI, OIPaHUYEH-
HOW 3apoJIBIIIeBOi TnHMEH. Permenne 3ol mpoOieMbl MOXKET
OBITH OJTyYEHO HAa OCHOBE aHAJIM3a CETPeray yHUKaIbHBIX
noNMMOp(QHBIX MapKepoB, Jokain3oBaHHbIX Ha GRC.

[TonoBoii aumopdusm B MefiornaeckoM mosenennn GRC
COXpaHseTCsl M B TeX TePMUHATUBHBIX KJIETKaX, KOTOPBIE CO-
Jiep’KaT HeTUNHUYHOE JJIS AAHHOTO I0JIa YUCJIO XPOMOCOM,
OTrpaHMUYEHHBIX 3aPO/IbIILIEBON IMHUEN. YHUBAIEHTHI Y CAMOK
He OBUIM OKPY)KEHBI 00TAKOM XpOMaTHHA, MEYEHHOTO aHTH-
Tenamu NnpoTuB HeHTpomep. JIBa oceBbix anemeHta GRC B
KJIETKaX CaMIIOB €CIIM M CHHANTHPOBAIH JIPYT C APYIOM, TO
MIOYTH BCET/Ja HE TOJIHOCTHIO, M KpaifHe PeKo PeKOMOMHH-
poBasin (Malinovskaya et al., 2020). Cpenu Thicsid ipoaHa-
JM3UPOBAHHBIX CIIEPMATOIUTOB | y cammoB 26 BUIOB ITHUI]
HE Hal/IeHO IIMTOJIOTHYECKUX MPHU3HAKOB PEKOMOWHAIIUU
GRC uu BHyTpH cebs, Hu ¢ A-xpomocomami (Torgasheva et
al., 2019, 2021; Malinovskaya et al., 2020, 2022; Poignet et
al., 2021; Sotelo-Muioz et al., 2022). OmHako gaxke B cirydae
HaJIW4Ms TaKoH peKOMOMHAIMM B MYXKCKOM Melo3e OHa He
JIOJDKHA UTPaTh POJIM B IBOJIONNHU TEHETHYECKOTO COCTaBa
GRC B crity HEBBICOKOM 4aCTOTHI €€ IEPEIauu Yepe3 CaMIOB
(Pei et al., 2022).

[IpaxTryeckn uckmountenbHas nepenada GRC mo mare-
PHMHCKOM JINHUH U TOT (DaKT, 4TO PEKOMOMHAITHS BO BCEX paiio-
Hax GRC, kpoMe TepMHUHAIIBHBIX, IOUTH MTOJHOCTHIO 3aIepTa,
CBHUJICTENBCTBYIOT O TOM, YTO C TOSIBICHUEM y TEBUUX ITHUI]
GRC y HUX BO3HUK HOBBII 2JIEMEHT F€HOMA, TOJBEPKEHHBIN
JeiicTBuio xpanoBuka Mémiepa, B100aBOK K JOCTaTOYHO
Goratoit reHaMu XxpoMocome W M T€HOMY MHUTOXOHIPHMA.
JInst HepeKOMOMHUPYIOMIKX AIIEMEHTOB T€HOMa XapaKTepeH
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HUCKJIIOYUTEIBHO BBICOKUH TeMII (1)I/IKCB.LII/II/I TOYKOBBIX U
cTpykTypHBIX MyTarmii (Gabriel et al., 1993). MoxHo mO-
naratb, — 1oroMmy, 4To GRC 10/mKHa HBOMIOIMOHNPOBATH C
BBICOKOH CKOPOCTBIO U YCKOPSATB 3BOJIOLUIO BCETO MONOTPsIAA
HEBYUX MTHLI.

Spontoyma GRC

Cxopoctb 3Bomror GRC MOXXHO OIIEHUTH TTO YPOBHIO JTH-
BepreHuy reHerudeckoro cocraBa GRC Mexay pasHbIMH
Bugamu ntull. C UCIONB30BaHUEM PEIUIPOKHON (iryopec-
HEeHTHOH in situ TnObpuanzanuu (FISH) 6puta momydena rpy-
6ast ouenka crerneHu romonornu Mexay GRC HecKoIbKHX
BUJIOB IITHUII. Omna oka3ajach YAUBUTEIIBHO HH3KOI>1, 4TO yKa-
3BIBAET Ha OBICTPYIO BOIIOIHIO reHeTHdeckoro coctaa GRC
(Torgasheva et al., 2019). [lnsa onpeneneHnst MacmTadoB U
Jieraiei 9Toro npouecca HeodxoauM reHoMHbIN anann3 GRC
Pa3HBIX BUIOB.

[epBble pe3yIbTaThl TAKOTO aHAIN3a ITOATBEPXKIAAI0T MPE-
TMOJIOXKEHUE 00 MCKIIOYUTENILHO BBICOKOH CKOPOCTH DBOIIIO-
LMY XPOMOCOMBI, OTpaHUYEHHOM 3apoablieBoi nuHueil. Ha
9TO yKa3bIBAaCT 3HAYNTEIbHAS €€ ANBEPIeHINS y 3ala HOTO
(L. megarhynchos) n 00bikHOBEHHOTO (L. luscinia) coioBbEB,
KOTOPBIX pa3dessieT Bcero 1.8 MITH JIeT He3aBUCHMOI1 HBOITIO-
1. Y TIepBOro Biia 00HapyKeHO 585 raMeTonoroB, y BTOpo-
ro —406. 13 nux Bcero 25 6butn ooumu i1t GRC cosnoBbe
1 3e0poBo aMaanHBI U 192 — oOmiMu TSt 000UX BHIOB CO-
noBbeB. To ecth Bcero omHa TpeTh reHoMa GRC nByx Oiu3kmx
BHUJIOB COJIOBBEB ObLIa YHAC/IEOBaHA OT 00IIIEro npeka. Tak,
Hanpumep, mouTtr noaoBuHY GRC 00BIKHOBEHHOTO COJOBBS
COCTAaBIISICT OOJIBILION, XOTS ¥ ()parMEeHTHPOBAHHBIN, CETMEHT,
TOMOJIOTUYHBIH HEpa3pbIBHOMY CETMEHTY A-XPOMOCOMBI 2.
¥V 3amaiHOTO COJIOBBS ITOT TeHETHUYECKNI MaTepua BBISIBUTh
He ynanoch (Schlebusch et al., 2023).

brounoe xonupoBanue cermeHToB A-reHoma B GRC u
MOCIIEAYIOIIEE TUCTIEPTUPOBAHUE 3THX CETMEHTOB B COCTaBe
GRC oOHapy>KeHBI y BceX BUJIOB, CCIECIOBaHHBIX JOCTATOU-
Ho neranbHO. Tak, ¢ ncnons3zoBanueM FISH ¢ npo6amu JIHK
GRC 65110 TIOKa3aH0, uTo OomNbITyI0 YacTe GRC 3e0poBoit
aMaJInHbl 3aHUMAIOT JTUCTIEPTHPOBAHHbIEC TI0CIIE0BATEIb-
HOCTH, TOMOJIOTHYHBIE CETrMEHTY M3 KOPOTKOTO IlIeYa XpOMO-
comsr 3 (Itoh et al., 2009; Torgasheva et al., 2019). ®parmenT
JUTHHOTO TIJIeYa 9TOH 5K€ XPOMOCOMBI M OZTHA N3 MUKPOXPOMO-
COM OKa3aJINCh TOMOJIOTMYHBIMHU MocienoBarensHocTaM GRC
ypka. XpoOMOCOMa, OTpaHUYECHHAsI 3apOJBIIIEBOM JIMHUEH,
JIACTOYKH-OCPETOBYIIKH COACPIKUT MaTepuas u3 JUTHHHOTO
wieya xpoMmocombl 4 u xpomocombl W, ipoda GRC cunuist
rHOpHUIN30BaIach ¢ OMHON n3 MUKpoxpomocoM (Torgasheva
etal., 2019).

MexaHu3Mbl KOTTUPOBAHUS U TUCIIEPrUpOBaHus (par-
MeHTOB A-reHoMOB B GRC ocTarorcst Hen3BecTHRIME. Pexom-
omnarus mexny GRC u A-reHoMamu BpS JTH BO3MOXKHA.
Hu B onHOIt M3 paboT, MOCBSAIEHHBIX aHAJIM3Y CHHAIICHCA
PEKOMOMHALIUKN XPOMOCOM Y CaMOK YETBIPEX BHIOB MEBUUX
NTHL, He 00HAPY)KEHO HHU SKTOMMYECKUX KOHTAKTOB MEXKTY
GRC un A-xpomocoMamu, KOTOPbIE MOIIM Obl IPUBECTH K
peKOMOMHATINY W/FITH KOHBEPCHH, HU 00pa30BaHUS IITTHIICK
OCEBBIX 2JIEMEHTOB CHHANITOHEMHOT0 KomIuiekca camoii GRC,
KOTOPbIEC MOIJIN 6])1 MPUBECTHU K ACICHUAM, AYIIJIMKAIUAM U
JTUCTIEPTUPOBAHUIO TIocenoBarensHocTel B coctae GRC
(Torgasheva et al., 2019, 2021; Malinovskaya et al., 2020).
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XpomMocombl NeBYMX NTUL,
OorpaHnYeHHble 3apOAbILLEBO NINHKEN

Ilopa3uTtenpHblil pazmMax MEXBUJOBON M3MEHUYUBOCTH
M0 pa3Mepy U T€TEPOTCHHOCTH IO TEHETHUECKOMY COCTaBYy
GRC cBuzmeTenbCTBYET 0 OeCIpeeACHTHON SBOOIIMOHHON
TEKY4ECTH 3TOM YIAUBUTEIbHON XPOMOCOMBL. MaJjio Toro, 4To
raMeTOJIOTH TOCTOSIHHO HaKalJIHBaIOT TOYKOBBIE 3aMEHBI,
MOCTETICHHO TUBEPTUPYSI OT CBOMX COMATOJIOTOB M OT rame-
TOJIOTOB JPYTHX BUIOB. Pa3HbIe raMeToIOrH pa3HbIX BUIOB
MTOCTOSTHHO BO3HUKAIOT B cocTaBe GRC 3a cueT komupoBaHus
13 Pa3HBIX PaOHOB Pa3HBIX A-XpoMocoM. OJJHU TaMeTOIoTH
ammnuuupytorcst B GRC, yBenuupas ee pasmep, B TO Bpe-
Ms Kak JIeeTHPOBAaHNE APYTHX (FIIH TeX jke?) TaMeToIOTOB
BJICUET 3a cOOOH ee yMEHbBIIEHHE. JTH MPOLECCH pocTa 1
coxpaternns GRC 3arparusaroT ee pa3Hble paiioHbI Y Pa3HbIX
BUJIOB, YCHITMBAsI IMBEPTEHIINIO HX XPOMOCOM, OTPAHIMUYEHHBIX
3apOJBILLIEBON TUHUEH.

MMnoTe3sbl o nponcxokaeHnm GRC

1 ee poJin B 3BOSIOLINMU NEeBYUX NTULY

Hannbie o pactpoctpaneHnn GRC cpenu nruir (Torgasheva
et al., 2019) u pe3ynpTaThl aHATN3a BPEMEHH JAUBEPTEHIINN
ME>KIy TaMeToJIoTaMi U COMAaToJIOraMu 3¢0poBOil aMaTnHbI
(Biederman et al., 2018; Kinsella et al., 2019) ogHO3HAYHO
YKa3bIBAIOT HA €€ MOHO(HUIIETHUECKOE MTPOUCXOKICHHE.

A.A. Topraresa ¢ KoJIeraMy IPE/IIOJIOKIIN, YTO TIepBast
GRC Morna BO3HUKHYTh B TeHOME MPEAKOB MEBUMX MTHUI] 3
CYeT TPHCOMUH IO OJHOH 3 MHUKpoxpomocoM (Torgasheva
etal., 2019). JIpesHocts GRC neBumnx NTUIl ¥ Ype3BbIYaiHas
HBOJIIOLIMOHHAS TEKYUEeCTh €€ TeHETHUECKOTO COCTaBa MPAKTH-
YEeCKH HE OCTaBIIIOT HAJEK/I Ha TO, UYTO HAM YJACTCSI HAWTH
apajiors A-XpoOMOCOMBI, KOTOpast CTaJla ITOCIIETHIM O0IINM
npenkoM GRC Bcex meBuux MTHIl.

Kax nokasbiBaeT aHanu3 B-XxpoMocoM pa3HbIX BUAOB, UX
OCHOBOH MOTYT CITy>KHTb HE [IeJIble A-XPOMOCOMBEI, a nX (par-
MEHTBI, KOTOPBIE COJIepPIKaT LICHTPOMEPY M BO3HUKAIOT B XO/IE
XPOMOCOMHBIX TIEpeCcTpOeK B 3apoblieBoit Tuann (Cama-
cho etal., 2000; Rubtsov, Borisov, 2018; Poignet et al., 2021).
MeXXpOMOCOMHBIE TEPECTPOHKH (PUKCUPYIOTCS B SBOJIOLIUH
HTHI] TOPA3/I0 PEXE, YEM B APYTUX TAKCOHAX MO3BOHOYHBIX.
JurutonHoe ymceio 27 abCOIIOTHOTO OONIBIIMHCTBA BUAOB
ITUL BAPBUPYET B OUYEHb y3KHX rpeaenax, 80 + 2, a GobIIH-
CTBO XpPOMOCOM COBPEMEHHBIX ITUI] CAHTEHHO XPOMOCOMaM
pentmmmii (Warren et al., 2010; Griffin, Burt, 2014; Damas
et al., 2018). [Ipu 5TOM BHYTPUXPOMOCOMHBIE IIEPECTPOHKH,
B YaCTHOCTH MHBEPCHH, UTPAIOT 3HAYUTENILHYIO POJIb B BO-
JIOIMY KapHOTHUIIOB IITHII, B PsI/IE CIydaeB BBICTYMas Kak
OJIMH U3 MeXaHU3MOB BH1000pa3zoBanust (Hooper, Price, 2017;
Bravo et al., 2021). [To6o9aBIM 3¢ (HEKTOM TeTepO3UTOTHO-
CTH TI0 MHBEPCHSIM 4acTo ObIBaeT 0Opa3oBaHue (PparMeHTOB
XpOMOCOM, coJepalux (YHKIHUOHAIbHBIE LIEHTPOMEPHI.
OnuH nX Takux (pParMeHTOB MOT CTaTh POIOHAYATBHUKOM
GRC neBumx nTHIl.

MosxHo aymarts, uto mpoto-GRC crana xpomocomoii, orpa-
HUYCHHON T€PMHMHATUBHBIMU KJIETKaMHU, HA CAMBIX PAHHHUX
JTanax cBoei ’pomonuu. s MHOrHX B-xpomocoMm xapak-
TEPECH I'CHOTAKCHUC — UX HAKOIIJICHUE B FeHepaTHBHOﬁ TKaHU
1 HeXBaTka B comarnueckux kietkax (Camacho, 2022). OBo-
JIFOIIMOHHBIN CMBICIT 3TOTO SIBJICHUSI OYEBUICH: OciallieHne
JIaBJICHHS €CTECTBEHHOIO 0TOOPA 110 FeHaM, JIOKaJIM30BaHHBIM
B 9THX XPOMOCOMaX, HO MEXaHU3MbI €T0 OCTAIOTCS HEH3-
BECTHBIMHU.
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A.A. Topraiiesa ¢ KoJUIeTaMu MPEOI0KHIIIN, YTO TPOTO-
GRC yxe comeprkana HECKOIBKO KOTTUH COMATHYECKUX Te-
HOB, KOHTPOJIMPYIOIINX pa3BUTHE U (PyHKIMOHHPOBAHUE
penponykruBHbIx opranoB (Torgasheva et al., 2019). [Toato-
My OHa MOTJa ObI CTaTh IMOJIE3HOH M3-3a obeceueHus Ooee
BBICOKOH JI03BI IAHHBIX T€HOB. JTO COOOpa’KeHNE KaXKETCs
06OCHOBaHHI>IM, YUUTBIBast KpaﬁHIOIO SKOHOMHOCTHB IITUYLETO
reaoma (Griffin, Burt, 2014). Bonee BeposiTHO, OHAKO, YTO
B MOMEHT cBoero Bo3HUKHOBeHHs GRC Oplia THMUYHON
B-xpomocomoii — 3dpekTHBHBIM ITapa3uToM, KOTOpbIii obec-
MIeYNBaJ CBOIO Nepesiady, He OIVIsIIbIBAsiCh HAa MHTEPECHI XO-
3sauHa. [lone3Hble TeHbl, cKkopee BCero, ObUIN CKOMMPOBAHbI
B GRC Ha Gonee Mo31HUX CTAIUIX IBOJIOIUH. Te HEMHOTHE
BapUaHThl B-XpoMOCOM, KOTOpPBIE HaI0AT0 3aKPEIUISIOTCS B
TEHOMAaX XO035I€B U JIOCTATOYHO HIMPOKO PACTIPOCTPAHSIIOTCS
B ITOMYJISIIIUSX,, TOCTEIICHHO «JIOMECTHIIUPYIOTCS, TPUOOpe-
Tasi CBOMCTBA, MoJie3HbIe 1 X03s1¢eB (Johnson Pokorna, Rei-
fova, 2021).

Bormpoc B ToMm, uT0 310 32 cBOMcTBa. [0 ananoruu ¢ npyru-
MU [IPUMEPAMU 3arporpaMMupoBaHHOl auMuHanuu JTHK,
KOTOpBIE MbI 00CY’KIaJIH BBIIIE, MOXHO MPEATIONOXKHUTE, YTO
GRC moxkeT coneprkarh YHUKJIbHbBIE WIIM aMIUTU(QUIIPOBAH-
HBIE TEHBI PAHHETO PA3BUTHSL, POSBIISIONINE AHTaTOHUCTHIE-
CKylo mieiforponuio. Takue reHsl MOTyT ObITH HEOOXOTUMBI
JUISL pAaHHETO Pa3BUTHS, OJHAKO MX JKCIpeccusi Ha Ooiiee
MO3AHMX dTanax )KU3HU MOXKET OKa3aTbecs oNacHoi. B Takom
ciryyae GRC MOXKHO paccMarprBaTh Kak aHAJIOT «3arpy304-
HOT'O AMCKa» NporpaMMbl pa3BUTHUA. B MOJIB3Y 9TOU I'MITOTE3bI
CBUJICTENBCTBYET OOHAPYKEHUE IBOIMIONMOHHO IPEBHUX Ta-
metonoros biccl, trim71 v puf60, IpOILyKTHI KOTOPBIX MOTYT
UIpaTh BAXKHYIO POJib B UG GEPEHIIMPOBKE SIMOPHUOHATBHBIX
KJIETOK M KOHTpoJe kinertounoro rukna (Kinsella et al., 2019).

Eme onun kimacc reHoB, co3aHue JOOaBOYHBIX KOTMI
koTopbIX B coctaBe GRC MomIo ObITH 3BOJIONMOHHO T10JIE3-
HBIM, — 3TO TCHBI, BOBJICYEHHBIE B KOHTPOJIb Pa3BUTHSI U TIPO-
mudepanny TepMUHATUBHBIX KIETOK (Harmpumep, prdml n
BMP15 'y 3e0poBoii aMaIHbI U CHHUIIBI-Ta30PEBKH), B pETy-
JISIAIO CHHAMKCUCA W PEKOMOMHAIINHN XpoMocoM (SIX60S1,
SYCE2, SYCPI, TEX12, RNF2I2B y CHHUIIbI-TA30PEBKU U
conoBbeB) (Mueller et al., 2023).

Brickazano npenmnonoxkenue, 4o GRC MoKeT y4acTBOBATH
B OTIPEICTICHUH 110J1a ¥ OBITH OCHOBOM HOBOII cuCTEMBI (/e
GRC/0 = X0 — camiisr, GRC/GRC = X/X — camkn), yxe BO3-
HUKLIEH I BO3HUKAIOLLEH IOBEPX TUIIMYHOM 1J1s1 BCEX ITTHUI]
cucrembl ZZ-ZW (Stock etal., 2021). st 060CHOBaHUSI TOTO
MIPUBJIEKAIOT 110J10BOM auMopdusm no yucity GRC, kotopsblit
MBI 00CY’K/1a/1 BBIIIE. DTO MPEATIOTOKEHHE KAXKETCS BECbMa
COMHHTENBHBIM. DaKThl MOKA3bIBAIOT, YTO CPEAH CaAMOK 00-
Hapy>KUBAIOTCsI BIIOJIHE HOPMAJILHO Pa3BUThIE OCOOU C OTHOM
GRC, a ornensubie camisl umeroT 18e GRC B 10BOJIBHO BBI-
COKOH J10J1€ CBOMX F€pPMHUHATHBHBIX KJICTOK.

[Tonasnenue pexomObunaumu GRC Hapsy ¢ MacCMBHBIM
TpaduxoM Mex 1y A-reHomoM U GRC n0mKHO BECTH K 04€HB
OBICTPOMY BO3HUKHOBEHHIO HECOBMECTHMOCTH MEX/Ty T€HO-
MaMH pOJICTBEHHbIX BHUOB. [1o ananorun ¢ monensio J{00-
xanckoro—Mémnepa (Orr, Turelli, 2001), MoxxHO TIpemaONTO-
JKUTB, YTO BHYTPH Ka)KJOTO BHJIa BO3HUKAIOIINE BAPHAHTHI
GRC npoBepsttoTcst Ha COBMECTUMOCTD ¢ A-T€HOMOM, C KOTO-
PBIM FOMOJIOTHS M TaK JOCTATOYHO BEJIMKA 3a CUET MOCTOSH-
HOTO TpaduKa.
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MexaHu3Mbl MacCHMBHOTO Tpaduka reHOB M3 A-reHoma B
GRC ocratorcst Hen3BeCTHEIMHA. Kpome TOro, HEM3BECTHO,
HACKOJIBKO OJTHOCTOPOHEH 3TOT TPa(uK M HET JIM 0OpaTHOTO
newkerns — u3 GRC B A-renombl. Ecin Tpaduk uaer B 00oux
HarpaBieHusX, To GRC MOXeT CITy’KUTh TeHepaTOPOM 1 HHKY-
6aropom HOBBIX A-reHoB. Eciti Tpaduk unet Tonpko B 01HOM
HalpaBJICHUHU, TO BUABI IITUL] JOJKHBI 6I)ICTpO pacnanarbCsa
Ha MaTPWJIMHUH 110 COCTaBY XPOMOCOM, OTPaHHICHHBIX 3apO-
JIBIIIICBOM JINHUCH. DTO MOXKET BECTH K HECOBMECTUMOCTH HE
TOJIBKO C MPECTaBUTEISIMU T'eorpagpuyecKy H30JIMPOBAHHBIX
TOMYJISIIAN, HO M BHYTPHU TOIMYIANNH, OTKPhIBas IIHPOKHE
BO3MOYXHOCTH aJUTONIATPHUYECKOTO ¥ CHMITATPHIECKOTO BH/I0-
obpazoBaHusl.

BopoOsrHO0Opa3HBIe — CaMblif 00TaTHIi BUIAMH TOTOTPS
nrui. OH BirodaeT 6500 u3 10500 u3BeCTHRIX BHJIOB IITHIL.
Bce BopoObnHO0OpasHbIe, ¥ TOIBKO OHH, HIMEIOT XPOMOCOMBI,
OrpaHUYEHHBIE 3apoAbIILIeBON TMHKUEN. He motoMy sin oHu Tak
MHOTOYHCIJICHHBI U Pa3HOOOpa3HbI?
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