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Ilpupoonuti apean medonocnoi 60xcoau, Apis mellifera L.
oxonare €Espony, 3axiony Asziro ma Agpuky. Adanmauis
00 N0KAAbHUX YMO8 ICHY8aHHSA Npu3eesa 00 (hopmyeaHHs
yuceabHux nideudie ma ekomunie medoHocHoi 60xcoau, AKi
A645100Mb C00010 3PYUHY M00enb 0451 Q0CAIOHCEHHS MIKPO-
esonrouii komax. Hinanku eenomy, saxi kooyoms 58 pPHK
(58 p/IHK), € nonyaspuum incmpymeHmom O0nsi 6UBHEHHS
MOAEKYAAPHOI egontoyii ma inoeeHii 6au3bK0CNOPIOHEHUX
gopm meapun i pocaun. Y yiti cmammi mMu Hagooumo pe-
3yabmamu ananizy noaimopgizmy 58 p/IHK deox cenexuyiti-
Hux pac — Paxiecvka ma losepaa — Kapnamcokoi nopoou
MeOOHOCHOI 60%icoauU, AKa npedcmasisne micyesull eKkomun
niosudy A. m. carnica, ma nopigHHEMO ix i3 OaHuMU, HA-
aerHumu y b6asi danux Genbank 0as yvboeo niosudy ma asiti-
cbk020 6udy A. cerana. Bcmanoeneno, wo 6 eenomi A. m.
carnica npucymui wionatimenuie osa kaacu 58 p/IHK, ko-
JICeH 3 AKUX MICmums 0eKinbka cmpyKmypHUux eapianmie.
Tenomu 0eox docaidxcenux pac Kapnamcvkoi nopoou ma
Haaenuul y Genbank 3pazox A. m. carnica 8i0pizHAIOMbCA
3a Habopamu maxux eapianmie, mooi K NOEMOPHEAHI
Oinsauku 58 p/IHK A. cerana € ideHmuuHumu 6 mexncax
eenomy. Ompumani pezysvmamu cgiouams npo GUCOKUL
BHYMPIWHb0- ma midceenomuull noaimopizm 58 p/IHK y
A. m. carnica.

Karouoei caoea: kapnamcoka 60xcona, mixceeHHuUll cnetcep
58 pIHK, monexyaapui mapkepu, no8moproeaHi nocaioog-
Hocmi, Apis mellifera, Apidae.

Beryn. MenoHocHa 6koua (Apis mellifera L.) Bu-
HUKJA y A3ii Ta IIMPOKO PO3IMOBCIOANUIIACS TePU-
Topiero €Bponu Ta AQpuKH, pO3AITUBIIMCH HA Me-
PeXy BiTOMMX ChOTOAHI MiaABUAIB 6J1n3bKo 10 THC.
pokiB Tomy (Ruttner, 1992; Kotthoff et al, 2013;
Gupta et al, 2014). Kononizailisi HOBUX T€pUTO-
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piii CYyNpOBOIXYyBaIach (POPMYBaHHSIM YMCEIbHUX
HiABUAIB, €KOTUIIB Ta MiCLIEBMX MOITYJISILIM, SKi
BBaXKalOTbCS aNaNTOBAHUMU A0 JIOKAJIbHUX YMOB
icnyBanHs (Ruttner, 1988; Garnery et al, 1992;
Whitfield et al, 2006). BignmosigHo, A. mellifera €
3PYYHOIO0 MOJEJIIO JUISl JOCHiIKEHHS MiKpOoeBO-
JIIOLIl y KOMax.

IcHytoui mopoau Ta cenexkuiiiHi pacu (abo mi-
Hil) MEIOHOCHOI OIXKOJIU, SIKi BUKOPHCTOBYIOThCS
B Pi3HUX KpaiHaX CBiTYy, c(DOpMyBaJIMCh HA OCHO-
Bi MicueBux eKOTuIliB Ta momyJsuiii (Ruttner,
1988). 3okpeMa Ha TepuTOpii 3aximHoOi YKpaiHu
posnoBclokeHa Kapnarcbka nopoja O/Kis, sika
chopMyBaach Ha OCHOBI MiCLIEBOTO €KOTUITY TTif-
BUay A. m. carnica i TipeAcTaBlieHa KiJlbKkoma ce-
nexuiitHumu pacamu (Polishchuk, Gaidar, 2008;
Cherevatov et al, 2019; 2020).

HekoHTposiboBaHe 3aBe3€HHS JIIOJAMHOIO TTOPia
MEIOHOCHOT OXKOJIU, SIKi HaJIeXKaTh 10 Pi3HUX ITijI-
BULiB A. mellifera, Ha HOBIi, He XapaKTepHi JJIsI HUX
TePUTOPIl MPU3BOAUTD A0 IX ridOpuamn3aliii i3 Micie-
BUMHM TIOpoAaMu/pacaMH, 1110 B CBOIO Yepry CIIpu-
YyHSIE BTpaTy LUMX abopureHHUX dopm (Allendorf
et al, 2001; Cherevatov et al, 2020). BBaxaeTbcs,
1110 caMe BTpara J00pe aganToOBaHUX MiCLIEBUX MO-
piI € OOHIEI0 3 IIPUYMH MAcCOBOI 3aruOesti Omxi,
sdKa 32 OCTAHHE NECSITWIITTS CIIOCTepira€Tbes y
Oaratbox KkpaiHax cBity (Neumann et al, 2010;
Fedoriak et al, 2017; Kulhanek et al, 2017; Brown
et al, 2018; Stanimirovic et al, 2019; Gray et al,
2020).

3’acyBaHHSI TTOXOJKEHHS Ta (pijoreHii mMiclie-
BUX TIOPiJ MEIOHOCHOI OmXKoym, iX IpHHalIeXK-
HOCTI O TI€BHUX MiABMIIB BMMAara€ 3acTOCYBaH-
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HS CYJaCHUX MOJIEKYJISIPHO-TEHETUYHUX METOIB.
Hapazi mis uporo HaiOuIbII IIMPOKO BUKOPUC-
TOBYETHCSI MOPIBHSIHHS MiHJIMBUX IUISHOK MIiTO-
xonapiansHoi JJHK (Slathia et al, 2016; Kek et
al, 2017; Cherevatov et al, 2019; Henriques et al,
2019; Boardman et al, 2020a,b; Tihelka et al, 2020;
Francoso et al, 2020; Abou-Shaara et al, 2021), Toxi
K SIIEPHI MOJIEKYJISIPHI MapKepu BUKOPUCTOBY-
IOThCS BCE 11Ie HEOCTaTHBO.

OpnHi€ro 3 OUISTHOK SIAEPHOIO TeHOMY eyKapio-
TUYHUX OPraHi3MiB, sIKa €BOJIIOLIOHYE 3 BUCOKOIO
LIBUIKICTIO i MOXE 3aCTOCOBYBAaTUCH JJISI BilICTe-
JKEHHSI MIKpPOEBOJIOLIMHUX IIPOLECIB, € MiXKIeH-
Hi CHeMCepHi IOCIiIOBHOCTI (intergenic spacers,
1GS), s1Ki po3aiIsa10Th reHu, 110 KoayoTh 5S pPHK
(5S pIHK). i nisiHKY IIMPOKO BUKOPUCTOBY-
IOThCS IJISI BUBUEHHSI MOJIEKYJISIPDHOI €BOJIIOLIII Ta
dinorenii y pociauH (Garcia et al, 2017; Ishchenko
et al, 2018; Tynkevich, Volkov, 2019; Ferher et
al, 2021; Ishchenko et al, 2021; Vozarova et al,
2021) Ta nesskux 6e3xpedeTHux (Vizoso et al, 2011;
Bardella et al, 2018) ta xpebetHux (Vierna et al,
2013; Cavalcante et al, 2020) TBapuH, TOmdi SIK Y
KOMax IXH$I OopraHizalisl Bce 1e 3aJUIIAEThCS He-
JIOCTaTHBO BUBUYEHOIO.

5S pJAHK HanexaTb 10 Kjacy CepeaHbo II0-
BTOPIOBAHUX, TAHAEMHO OPTraHi30BaHUX ITOCJIiI0B-
HocTeil. B Mexax ogHOro reHoMy MOXYTh OyTu
MPUCYTHI OOMH ab0 [eKiJIbKa XpOMOCOMHUX JIO-
kyciB 5S pIHK (Oliveira et al, 2011; Oliveira et
al, 2012; Bardella et al, 2018; Bustos et al, 2020;
Vozarova et al, 2021). KoxxHa noBToproBaHa oau-
Huug (rmostop) 5S pAHK ckiamaeTbcst 3 BUCOKO
KOHCEepPBAaTUBHOI KOIYBaJIbHOI OUISIHKUA PO3MipoM
O0mu3bko 120 Hn ta MminauBoro IGS (Ishchenko
et al, 2018; Simon et al, 2018; Qin et al, 2019;
Ding et al, 2021). ITocnimoBHOCTI KOAyBajJbHMX
NUISTHOK BHMCOKO IMOAiOHI HaBiTh Y MPEeACTaBHUKIB
BiJTaJIeHMX TaKCOHIB 3aBIOSIKM Mii CTa0LIi3yI040ro
J1000py, CIPSIMOBAHOIO Ha 30€pexKeHHS IMOCTiI0B-
HocTti 5S pPHK, He3aMiHHOro KOMIOHeHTa pudo-
comu. Kpim Toro, y 6aratbox BUIIB ITOCIiIOBHICTh
€BOJIIOLIIMHO MiHIKUBOTO IGS BUSBISIETHCS BUCOKO
noaioHoo (200 HaBITh IIEHTUYHOIO) B YCiX KOITisIX
noBtopiB 5S pJIHK B mexxax omHOoro reHomy. B
MeplIy 4Yepry e crocyeTbes moTopiB 5S pIHK,
SIKi HaJIexkaTh 10 OMHOTO i TOTO X XpPOMOCOMHOTO
nokycy, Toai sk IGS 3 pi3HUX T0KYCiB MOXYTb CyT-
teBo BiapizHaTuch (Pinhal et al, 2011; Vierna et al,
2013; Vozarova et al, 2021). 11 mossICHEHHS BUCO-
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KOi BHYTPIilLIHBOTEHOMHOI MOAiOHOCTI MOBTOPiB 5S
pJIHK Oyno 3anponoHOBaHO TiMoOTe3u «KOHLEPT-
HOI €BOJIIOLIT» Ta «HAPOMXKEHHS i cMepTi». Mexa-
Hi3Mu roMoreHi3auii mosropiB 5S pIHK MoxyTh
BIIPI3HATHUCHh Yy PI3HUMX TAaKCOHOMIYHMX TpymHax
(Pinhal et al, 2011; Vizoso et al, 2011; Vierna et
al, 2013; Barman et al, 2016; Bueno et al, 2016;
Ding et al, 2021).

[MonepenHbo Hamu Oysa BUSIBIEHA BUCOKA Ba-
piabdenbHicTh 5S pJIHK y Komax, siki HajexaThb
noponuH Lycaenidae (Cherevatov, Volkov, 2010;
2012) ra Nymphalidae (Cherevatov, Volkov, 201 1a,
b) psiny Lepidoptera. IIpote, MoJjiekyasipHa opra-
Hi3alis i€l AUITHKM T€HOMY Y TIPEICTaBHUKIB
psiny Hymenoptera Bce e 3aiuIlaeTbcs HE 10-
climkeHo. BiamoBigHo, y Wil cTaTTi MM TMpea-
CTaBJISIEMO pe3yabTaTu cukBeHyBaHHsS 5S p/IHK
nBox pac — PaxiBcbka Ta I'oBepna — Kapmnatcbkoi
MOpPOAM MEIOHOCHOI OMXKOJIM, SKi HajexaTb 10
ninBuny A. m. carnica (Cherevatov et al, 2019;
Cherevatov et al, 2020) Ta MOpiBHIOEMO iX 3 MO-
chaigoBHocTsimu 5S p/IHK, HasiBHUMM y 0a3i ma-
Hux Genbank nnsg A. m. carnica Ta a3iiicbKOro
Buny A. cerana.

Marepiamu Ta MeToau. MaTepiaJioM TSI TOCITi-
JDKEHHST Oyu po0OoyYi OIKO0MU JBOX CeleKLiMHUX
pac (3aBoacbkux TuMiB) KapnaTcbkoi mopomau,
PaxiBcbka (c. beperyiigany, 3akaprnarcbka o0.1.,
Ykpaina) ta I'oBepna (c. bpecriB, 3akapnaTcbka
00J1., YKpaiHa), siki OyJ0 OTpUMaHO 3 KOJEKIIii
HHII Incturyry 6mxineHunTsa im. I1.I. ITpoko-
noBnya. Komaxu 36epiranmcs B 90%-HoMy eTaHO-
ai. 3araneHy JIHK excTparyBanau 3 Tijla O1K0au 3
pukopructanuaM CTAB (Schiebelhut et al, 2016).

AMrIutidikalio AOCHiIKYBaHOI JiASIHKU 3Mili-
cHioBanu 3a gomomorow ITJIP, nng g9koi BUKO-
PUCTOBYBAJIM TIapy MpaiiMepiB, KOMILJIEMEHTaApHUX
1o 3' ta 5’ xiHiB KomyBasbHOI HinstHKM 5S pJIHK:
Pr5S-F (5'-CAT AGC GGC CGC GTG GTC
AGT ACT TGG ATG GGT GA-3) + Pr5S-R
(5'-CAT GGC GGC CGC GTA CGT AGCTTG
ACT TTG GTG ATC G-3'). PeaxuiitHa cymiIn
3araJbHUM 00’eMom 20 Mk mictuna 1 Hr JHK,
1 x Hot FirePol Blend Master Mix (Solis Biody-
ne, Estonia) Ta 0,2 MKM KoOXHOro 3 IpaiimepiB.
ITJIP npoBoaunu Ha artigikaropi PTC-100 (MJ
Research, Inc., CIIIA) 3a nmporpamoro: 1 — nmouar-
koBa aktmBauisg JHK-momimepasu: 95 °C, 13 xB;
2 — penatypauig JHK: 95 °C, 15 ¢; 3 — ribpuan-
3atisg mpaiimepis: 57 °C, 30 c¢; 4 — cunre3 JHK:
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72 °C, 40 c¢; 5 — 3aBepuIeHHs aMmIntigikarii: 72 °C,
8 xB; 6 — mpurnmmHeHHs peakuii: 4 °C. 3araabHa
KinbKicTh mukiiB — 35. IIJIP mpomyktu aHamizy-
Baju B 2%-HOMY arapo3HoMy TeJIi.

BiniOpani amruticikati JiiryBaiu y 1uia3MinHui
BekTOop pletl.2 3a gonmomororo HaGopy CloneJET
PCR Cloning Kit (Thermo Fisher Scientific).
TpaHchopMmalliro KOMIIETEHTHUX KIITUH Escherichia
coli (iutam XL-blue) 3milicHIOBaId METOIOM €JIeK-
Tporopalii 3 BukopuctaHasam mpuiany E. coli Pul-
ser (BioRad, CIIIA). KosoHii, gKi MicTWIM T11a3-
MiIM 31 BCTAaBKaMU, BUSIBJISUIM 32 PE3UCTEHTHICTIO
o aMmiuwiiny. BimiOpaHi peKoMOiHaHTHI rias-
Minu cukBeHyBasiM Ha ¢ipMi LGC Genomics (Hi-
MeuunHa). I[lepBuHHY 00pOOKYy po3lIM(pPOBaHUX
MOCJIiIOBHOCTEN 3AiCHIOBAIM 3 BUKOPMCTAHHSIM
koMm’1oTepHux nporpam Chromas Ta DNASTAR.
OTpuMaHi NOC/IiIOBHOCTI 3a/IelOHOBAaHO Yy 6a3i 1a-
Hux Genbank mig Homepamu MZ328120-MZ328127.

ITocninoBHocti 5S p/IHK Oynu Takox BMSIB-
JIEHHi 3 BUKOpHcTaHHsIM mporpamu BLAST (Alt-
schul, 1990) y 4acTKOBO aHOTOBaHUX TE€HOMax
A. m. carnica (peectpauiiinuii Homep — GCA
013841245.1) Ta A. cerana (peecTpaliiHUil HO-
mep — GCA 001442555.1), noctynHux y 6asi ga-
Hux Genbank. BupiBHIOBaHHSI OTpUMaHUX MOCJi-
JIOBHOCTEI 3OilICHIOBAJIM 3a OOIIOMOIOI0 METOLY
ClustalV (Higgins et al, 1992). Jlnsg nobynoBu Ta
Bigyastizallil (DiJIOreHETUYHOTO JepeBa BUKOPUCTO-
ByBanu oHjnaiH-cepBep iqTree (http://www.iqtree.
org) ta miporpamy FigTree v1.4.4 (http://tree.bio.
ed.ac.uk/software/figtree).

Pe3yimbTatn Ta o0rosopenns. [ToBToproBaHy mi-
JsiHKY 35S pJIHK Gyno amrmutihikoBaHO 3a JOTIOMO-
roio IIJIP. EnexrpodopeTnyHunii aHajli3 moKas3as,
1O JUIS BCiX 3pas3KiB YTBOPIOIOThCS (hparMeH-
™ JHK, po3Mip $IKMX CTaHOBUTb IPUOJU3HO
400 nHn. IIi THJIP-npoaykTyv KJOHYBajiu y Tijias-
MiTHMIA BEKTOp, ITicist yoro mist pac I'osepia ta
PaxiBcbka Oyn0 CHMKBEHOBAHO, BimmoBimHo, 3 Ta
5 KJIOHIB. AHajli3 OTpUMaHMX TOCHiTOBHOCTEN
MOKa3aB, IO BCi JOCHIIXKYBaHi KJIOHU MICTSITh
IGS, siki 3 060X 60KiB (hjlaHKOBaHI PparMeHTamMu
KOAYBaJIbHOI AUISIHKYA BKJIIOYHO 3 BUKOPUCTAHU-
mu s TP mpaiimepamu. s aHamizy Takox
BUKOpucTOoBYBanuch nusgHku 5S p/IHK, 3naiime-
Hi B 6a3i jaHux Genbank (Tabm. 1).

ITopiBHSIHHSI BCiX HasIBHUX I1OCJiJOBHOCTEN
nokasajo, 1o y A. m. carnica noBxuna 1GS 3Ha-
XOIUThCI B Mexxax Bim 237 mo 253 um. PiBeHb
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nomioHOCTI MiXK iHaMBimyanbHUMU KomissmMu IGS
3MIHIOETbCS B IIMPOKMX Mexax — Big 78,0 mo
99,6 % (tabn. 2). Haiibinplimii BiACOTOK IOi-
OHOCTI J€MOHCTPYIOTh TociigoBHOCTI Gov3.5 Ta
CarnGB1.6, sKi npeactaisiioTh ABa pi3Hi FEHOMMU.
BoaHouac, B Mexax KOXXHOTO 3 TPbOX JIOCJIIIXKEHUX
reHoMiB A. m. carnica BusiBaeHo rnostopu 5SS p/IHK,
SJKi MalTh 3HAYHO HIDKYMK pPiBeHb MHOMIOHOCTI
IGS — 81,4% (CarnGBI1.1 / CarnGB1.10), 83,3%
(Gov3.3 / Gov3.4) ta 92,0% (Rakh3.1 / Rakh3.4,
3.5). Ha 3zaran ui pesysibTaTu BKa3ylOTb Ha IO-
MITHUI BHYTpillIHbOTeHOMHUIA nosiMopdizm IGS
y A. m. carnica. Ha npotuBary 110My, BCi TOCJIi-
noBHOCTI IGS A. cerana manu noBxuHy 252 HII Ta
BUSIBWIMCH iIGHTUYHUMU 32 TOCiAOBHICTIO.
BupiBHioBaHHs mociinoBHocTeir IGS A. m.
carnica TI0Ka3ajo, 1O Pi3HULS MiX HUMU Tie-

Tabauys 1. Xapakrepuctuka IGS 5S p/IHK Apis
mellifera carnica Ta A. cerana

Knon/dpparment JHK IGS
Ha3Ba CTPYKTYp- IOBXWHU, Bmict GC-
HMIA BapiaHT HII nap, %
A. m. carnica
Tosepra
Gov3.3 2A 237 22,78
Gov3.4 2B 247 21,46
Gov3.5 1A 252 21,03
Paxiecvka
Rakh3.1 1A 252 21,43
Rakh3.2 1C 249 22,49
Rakh3.3 1B 251 21,51
Rakh3.4 1C 253 22,13
Rakh3.5 1B 253 22,53
Genbank
CarnGBI1.1 1E 250 21,60
CarnGB1.3 1D 246 21,14
CarnGB1.4 1E 250 21,60
CarnGB1.6 1A 251 21,12
CarnGB1.7 1E 248 21,37
CarnGB1.9 1E 251 21,51
CarnGBI1.10 2B 244 21,31
A. cerana
Genbank
CerGBI1.3 - 252 24,60
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5S rDNA repeats

- —-——
Prl —> I(}S ] o=
| 5StDNA  >r 55 rDNA >
i L < P

10 20 30 40 50 60 70 80 90

Majority CTTTTTTTTT-ATCTTCTCATGTATTTT---ATCAATATATATTTATTTTTATCATTTTCTATGCTGTCTCATATATTGTAAATTCTTTT
Gov3.5 - -—= T...
CarnGBl.6
Rakh3.1
Rakh3.3
Rakh3.5
Rakh3.2
Rakh3.4
CarnGB1.3
CarnGB1.1
CarnGBl.4
CarnGB1.7
CarnGB1.9
Gov3.3
Gov3.4
CarnGB1.10
CerGB1.3

Majority
Gov3.5
CarnGBl.6
Rakh3.1
Rakh3.3
Rakh3.5
Rakh3.2
Rakh3.4
CarnGB1.3
CarnGBl.1
CarnGB1.4
CarnGB1.7
CarnGB1.9
Gov3.3
Gov3.4
CarnGB1.10
CerGB1.3

4 + + —— + + ' + -

Majority ATCTTATTACTTTTCCAAACATTTTAXTGTTCCACAACTTAACAATAAAAGAAXTATTTCTAGAGAGAGATAAGTTAARACAATC
Gov3.5 = L. ) A....Teoeiienn Govvnvnnnn e - o o ORI, o o e et e e
CarnGBl.6 ...t 2 A.... T, Gevevnnnnnn e B o 0 00 oo o o
Rakh3.1 ... ... o, - A....Teoeioa. Govvvnnnnnn GRS oo e o « o e e
Rakh3.3 ... Covunn GevooTevivinnnn Govivevnnn [®. .00 B - 06 00 0o oS T....
Rakh3.5 ... C.o.... [ Govvnvnnnn CEpperys B oo oo o o/ SRR T....
Rakh3.2 ... ... S A e e e e e GERRRs B 5 00 000 o o R
Rakh3.4  ......... T A iiiiiieen A i e e e e e GRS oo R e o « o e e
CarnGBl1.3 ......... O Gevnnnnii i i it GEREES . . SYAREEICSIN. . . A....CT....
CarnGBl.1 ......... T A e iiiiinens G..A....... Govunn Gevvnnnn DS oo e « « o e
CarnGBl.4 ......... S Gevvnnnnnn Gevuvnn Gevevnnnn Vo oo M © 0 0 00 o o o
CarnGBl1.7 ......... T A iiiiiiaan Govvvnnnnn Govnnn Govvnnnn A oo e « « o ccceseen
CarnGB1.9 ......... TR [ [c [c IX. o500 I C 6 6000 o of
Gov3.3 = ........ Covivnnnn “T.C....A ... ..., Tt i e ieei i € o000 . . SRR, . . . Ao,
Gov3.4 ... Covvnnnnn “T.Co...Aciiien.. B Vo oo M 000 0o o o
CarnGB1.10 ........ Covivnnnn “T.C....A ... Tt e e i i A o R « « o ccc e
CerGB1.3 LALTL el G..T..CA...G.C..T..T.Te...uvvnu.. Govunn Y cooo - ASERNEERR . . . A.A..TT..G.

Puc. 1. Iopisastnas nocainosHocteir 1GS 5S pAHK A. m. carnica ta A. cerana. Prl ta Pr2 — mpaitmepn Pr5S-F
ta Pr5S-R, BimmoBimHo. BujisieHO MOTeHIiHI 30BHIIIHI €JIeMEHTH MPOMOTOpA; XMPHUM KYpPCHBOM BKa3aHO
oligo-dT mocmimoBHICTh TepMiHATOpa; CTPiIKAMM IMO3HAYEHO po3TallyBaHHs ayrutikauii y 1GS. Xapakrepuctuku
BUKOPUCTAaHUX ISl TTIOPIBHSIHHS KJIOHIB HaBeIeHO y Tabi. 1
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Puc. 2. ML-dinoneHnporpama, oTpuMaHa npu TopiBHsSHHI nociimoBHocteit 1GS 5S pAHK A. m. carnica ta
A. cerana MeTolIOM MakKCcMMaJbHOI TipaBaomnonioHocTi 3 BukopuctaHHsasM GTR mopeni 3amimenus. Ludpu Ginst
BY3JIiB BiAIIOBimalOTh OYTCTpEI-MiATpUMIIi, Ka po3paxoBaHa y BimcoTkax mias 1000 perutikaiiit

peBaXKHO TIOB’si3aHa 3 OJHOHYKJEOTUAHUMU TIO-
nimopdizmamu (single nucleotide polymorphism,
SNP) Tta kinbkoma KopoTkumu (1—4 Hm) iHze-
namu (iHcepiisiMu/nenerisimu). Jluiie y omHOMY
kJ0Hi, Gov3.3 3HalieHO Jesellito OibLIOro po3-
mipy — 10 Hn. IGS A. cerana Binpi3HSIETbCS Bij
A. m. carnica yucneHHumu SNP, KinbkoMma Ko-
POTKHMMU iHJeJaMM Ta HasIBHICTIO crielugiyHol
incepuii ATTGTATG, sixa BUHUKIIA SIK pPe3yabTaT
JyTutiKauii cycinHboi mocjigoBHOCTI (puc. 1).
Bigmomo, 1110 B MexXaX KOAYyBaJIbHOI MiISTHKM Y

BCiX €yKapiOTUYHUX OpraHi3MiB 3HAXOASThCSI BHY-

8

TpilliHi enemeHTH mnpoMotopa PHK-monimepasn
III, gxi HeoOXimHi Mg iHILiALil TpPaHCKPUITLIi
5S pAHK. Takumu enemeHtamu € A-box, IE
(intermediate element) Ta C-box (Pieler et al,
1987; Tyler, 1987; Sharp, Garcia, 1988; Vizoso et
al, 2011; Layat et al, 2013). Kpim Toro, B iHiliia-
i1 TpaHCKpUIILil 0epyTh y4acThb i 30BHIillIHi eJjie-
MEHTU MPOMOTOpa. 30KpemMa, 10 TaKUX eJIeMEHTIB
HajexuTh KoHcepBatuBHa TATA-moniOHa mocti-
IIOBHICTb, SIKy Oyno 3HaimeHo y mo3uii Big —30
10 —24 HII BUIlle CTapTy TPAHCKPUILIi y 1IOBKO-
npsiaa Bombyx mori (Morton, Sprague, 1984), Dro-
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sophila melanogaster (Sharp, Garcia, 1988), nBox
BuniB Caenorhabditis (Nelson et al, 1998), kinbkox
BuaiB MorockiB (Vizoso et al, 2011) i pu6 (Martins,
Galetti, 2001), a takoxx y pocauH (Layat et al, 2012;
Simon et al, 2018) i rpu6iB (Tyler, 1987).

IIpore, 5S pAHK wmerenuka Melitaea trivia
(ponuHa Nymphalidae) moMiTHO Bifpi3HSIETbCS 3a
nocaigoBHicTio 1GS Bim Bombix mori. 30Kkpema, y
nonoxeHHi Big —25 go —20 i TATA-monmioHy
nocaigoBHicTb TAATAT 3HalimeHoO JIMIIE y TOB-
roro Bapianty IGS, Tomi SIK y KOPOTKOTro BapiaHTy
IGS y miit mo3uuii 3Haxomutbest MOTUB TAGAGT
(Cherevatov, Volkov, 2011b). ¥ wmeTenukiB, siKi
Hajexatb g0 poguHuM Lycaenidae y IGS B3arami
Hemae AT-6aratux motusiB (Cherevatov, Volkov,
2010; 2012).

3 orngmy Ha HaBeAeHI AaHi OyJIo IIiKaBO
3’gcyBaTtu, yn AT-0araTi MOTUBM NIPUCYTHI y TIe-
peadayyBaHOMY pailoHi 30BHIllIHBOTO MPOMOTOPY
5S p/IHK BuaiB pomy Apis. AHai3 MOCTiZOBHOCTEM
IoKazaB, 1o y 15 3 16 mocrimKkeHUX HAMH IT0-
caigoBHocTeir I1GS y moyoxkeHHi Big -30 go -26
HII mepe MoYaTKOM KOAyBaJabHOI AiJSTHKU JifACHO
npucytHiii AT-6aratuit MmotuB TATTT. Tum He
MEHIII, Ha 3araj HasBHi JaHi CBigyaTh, IO 30-
BHiIIHI ejgeMeHTH IpomoTtopy 5SS pAHK moxyTth
iCTOTHO BiJIpi3HSITUCH SIK Y Pi3HUX Ipymnax TBapyH,
TaK i KoMax, 30Kpema.

Bapro Takox 3azHauuTH, 110 y BCiX ITpoaHa-
Jli3oBaHMX nociaizoBHocTsX IGS BumiB pomy Apis,
3a BuHATKOM CarnGB1.3, y moyioxxeHHi -22 HII
npucyTHil nmypuH-0aratuii MotuB AGAGAGAGA
(puc. 1). Poab 11boro MOTUBY Hapasi HeBigoma i rmo-
Tpebye ImogaabIoro nposcHeHHs. Kpim toro, Ha 5’
kiHui IGS, 6e3nocepeaHbO Micysl KOAYyBaJbHOI Mi-
JITHKK BUsIBIIeHO oligo-dT MOTUB, IK1ii iMOBipHO
BUKOHYE DPOJIb TepMiHaTOpa TpaHckpumuii (Layat
et al, 2012; Vierna et al, 2013).

3 BUKOPUCTAHHSIM OTPUMaHUX HAMM TTOCTi10B-
Hocteit IGS Oyma mobymoBa ML-meHmporpama,
sika BimoOpakae MomiOHiCTh MiXX HUMHU (puc. 2).
Bcranosneno, o nociaigoBHocti IGS 5S p/IHK
A. m. carnica TpynylThCcs y IBi OCHOBHIi Kjaau 3
BUCOKOIO CTaTMCTUYHOIO MiATpUMKO10. B Mmekax
LYX IBOX KJIaJ HasIBHI meKiabkKa mmigkian. OTxe,
y TeHoMi A. m. carnica IPUCYTHI MpUHAAMHI 1Ba
kiacu 5S p/IHK, koxkeH 3 SKMX BKIIIOYAE IEKiJTb-
Ka CTPYKTYpHUX BapiaHTiB. [Ipy1 mpomy, reHOMM
TPbOX IOCIIIKEHUX 3pa3KiB A. m. carnica BiIpi3-
HSIFOThCSI 32 HAOOpaMM TaKMX BapiaHTIB: y 3pas-
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kax I'oBepsna Ta PaxiBchbka 3HaiieHO, BiINOBIIHO,
Bapiantu 1A, 2A, 2B ta 1A, 1B, 1C, a y reHowMmi,
HagBHomy Yy Genbank — Bapiantu 1A, 1D, 1E ta
2B (tabxa. 1). Haramaemo, 1o pi3Hi pacu Ta JiHii
MEIOHOCHOI OJKOJIM, sIKi HajJexXaTb J0 MiABUIY
A. m. carnica € TeHETUYHO JyXe OJU3BKUMMU i He
BiApI3HSIOTBCS, 30KpeMa, 3a ITOCJiTOBHICTIO Te-
HiB COI-COII (Cherevatov et al, 2019; 2020), saxi
LLIMPOKO BUKOPHUCTOBYIOThCSI JJISI TEHOTUITYBaHHS
(Slathia et al, 2016; Kek et al, 2017; Henriques et
al, 2019). Otrxe, BUga€eThcs, O y A. m. carnica
sanepHa 5S pJIHK € eBotoniitHO OiIbIII MiHJIMBOIO,
HiK MiToxoHapianbeHi Tenn COI-COIl.

Bonnouac, Bci nmocaigoBHocti IGS 5S p/IHK,
SgKi OyJio 3HalimeHo y A. cerana, € iIEeHTUYHUMU,
TOOTO JBa BUAU POAY Apis CYyTTEBO BilpPi3HSIOTHCS
3a BHYTPilUHbOT€HOMHOI MiHJIMBICTIO ILI€T TiJTSTH-
K. MOXUIMBI TIpUYMHU Pi3HULI ¥ XapaKTepi MoJie-
kynsipHoi esomonii IGS p/IHK y nmx nBox BumiB
NoTpeOyIOTh 10JaTKOBOTO BUBUEHHSI.

BucHoBku. B reHomi A. m. carnica puUCyTHI
LmoHaliMeHIIe aBa cTpyKTypHi Kimacu 5S pAHK,
KOXEH 3 SIKMX MICTUTh JeKiJibKa BapiaHTiB. I'eHO-
MU JIBOX JOCigkeHux pac, PaxiBcbka Ta ['oBep-
na, Kapnarcekoi mopoay ta HasgBHUil y Genbank
3pa3oK A. m. carnica BiIpi3HSIIOThCS 32 HabOpamMu
Takux BapiaHTiB. Ha mportuBary 1ibomy, MoBTOPIO-
BaHi pisgaku 5S pAHK A. cerana € ineHTMYHUMU B
Mexax reHomy. OTXe, OTpUMaHi pe3yabTaTu CBifl-
YyaTh MTPO BUCOKUI BHYTPILLIHbO- Ta MiXXT€HOMHU1
noniMopdizm 5S pIHK y A. m. carnica.

Jlompumannsa emuunux cmandapmis. 1151 cTatTs He
MICTUTDH OYIb-sSIKUX IOCIIIXEHb 32 y4acTIO JIIOACH
1 XpeOETHUX TBAPUH B SIKOCTi 00’ €KTIB TOCTiIKEHHSI.
Kongaixm inmepecie. ABTOpM 3asIBJISIIOTH PO Bill-
CYTHICTb KOH(IIIKTY iHTEpeciB.

Dinancysanns. JlocnimkeHHs TPOBOIUINCH 3a (i-
HAHCOBOI IMiATPUMKM MiHiCTEpCTBa OCBITH i HAYKU
Ykpainu (rpant Ne 0120U102119).

MOLECULAR ORGANIZATION
AND POLYMORPHISM OF 58S rDNA
IN CARPATHIAN BEES

N.M. Roshka, O.V. Cherevatov, R.A. Volkov

Yuriy Fedkovych Chernivtsi National University
Kotsiubynsky str. 2, 58012 Chernivtsi, Ukraine

E-mail: r.volkov@chnu.edu.ua

The natural distribution area of the western honey bee,
Apis mellifera L., covers Europe, West Asia and Africa.
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Adaptation to local environmental conditions resulted in
the formation of numerous subspecies and ecotypes of
western honey bee, which represent a convenient model
for studying the microevolution of insects. Genomic
region encoding 5S rRNA (5S rDNA) is a popular
tool for investigation of the molecular evolution and
phylogeny of closely related animal and plant taxa. In
this article, we present the results of the analysis of 5S
rDNA polymorphism in two breeding races, Rakhiv and
Hoverla, of the Carpathian breed of western honey bee,
which represents the local ecotype of the subspecies A.
m. carnica, and compare them with the data available in
the Genbank database for this subspecies and the Asian
species A. cerana. It was found that in the genome of
A. m. carnica there are at least two classes of 5S TDNA,
each of which includes several structural variants. The
genomes of the two studied races of the Carpathian breed
and that of the A. m. carnica from Genbank differ in the
sets of such variants, while the 5S rDNA repeated units
of the of A. cerana are identical within the genome. The
obtained results indicate a high intra- and intergenomic
polymorphism of 5S rDNA in A. m. carnica.

CITMCOK JIITEPATYPU

Abou-Shaara HF, Abbas AS et al. (2021) Exploring
the non-coding regions in the mtDNA of some
honey bee species and subspecies. Saudi J Bio Sci
28(1):204—209. doi: 10.1016/j.sjbs.2020.09.047

Allendorf FW, Leary RF et al. (2001) The problems
with hybrids: setting conservation guidelines. Trends
Ecol Evol 16:613—622. doi: 10.1016/S0169-5347(01)
02290-X

Altschul SF, Gish W et al. (1990) Basic local alignment
search tool. J Mol Biol 215:403—410. doi: 10.1016/
S0022-2836(05)80360-2

Bardella VB, Cabral-de-Mello DC. (2018) Uncovering
the molecular organization of unusual highly scat-
tered 5S rDNA: The case of Chariesterus armatus
(Heteroptera). Gene 646:153—158. doi: 10.1016/j.
gene.2017.12.030

Barman AS, Singh M et al. (2016) Evidence of birth-and-
death evolution of 5S rRNA gene in Channa species
(Teleostei, Perciformes). Genetica 144(6):723-732.
doi: 10.1007/s10709-016-9938-6

Boardman L, Eimanifar A et al. (2020a) The complete
mitochondrial genome of the West African honey
bee Apis mellifera adansonii (Insecta: Hymenoptera:
Apidae). Mitochondrial DNA Part B 5(1):11—12.
doi: 10.1080/23802359.2019.1693308

Boardman L, Eimanifar A et al. (2020b) The mitochon-
drial genome of Apis mellifera simensis (Hyme-
noptera: Apidae), an Ethiopian honey bee. Mito-
chondrial DNA Part B 5(1):9—10. doi: 10.1080/
23802359.2019.1693307

10

Brown P, Newstrom-Lloyd LE et al. (2018) Winter
2016 honey bee colony losses in New Zealand.
J Apic Res 57(2):278—291. doi: 10.1080/0021
8839.2018.1430980

Bueno D, Palacios-Gimenez OM et al. (2016) The 5S
rDNA in two Abracris grasshoppers (Ommatolam-
pidinae: Acrididae): molecular and chromosomal
organization. Mol Gen Genomics 291(4):1607—
1613. doi:10.1007/s00438-016-1204-1

Bustos A, Figueroa RI et al. (2020) The 5S rRNA genes
in Alexandrium: their use as a FISH chromosomal
marker in studies of the diversity, cell cycle and
sexuality of dinoflagellates. Harmful Algae 98. doi.
org/10.1016/j.hal.2020.101903

Cavalcante MG, Nagamachi CY et al. (2020) Evolu-
tionary insights in Amazonian turtles (Testudines,
Podocnemididae): co-location of 5S rDNA and U2
snRNA and wide distribution of Tcl/Mariner. Biol
Open 9(4):bio049817. doi: 10.1242/bi0.049817

Cherevatov OV, Melnik EO, Volkov RA. (2020) Poly-
morphism of COI gene in honey bees from different
regions of Ukraine. Bull Vavilov Soc Genet Breed
Ukr 18(1—2):22—28

Cherevatov OV, Statna AP, Volkov RA. (2012) Novel
structural subclass of Lycaena tityrus 5S ribosomal
DNA. Bull Vavilov Soc Genet Breed Ukr 10(2):202—
207

Cherevatov OV, Volkov RA. (2010) Molecular organi-
zation of 5S ribosomal DNA of Polyommatus icarus.
Bull Vavilov Soc Genet Breed Ukr 8(2):271—278

Cherevatov OV, Volkov RA. (2011a) Molecular orga-
nization of 5S rDNA of Satyrus drias (Lepidoptera).
Rep Natl Acad Sci Ukr (1):140—145

Cherevatov OV, Volkov RA. (2011b) Organization of
5S ribosomal DNA of Melitaea trivia. Cytol Genet
45(2):115—120. doi: 10.3103/S0095452711020034

Cherevatov OV, Panchuk II et al. (2019) Molecular
diversity of the Col-Coll spacer region in the mito-
chondrial genome and the origin of the Carpathian
bee. Cytol Genet 53(4):276—281. doi: 10.3103/S009
5452719040030

Ding Q, Li R et al. (2021) Genomic architecture of 5S
rDNA cluster and its variations within and between
species. bioRxiv. doi: 10.1101/2021.02.17.431734

Fedoriak MM, Tymochko LI et al. (2017) Winter losses
of honey bee (Apis mellifera L.) colonies in Ukraine
(monitoring results of 2015—2016). Ukr J Ecol
7(4):604—613. doi: 10.15421/2017_167

Ferher J, Skavikova R et al. (2021) Molecular evolution
and organization of ribosomal DNA in the Hawkweed
tribe Hieraciinae (Cichorieae, Asteraceae). Front
Plant Sci 12:647375. doi: 10.3389/fpls.2021.647375

Francoso E, Araujo N et al. (2020) Evolutionary
perspectives on bee mtDNA from mito-OMICS

ISSN 0564—3783. Llumonoeia i eenemura. 2021. T. 55. Ne 5



analyses of a solitary species. Apidologie 51:531—
544. doi: 10.1007/s13592-020-00740-x

Garnery L, Cornuet JM et al. (1992) Evolutionary
history of the honey bee Apis mellifera inferred from
mitochondrial DNA analysis. Mol Ecol 1:145—154.
doi: 10.1111/j.1365-294X.1992.tb00170.

Garsia S, Kovarik A et al. (2017) Cytogenetic features of
rRNA genes across land plants: analysis of the Plant
rDNA database. Plant J 89:1020—1030. doi:10.1111/
tpj. 13442

Gray A, Adjlane N et al. (2020) Honey bee colony
winter loss rates for 35 countries participating in
the COLOSS survey for winter 2018—2019, and the
effects of a new queen on the risk of colony winter
loss. J Apic Res 59(5):744—751. doi:10.1080/002188
39.2020.1797272

Gupta RK, Reybroeck W et al. (2014). Beekeeping
for poverty alleviation and livelihood security: Vol.
1: Technological aspects of beekeeping. Springer,
Netherlands

Henriques D, Chavez-Galarza J et al. (2019) From
the popular tRNAleu-COX2 intergenic region to
the mitogenome: insights from diverse honey bee
populations of Europe and North Africa. Apidologie
50:215—229. doi: 10.1007/s13592-019-00632-9

Higgins DG, Bleasby AJ, Fuchs R. (1992) CLUSTAL
V: improved software for multiple sequence alig-
nment. Bioinformatics 8.2:189—191. doi: 10.1093/
bioinformatics/8.2.189

Ishchenko OO, Panchuk II et al. (2018) Molecular
organization of 5S ribosomal DNA of Deschapmpsia
antarctica. Cytol Genet 52:416—421. doi: 10.3103/
S0095452718060105

Ishchenko OO, Bednarska OI, Panchuk II. (2021)
Application of 5S ribosomal DNA for molecular
taxonomy of subtribe Loliinae (Poaceae). Cytol Genet
55(1):10—18. doi: 10.3103/S0095452721010096

Kek SP, Chin NL et al. (2017) Molecular identification
of honey entomological origin based on bee
mitochondrial 16S rRNA and COI gene sequences.
Food Control. doi: 10.1016/j.foodcont.2017.02.025

Kotthoff U, Wappler T, Engel MS. (2013) Greater past
disparity and diversity hints at ancient migrations of
European honey bee lineages into Africa and Asia. J
Biogeogr 40:1832—1838. doi: 10.1111/jbi.12151

Kulhanek K, Steinhauer N et al. (2017) A national
survey of managed honey bee 2015—2016 annual
colony losses in the USA. J Apic Res 56(4):328—340.
doi: 10.1080/00218839.2017.1344496

Layat E, Saez-Vasquez J, Tourmente S. (2012) Regu-
lation of Pol I-Transcribed 45S rDNA and Pol III-
Transcribed 5S rDNA in Arabidopsis. Plant Cell
Phys 53(2):267—276. doi:0.1093/pcp/pcrl77

Layat E, Probst AV, Tourmente S. (2013) Structure,

ISSN 0564—3783. Llumonoeis i eenemuxa. 2021. T. 55. Ne 5

Moaexyaapua opeanizayia ma noaimoppizm 58 p/[HK kapnamcvkoi 60xcoau [ |

function and regulation of transcription factor
IITA: from Xenopus to Arabidopsis. Biochim Bio-
phys Acta 1829:274—282. doi: 10.1016/j.bbagrm.
2012.10.013

Martins C, Galetti PM. (2001) Two 5S rDNA arrays
in Neotropical fish species: is it a general rule for
fishes? Genetica 111:439—446.

Morton DG, Sprague KU. (1984) In vitro transcription
of a silkworm 5S RNA gene requires an upstream
signal. Proc Natl Acad Sci USA 81:5519—5522.

Nelson DW, Linning RM et al (1998) 5'-flanking se-
quences required for efficient transcription in vitro
of 5S RNA genes, in the related nematodes Caeno-
rhabditis elegans and Caenorhabditis briggsae. Gene
218:9—16.

Neumann P, Norman LC et al. (2010) Honey bee colony
losses. J Api Res 49(1):1—6. doi: 10.3896/IBRA.
1.49.1.01

Oliveira NL, Cabral-de-Mello DV et al. (2011) Chro-
mosomal mapping of rDNAs and H3 histone se-
quences in the grasshopper Rhammatocerus brasilien-
sis (Acrididae, Gomphocerinae): extensive chromoso-
mal dispersion and co-localization of 5S rDNA/
H3 histone clusters in the A complement and B
chromosome. Mol Cytogen 4:24. doi: 10.1186/1755-
8166-4-24

Oliveira SG, Cabral-de-Mello DC et al. (2012) Hetero-
chromatin, sex chromosomes and rRNA gene clus-
ters in Coprophanaeus beetles (Coleoptera, Scara-
baeidae). Cytogenet Genome Res 138:46—55. doi:
10.1159/000339648

Pieler T, Hamm J, Roeder RG. (1987) The 5S gene
internal control region is composed of three distinct
sequence elements, organized as two functional
domains with variable spacing. Cell 48:91—100. doi:
10.1016/0092-8674(87)90359-X

Pinhal D., Yoshimura TS et al. (2011) The 5S rDNA
family evolves through concerted and birth-and-
death evolution in fish genomes: an example from
freshwater stingrays. BMC Evol Biol 11:151. doi:
10.1186/1471-2148-11-151

Polishchuk VP, Gaidar VA. (2008) Apiary. Kiev: Perfect
style, Ukraine.

Qin QB, Liu QW et al. (2019) Molecular organization
and chromosomal localization analysis of 5S rDNA
clusters in autotetraploids derived from Carassius
auratus Red Var. (Q) x Megalobrama amblycephala (3).
Front Genet 10:437. doi: 10.3389/fgene.2019.00437

Ruttner F. (1988) Biogeography and taxonomy of ho-
neybees, Springer-Verlag Berlin Heidelberg GmbH.
doi: 10.1007/978-3-642-72649-1

Ruttner F. (1992) Naturgeschichte der Honigbienen.
Munich: Ehrenwirth, Gemany

Schiebelhut LM. Abboud SS et al. (2017) A comparison

11



of DNA extraction methods for high-throughput
DNA analyses. Mol Ecol Res 17(4):721—729.

Sharp SJ, Garcia AD. (1988) Transcription of the
Drosophila melanogaster 5S RNA gene requires an
upstream promoter and four intragenic sequences
elements. Mol Cell Biol 8(3):1266—1274

Simon L, Rabanal FA et al. (2018) Genetic and
epigenetic variation in 5S ribosomal RNA genes re-
veals genome dynamics in Arabidopsis thaliana. Nuc-
leic Acids Res 46(6):3019—303. doi: 10.1093/nar/
gky163

Slathia I, Tripathi NK. (2016) Genetic diversity of Apis
mellifera (Hymenoptera: Insecta) — A review. J New
Biol Rep 5(3):148—164.

Stanimirovic Z, Glavinic U et al. (2019) Looking for
the causes of and solutions to the issue of honey
bee colony losses. Acta Vet-Beogr 69(1):1—31. doi:
10.2478/acve-2019-0001

Tihelka E, Cai C et al. (2020) Mitochondrial genomes
illuminate the evolutionary history of the western
honey bee (Apis mellifera). Sci Rep 10:14515. doi:
10.1038/s41598-020-71393-0

Tynkevich YO, Volkov RA. (2019) 5S ribosomal DNA
of distantly related Quercus species: molecular or-
ganization and taxonomic application. Cytol Genet
53(6):459—466. doi: 10.3103/S0095452719060100

12

H.M. Powxa, O.B.4epesamos, P.A. Boaxos [ |

Tyler BM. (1987) Transcription of Neurospora crassa
5s TRNA genes requires a TATA box and three
internal elements. J Mol Biol 196:801—811. doi:
10.1016/0022-2836(87)90406-2

Vierna J, Wehner S et al. (2013) Systematic analysis
and evolution of 5S ribosomal DNA in metazoans.
Heredity 111:410—421. doi: 10.1038/hdy.2013.63

Vizoso M, Vierna J et al. (2011) The 5S rDNA gene
family in mollusks: characterization of transcriptional
regulatory regions, prediction of secondary structures,
and long-term evolution, with special attention to
mytilidae mussels. J Heredity 102(4):433—447. doi:
10.1093/jhered/esr046

Vozarova R, Herklotz V et al. (2021) Ancient origin of
two 5S rDNA families dominating in the genus Rosa
and their behavior in the Canina-type meiosis. Front
Plant Sci 12:643548. doi: 10.3389/fpls.2021.643548

Whitfield CW, Behura SK, Berlocher SH et al.
(2006) Thrice out of Africa: ancient and recent
expansions of the honey bee, Apis mellifera. Science
314(5799):642—645. doi: 10.1126/science.1132772

Haniitina B peaaxitio 29.05.21
[Micis moompartroBarHs 10.06.21
Tpuitaara no apyky 18.09.21

ISSN 0564—3783. Llumonoeia i eenemura. 2021. T. 55. Ne 5




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (Uncoated FOGRA29 \050ISO 12647-2:2004\051)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Error
  /CompatibilityLevel 1.4
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /CMYK
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 1200
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages false
  /ColorImageFilter /DCTEncode
  /AutoFilterColorImages true
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 1200
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages false
  /GrayImageFilter /DCTEncode
  /AutoFilterGrayImages true
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages false
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (None)
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

    /BGR <>
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000410064006f006200650020005000440046002065876863900275284e8e9ad88d2891cf76845370524d53705237300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef69069752865bc9ad854c18cea76845370524d5370523786557406300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /CZE <>
    /DAN <>
    /DEU <>
    /ESP <>
    /ETI <>
    /FRA <>
    /GRE <>

    /HRV (Za stvaranje Adobe PDF dokumenata najpogodnijih za visokokvalitetni ispis prije tiskanja koristite ove postavke.  Stvoreni PDF dokumenti mogu se otvoriti Acrobat i Adobe Reader 5.0 i kasnijim verzijama.)
    /HUN <>
    /ITA <>
    /JPN <FEFF9ad854c18cea306a30d730ea30d730ec30b951fa529b7528002000410064006f0062006500200050004400460020658766f8306e4f5c6210306b4f7f75283057307e305930023053306e8a2d5b9a30674f5c62103055308c305f0020005000440046002030d530a130a430eb306f3001004100630072006f0062006100740020304a30883073002000410064006f00620065002000520065006100640065007200200035002e003000204ee5964d3067958b304f30533068304c3067304d307e305930023053306e8a2d5b9a306b306f30d530a930f330c8306e57cb30818fbc307f304c5fc59808306730593002>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020ace0d488c9c80020c2dcd5d80020c778c1c4c5d00020ac00c7a50020c801d569d55c002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /LTH <>
    /LVI <>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken die zijn geoptimaliseerd voor prepress-afdrukken van hoge kwaliteit. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /POL <>
    /PTB <>
    /RUM <>
    /SKY <>
    /SLV <>
    /SUO <>
    /SVE <>
    /TUR <>
    /ENU (Use these settings to create Adobe PDF documents best suited for high-quality prepress printing.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
    /RUS <>
    /UKR <>
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /ConvertColors /ConvertToCMYK
      /DestinationProfileName ()
      /DestinationProfileSelector /DocumentCMYK
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /MediumResolution
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /DocumentCMYK
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /UseDocumentProfile
      /UseDocumentBleed false
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [612.000 792.000]
>> setpagedevice


