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OMOpUOHAILHOE pa3BUTHE METOHOCHBIX MmYes nu3ydaercs yxe 6oiiee 150 ser (Biitschli, 1870) u HakoruieHO
MHOXECTBO JaHHbBIX 00 aMOpuroreHe3e Apis mellifera L., HO B coBpeMeHHOi1 9MOPUOJIOTUM HACEKOMBIX ITUe-
JIBI KaK OOBEKT MCCeAOBAHUS UCIIOIB3YIOTCA MoKa Majio. [ToMuMo 3HaYeHMsT IMUel KaK ONMbUTATENEH 1
MPOAYLIEHTOB OMOJIOTMYECKU aKTUBHBIX BEIIECTB, MPEACTABIsET OOJBIION MHTEPEC YIaCTUE COLIMATBLHOTO
MOBEAEHUS B KOHTPOJIE 32 XOAOM UHIWBUAYAJILHOTO PA3BUTHUS 3TUX ITePENOHYATOKPBIIBIX. B HacTosmeM
00630pe MPUBEIEHBI CBEACHNS O BHEITHUX (haKTopax (OMOTHUYECKUX U aOMOTUYECKHUX), BIUSIOIINX HA M-
opuoreHe3 A. mellifera, B TOM 4McCie CBSI3aHHBIX C COLIMAJILHBIM TTOBEICHUEM.
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BBEAJEHUWE

OHTOreHe3 OMHOTO M3 CaMbIX M3BECTHBIX Iiepe-
MMOHYATOKPBLIBIX HACEKOMBIX — A. mellifera obnanaet
pSIIOM OCOOEHHOCTEM, IIPUAAIOIINX, MEITOHOCHOM
myeJie YHUKaJIbHOCTh KaK OOBEKTY OMOJIOTMH pa3BU-
Ttus. [MaBHOE B OMOJIOTMY MEIOHOCHOM MYeJIbl — 3TO
€€ CyIlIECTBOBaHME KaK OOIIECTBEHHOTO HACEKOMOTO
B CTPYKTYpPUMPOBAHHOI KOJIOHHMU-CeMbe. Coluaib-
HbIE€ B3aIMOJIEIICTBUS PETYJIUPYIOT CTPYKTYPY KOJIO-
Huu maen. B ocHoBe kononuu A. mellifera Haxonutcs
MMYeIrHasi MaTKa — B HOpMe €IMHCTBEHHAsI sIlIeKia-
nyliass ocodb, KOTOpast OTKJIAAbIBAET OT HECKOJIBKUX
10 3000 gu11 B cyTKH B mepron, ¢ (heBpast Mo OKTIAOPh
(Nolan, 1927). Ha 7—10 neHp nocie BbIXoaa U3 Ma-
TOUYHMKA — CIIELAAIbHOM STYefiK1 OOJIBIIOro pa3Me-
pa, — Mojodasi MaTKa COBEpPIIAeT OT OOJHOIO IO He-
CKOJILKMX OpayHbIX BBUIETOB, BO BpEMSI KOTOPBIX
crapuBaeTcsl ¢ HecKoiabKuMu TpyTHIMu (Tpsicko,
1951), citepMaTo30MAbl OT KOTOPBIX COXPAHSIOT XK13-
HECIIOCOOHOCTh B CEMSIIIPMEMHUKE MAaTK1 0 BOCbMU
net. Sitnekmmamyinas MaTka He crmocooHa HA coOupaTh
NIy, HU KOPMUTH JIMYMHOK, HU YCTPAuBaTh >KUJIN-
me. Bece 3T GyHKIIMM B ceMbe BBITIOHSIOT paboune
myenbl. [Ipy COOTBETCTBYIOIIMX YCAOBUSIX ITYETUHAS
MaTKa MOXET XKUTh 10 BocbMu JeT (Seeley, 1995). Bee
OCTaJIbHBIE WICHBI MYETIOCEMbU UMEIOT 00JIee KOPOT-
KM CPOK KM3HU: pabo4ure ITIeabl, BRIBEIIINECS JIe-
TOM, XUBYT OKOJO MECsIa, OCEHHHE — IO BECHBHI,
TPYTHU TOXKE XUBYT He 00Jiee HECKOJIBKIX MECSIICB,

norn6ast 100 cpas3y nmocjiae KOMyasSIun, TN00 B KOH-
1Ie JIeTa — HavaJle OCeHM, KOIJa X MepecTaloT Kop-
MUTh padoune myensl. [1pyn oTcyTcTBUM TOCTYILIE-
HUSI B MYEJIOCEMbIO HEKTapa B TEIJIOE BpeMsl Troja
MaTKa MOXET MpephIBaTh SMIIEKIAAKy Ha IJIUTEIb-
HBI TIepUOI, M TOIIa KOJOHHUS MOXET ITOTMOHYTb.
I1pu 0OMITBPHOM MOCTYIUICHUH HEKTapa B ITYEIOCEMbE
MOXET IIPUCYTCTBOBATh HECKOJBKO SMIIEKIATYIITINX
MAaTOK, HO K OCEHM BCErJa OCTAaeTCs JUIIb ogHa. Ta-
KMM 00pa3oM OMOJIOTMYECKUN INKJI KOJOHWM BO
MHOIOM OIIpEACIsIeTCs LMKIJIOM KM3HU ITYSTUHOM
MaTku. HapyiieHue 3Tux MexaHu3MOB, KaK IIpaBHU-
JIO, MIPUBOJIUT K TUOe ceMbr. Hanmpumep, ipm 6ec-
MMOKOMCTBE KOJIOHMM Mapa3uTaMy, BPEIUTEISIMU,
WU IPU HEAOCTAaTOYHOM €CTECTBEHHOM BEHTUISILIMU
THE3 B 3MMHUIA IIEPUOI, a TAKXKE B CIydae aHOMaJlb-
HO TEIJIOM MOroJbl, BO3MOXHA paHHSs gileKaagka
MaTKOM, YTO OOBIYHO BBI3BIBACT TMOEITHh KOJOHWU
mye.

Borbimroit mHATEpEC TIpEeICcTaBAsIET ETUTIETCKUIA O/ -
B MEIOHOCHOM ITJeJbl, Ha3BaHbIl B yecTh K.b. Jla-
Mapka — Apis mellifera lamarckii. B otnmaue ot npyrux
MpencTaBUTeNeid BUaa, ErUIeTCKUe MIeIbl He coOrpa-
JOT TIPOIOINC, HE COOMPAIOTCI B 3MMHMI KITyO, B UX
THe3dax BCTPEYaroTCs TaK Ha3bIBaeMble MOJIYMaTKU
(BcrioMoraTeJbHble MaTKW) — IIPOMEXYTOYHBIE IO
MOp(dOoJI0run 0codu, COYEeTaroIlIMe MpU3HAKU pabdo-
yux myen 1 Marok (Zeid, 2001). Y moiaymaTok pa3Bu-
TBII CIIEPMONPHUEMHUK Y BO3MOXKHO OHU CIIapUBalOT-
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cs ¢ TpyTHIMHU. DmopuoreHe3 A. mellifera lamarckii
IJIATCS B cpemHeM 66 4 (72 4y mpecTaBUTelIe Ipyrux
MOABUIOB), UYTO MPEAMNOJOXUTEIIBHO SIBISIETCS afari-
TauMei K 3acynummBomy kKiammary (Zeid, 2020).

IlepBoe HamboIee TTOTHOE OIMMCaHUEe DMOpUOTe-
He3a MEIOHOCHOI ITYeJibl, BBHITTOJJHEHHOE C IIOMO-
IO CBETOBOI'O MMUKPOCKOTIA, OoITyommKoBaHo Herb-
coHoM (Nelson, 1915). Ero padora ObL1a paciiiipeHa B
OTHOILIEHUM paHHero »smoOpuoreHe3a IllHerTepom
(Schnetter, 1934). Tio I1po, ucnons3yst padotsl Henb-
coHa u IIIHerTepa, a Takxke CBOU HAOIIONECHMSI, BBIIC-
JIVJT U OTTMCAJT IECSITh CTaAnii SMOpHOreHe3a, BUIUMBIX
B stitiie A. mellifera (Du Praw, 1967). I'eHoM MemnoHOC-
HOI1 ITUEeJTbI TTIOJTHOCTBIO CEKBEHUPOBAH U OITyOJIMKO-
BaH B 2006 roay (The Honey Bee Genome Sequencing,
2006 1.). B 2014 reHOM OB IEPECMOTPEH C UCTIOb-
30BaHMEM HOBBIX TEXHOJIOTUI U MPOBEICHO TITy0O0-
KO€ CeKBEHUPOBaHME TPAHCKPUIITOMA CEMU TKaHeit
myensl (Elsik et al., 2014). OTu naHHbBIE CTUMYJIUPYIOT
HUCCeA0BaHUS SMUTSHETUYECKNX MEXaHU3MOB Pery-
JIIIAW VHAWBUIYATBLHOTO Pa3sBUTUS TTUYE, a TaKXKe
¢dbopMUpoBaHUS MOBEACHUYECKUX IPOrpaMM, CHELIV-
(GUYHBIX TSI TTYEJIMHBIX KacT. JIMYMHOYHAsT cTamaust
pa3BUTHUS TTYeIbl OCOOEHHO TOITYJISIpHA B KAayeCTBE
MOJIeJI SIUTeHEeTUYECKUX TepecTpoek (Sieber et al.,
2021), omHako nccaemoBaHMs 3apOABIIICBOIO pa3BU-
THSI — 3MOpUOreHe3a MEeIOHOCHOM MYesIbl Ha MOoJie-
KyJIIPHOM M T€HETUYECKOM YPOBHE ITOKa elle He-
MHOTOYYMCJICHHBI Y HETTOJIHBI.

MOP®OJIOI'UA AN
MEOOHOCHOMH ITYEJIbI
N OINIOAOTBOPEHUME AN EKIETKHA

S0 MeOOHOCHOM MYelIbl IIPENCTaBiIsIeT COOO0M
OuiaTepaibHO-CUMMETPUYHYIO KJIETKY C ITJTOTHOM Ha-
PYKHO 000JI09YKOI — XOPHOHOM, 00pa30BaBIICICS 3a
CUYET OTMEPIIMX KJIETOK (POJTUKYJISIPHOTO STUTEHS.
BHyTpeHHsIs1 yacThb siilia, orpaHMYeHHasi 000JIOYKOI,
MpeacTaBieHa SIAPOM U LIMTOIIa3MOoii. 3HaunuTeIbHAs
YaCThb LIMTOIUIA3MBI 3aHSITA XEITKOM, KOTOPBIA CIy-
KUT 3aIlacoM TIMTATEIbHBIX BEIIECTB IS PA3BUTHUS
3apoAbIIIa.

sditlo myenbl MMeeT BBITSIHYTYIO LMJIWMHIpUYC-
CKy10 (hopMy U cIeTKa N30THyTO. JlopcanbHas cTopo-
Ha siflla BOrHyTa, a BEHTpaJbHas BBIIYKJasl, YTO Xa-
pakTepHo mis popmebl siina y JABykpeuibix (Diptera)
u Ilepenonuatokpeuibix (Hymenoptera). B stiine Bbi-
JIEeSIOT TIEpeIHWI 1 3aTHII KOHIBI. M0 IBU:KeTCS
B SHIIEBOIE 3adHUM, CJeTKa 3ay>X€HHBIM KOHIIOM
Briepen. B »Toit yacTm sifiia mosmHee OymeT popMHu-
poBaThcsl OprOIIKO JWYMHKHM. B mepemHem, cierka
pacIIMpeHHOM KOHIIE sIiila mo3mHee OyaeT pa3BuBa-
€TCSI rOJI0Ba IMIMHKMU.
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Jmna sitna coctaBisger 1.49 £ 0.12 (mmama3zoH
1.12—1.85) MM, mmpuHa — 0.35 = 0.02 (mmanasoH
0.30—0.40) mm. O6bem sitiia — 0.10 = 0.02 (nnana3oH
0.06—0.15) xyouueckux mMm (Woyke, 1998). B npo-
Iecce CO3pEeBaHMS 3apOIbIIa BeC SiIla yMEHbBIIaeT-
csa mpuMepHo Ha 30% (DuPraw, 1967; Woyke, 1998),
a pa3Mep cHauyaJla YMEHbIIIAeTCsI, HO HETIOCPEICTBEH-
HO TIepen BBUTYTUICHUEM JTMYMHOK pa3Mep sitlia yBe-
JmauBaeTcs. Sifa, KOTopble MOTYT OTKJIaIbIBaThCS
pabouumu rmuesamMmu, IJUHHee, lupe, o0beMHee, TsI-
XeJjiee u 6ojiee UBMEHUYMBBI MO pasMepy, YeM siflia,
oTioxeHHble MmaTkoil (Woyke, 1994; Genger, Woyke,
2006; Wegener et al., 2010). DTo MOXeT OBITH CBI3aHO
C TeM, UYTO HECKOJIbKO pabouyMX MYesl OTKJIAAbIBAIOT
ina.

PasMep suil oTimyaeTcsl y pasHbIX MOABUIOB U Y
MaTok ogHoro moasuaa (Taber, Roberts, 1963; Rob-
erts, 1965; Woyke, 1998; Gencer, Woyke, 2006). On
TaKXXe KOppeJIMpyeT C BEJIMINHOM KOJTOHUU U YCIIO-
BUSMU XXU3HU MYeN — IIPU HeGIarONMPUSITHBIX YCIIO-
BUSX pasMep sIuI yBenuunBaeTcs. Bojee KpymHEIe
Sila OTIIMYAaloTCs 0oJjiee BHICOKOI BBIKMBAEMOCTBIO,
YTO TIO3BOJISIET TIPEATIONOXUTh, YTO MAaTKU MEIOHOC-
HBIX MYEJT CITOCOOHBI YBEIMUUBATh pa3Mep SIUIL B He-
GJIATOITPUATHBIX YCIIOBUSIX, YTOOBI TOBLICUTH BHIKUBA-
€MOCTb ITOTOMCTBa. BBICOKasI IJIaCTUMHOCTD U TEHETH -
yecKassk U3MEHYMBOCTb pasMepa SIUIl Y MEIOHOCHBIX
ImJejl MOXET UMETh OOJBbIIIOE 3HAUECHWE MIJIsI BBLKUBA-
HUST KojoHui A. mellifera (Amiri et al., 2020). Cxon-
HBIM MEXaHU3M PEryJIsiliii OOHApYKeH U Y TNIOOBOI
myxu Drosophila melanogaster. Ocobu, BbeIpallleHHBIC
MPU HeJIOCTaTKe MTUIIU, OTKJIaabIBaau Ha 3—6% Gonee
TsDKEJIbIE sTiilla, YeM MYXM, BbIpallleHHbIe Ha CTaH-
JapTHOI Mulle, HECMOTPSI Ha TO, YTO OHU OBLIM Ha
30% nerdye Myx ¢ HeorpaHMYeHHBIM TUTaHueM (Vijen-
dravarma et al., 2010).

M3 605ee KpyMHBIX AUTUIOUAHBIX STULL Pa3BUBAIOT-
cs 6ostee kpynHble MaTku (I'eifitmaHek, 1960) ¢ 6671b-
LM KOJIMYECTBOM siiilieBbIX TpyOouek (boponauesna,
1973). Bec siuil Tak:ke BAuMsieT Ha OOJBLIMHCTBO 3KC-
TepbEePHBIX MPU3HAKOB PaOOYMX MMUEJI, HO B MEHbIIICH
CTETIeHU, YeM IMUYEJIMHBIX MAaTOK, YTO, ITO-BUAUMOMY,
CBSI3aHO C OOUJIbHBIM MUTAHWEM TIOCAEAHUX Ha JIU-
yuHOYHOM ctaguu passutust (bopomaueBa, 1973).
IMokazaHo pazanuune Mexxay IUTIOMIHBIMU Si1IaMu,
OTJIOXXEHHBIMU B SUEHKM, TpelHa3HAYEHHBIX IS
BbIpalllMBaHUS paboOYuX Mues, U illaMu, OTKJIaabl-
BaeMbIMU B STUCHKM (MUCOYKMW) JISI BbhIpalllUBaAHUS
MmaTok (Wei et al., 2019). Sita, oTJIOXKEHHBIE B MU-
couku Ha 13.26% tskenee (157.51 = 12.37 nmpoTtuB
138.93 & 10.90, mMxr), Ha 2.43% mmmaHee (1.56 + 0.04
npotuB 1.52 = 0.05, mm) u Ha 4.18% Tomnie (0.374 £
+ 0.010 mpotuB 0.359 £ 0.013, Mmm), yemM sifna B mye-
JuHbIX ssueiikax (Wei et al., 2019).
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OmIog0TBOpEHNE SIMLIEKIETKUA IIPOUCXOIUT HEe-
MOCPEACTBEHHO TIepel OTKJIAaObIBAHWEM Silia Tpu
MPOXOXIEHUN €ro Mo siflieBony. B mepenHem, pac-
IIUPEHHOM KOHIIE SilIa HAaXOOUTCSI OTBEPCTHE (MUK~
pormuiie), 4yepe3 KOTOpoe U3 CeMSIIpUEMHUKA MaTKU
BO BpeMsI TIPOXOXKICHUS SiA1Ia TI0 STALIeBOMY IPOHU-
KaloT criepMuu. B ocTtanbHOEe BpeMss MUKpONUIIe He-
MPOHUIAEMO KaK IJIsT 6aKTepUii, TaK U IJIsk BUPYCOB.
B cemsimpreMHMKe MUYEIUMHOM MATKHM COXPaHSIETCS
OKOJIO 5 MUJJTMOHOB CIIEpMATO30UIOB, MOTYYSHHBIX
BO BpeMsl OpayHOTO 06J1eTa OT HECKOJIBKUX TPYTHEIA.
ITpu sToM oko10 60% OTITOAOTBOPESHHBIX SIULI MO~
4yalT 1o omHoMmy criepmuto (Woyke, 1962). ITuenmo-
MaTKa MOXET OTKJIAObIBaTh KaK OILUIOJOTBOPEHHEIE
SIilIa, U3 KOTOPBIX (DOPMUPYIOTCI XKEHCKHUE OCO0OU,
TaK U HEOTJIOAOTBOPEHHbBIE — U3 KOTOPBIX (POpMUPY-
I0TCS TpyTHU. OIUIONOTBOPEHHBIE U HEOIUIOOOTBO-
pEHHBIE STiila MYETUHBIX MaTOK HE pa3INJaloTcs I10
pasmepy (Henderson, 1992; Gencer, Woyke, 2006).
BoeimenmeHust cexpera NpUIaTOYHOM XeJle3bl CO Cep-
MAaTO30MIaMHU 3aIlyCKaeTcs ¢ ydacTHeM MeXaHope-
entopoB mnepenHux Hor matku (Koeniger, 1970).
HeonnonorBopeHHEBIE fIiflia, U3 KOTOPHIX OYyIyT pas-
BUBATBCSI TPYTHU, OTKJIAOBIBAIOTCS B STUEKM GOIb-
IIUX Pa3MePOB, UeM MpeaHa3HaYeHHBIE 11T pabounx
ITYEeJT, YTO U BHISICHSIETCSI MATKOI ITPU €€ OCBUIETEb-
CTBOBAaHUM OYEPEIHON TUEHKHU coTa.

Ao oTKIagbIBaeTCsl MAaTKOM Ha TOHBIIIKO BOC-
KOBOH SAYENKU TEPHEHIUKYJISIPHO CPEIOCTEHUIO CO-
Ta (pabouue MYeIbl OTKJIAAbIBAIOT IO HECKOJIBKO SIUII
Ha CTeHKY s1ueiiku). B TeueHmne Tpex mHeit oHO mocTe-
TMEHHO HAKJIOHSIEeTCS U K KOHILy SMOpHoreHesa Jio-
XKUTCSI HA AHO syeiiku. Yepes 72 + 4 4 riocjie oTKa1a-
KU siila ero o00JIoYKa JIOTaeTcsi, U U3 HeTo BBITION -
3aeT JUUYUHKA.

BIIMAHUE ABUOTUYECKHUX PAKTOPOB
HA ®MBPHUOT'EHE3

OTIMINTETBHON OCOOEHHOCTHIO MHIMBUIYAJTBHO-
IO Pa3BUTHUS MEIOHOCHOI ITUesIbl SIBIISIETCSI CTAOWIIb-
HOCTb YCJIOBHIA, B KOTOPBIX pa3BUBAETCS SMOPHUOH, JI-
YMHKA U KyKoJiKa. OTIeNIbHBIC ITUeIbl SIBISIIOTCS IO~
KWJIOTEPMHBIMU KUBOTHBIMHM, HO TMYEJIMHAS CEMbSI,
Kak Onojiormyeckast emmHuIIa, roMoiforepMHa. B rHes-
e TTYeIT TTIOAIEePKUBASTCST IIOCTOSTHHAS TeMIlepaTypa 1
BJIAXKHOCTb. B yacTy rHe31a IMIeTMHOM KOJIOHMH C pa3-
HOBO3PACTHBIM PACIUIONOM (SIilia, TUYMHKU, KyKOJI-
K1) paboyMMU MUejlaMM IOIIEPKUBAIOTCS ITOCTO-
gHHas temnepatypa (35°C), BmaxHocTb (75%) u
KOHIIeHTpalus yriekuciioro raza (EcekoB, 1990).
KonmunmonnpoBaHue rHe3na obecrieynBaeTcs pa-
6OouYMMM MYeJaMM, HO 3HAYUTEIbHOE KOJIMYECTBO
TeIlIa BBIIENISIETCS TakKXKe TPYTHSIMU U PaCILJIONOM.
HeOonmsmmue KonebaHMs 3TUX MOKas3aTeJIell ITpouc-

BOT'YCJIABCKHI, 3AXAPOB

XOIST IPU M3MEHEHWH TeMITepaTyphl BHEITHEH cpe-
bl 1 KOJIMYECTBa paboumnx Im4ea B KoJioHuH (Seeley,
1985). Tak mpu yBeIn4eHU TeMIIepaTyphl BHEIITHE
cpenbl Ha ABammaTh TpaxycoB HaunHas ¢ 6°C temire-
parypa OKOJio paciuiofa B IIEHTpe THe3ma IMOYTH He
MeHstach — 35.4 £ 0.02°C (Cv =0.7%), Ha nepude-
puu rHe3na — 35.3 £ 0.03°C (Cv =2%). YBennueHue
ko3 puumenTa sapuanuu (Cv) ¢ 0.7 go 2% mokasbi-
BaeT, 4TO CTaOMIBLHOCTb TEeMIIEpaTypbl B IIEHTpE
THe3a ¢ pacIuIONoM BEIIIe, YeM Ha Tiepudepun. Ko-
JTIe6aHUS BIAXKHOCTH U CONEPKaHUS YTIIEKHUCIIOTO Ta-
3a B THe3Ie OOJIbIIIe 3aBUCIT OT BHENTHEI TeMItepa-
Typbl. Tak B 30He pacruioga KoHueHTpauus CO,
Mpu BHellHel Temnepatype 13.1—17.0°C cocTasius-
er 0.66 = 0.024% (Cv = 15.2%), a ipu 29.1-31.0°C
cootBercTBeHHO 0.25 + 0.012% (Cv = 23.0%) (Echb-
KOB, 1990).

B sKkcrieprMeHTaIbHBIX YCIOBHSX TTOKAa3aHO, YTO
TeMITepaTypa CyleCTBEeHHO BIUsIET Ha INTUTEIBHOCTD
SMOPUOHAIBLHOTO Pa3BUTUSI — MPU TTOHMKEHUU TEM-
nepatypsl ¢ 38 10 30°C AIUTEbHOCTD 3aPOABIIIEBO-
ro pa3BUTHS Bo3pacraeT B 1.66 paza (P > 0.999). B
JTaHHOM TeMIlepaTypHOM IHAara30He 3aBUCUMOCTH
MexXay Temriepatypoil (X) U mMpOdOKUTETbHOCTHIO
aMOpuoHaibHOTO pas3BUTUsI (Y) MOXHO BbIPa3UThb
ypaBHeHUeM (EcbkoB, 1995):

Y =135.63 —1.71X + 2262

X -29

PazButue sMOpHOHA U3MEHSIETCSI MPU PE3KOM
CHYKeHUHU TeMnepaTyphl. OxnaxaeHue s o 0°C B
TeuyeHUHN 1.5 9 BBI3BIBaeT 16 + 4% ruGens. OcoGeHHO
CUJIbHO BJIMSIET HU3Kasl TeMIiepaTypa Ha 3apOIblll B
Bo3pacTte 8—14 4 (TpeTuii—Hayajio 4eTBEPTOro Mepu-
ona), Korga MpOUCXOAUT OOpa3oBaHUE OJacToaep-
Mbl. JleiicTBue HU3Koit Temmneparypbl 8—13°C B aTOT
nepuoa B TeyeHue 72—135 MUH CUJIBHO Hapyllaer
Mpoliecc 3MOpUoreHe3a, U3 3apojblilia pa3BUBAETCS
0co0b, coBMellIatolasl TpU3HaKy TPYTHS U paboueit
MYesibl. Y 3apoabilieil B 6oJiee To3aTHEM BO3pacTe Me-
HSIIOTCSI TOJBKO CPOKM DPa3BUTHUS, YMIMHSSICH TIPU
MOHUXEHWU TeMIIepaTypbl U COKpaIlasich Ipu ee mo-
BBILLIEHUU. DMOPHUOHAJIbHOE DPa3BUTHUE YCKOPSIETCS
1o 66 9 py comepsKaHUM STUIL B TepMOCTaTe TIpy 37—
38°C 1 OTHOCUTEIBHOM BIaxXHOCTH 75—85%. [ToHn-
keHue Temnepatypbl 10 30—31°C yaauHsIeT epuon
aMOpuoHabLHOTO pa3dsutus A0 115 4 (EcbkoB, 1978).

BorrkrBaeMocTh 3MOPHMOHOB Takke CBsi3aHa C
TEMIIEPATYpPOii: MAKCUMAJbHbI MPOLIEHT JIMYUHOK
(oxoso 97%) souryuisgerca npu 35°C. Oxono 96%
pu 32—33°C, ipu 36°C — 92%, npu 30°C — 85%,
ipu 38°C — 52%, tipu 29°C — 5%.

He oGHapy:XeHBI JOCTOBEpPHBIC PA3IMUUSI MEXIY
raluIOMAHBIMA ¥ AUIUIOMAHBIMA 3MOpMOHAMM IIO
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MPOJOKUTEILHOCTU PAa3BUTUSI B 3aBUCHUMOCTU OT
temrieparypsl (EcbkoB, 1995). I1pu 30°C ramiongHbie
SMOPHOHBI pa3BuBarTcs B TeueHue 1144 (Cv=6%), a
nurongHble — 116 4 (Cv = 15%). CooTBETCTBEHHO,
ipu 34°C — 80 94 (Cv =3%) u 79 u (Cv = 4%), ipn
38°C - 699 (Cv=3%)u 704 (Cv=5%).

HanGonrblree KoanuecTBo IMIUHOK (95.5%) BBI-
JyrisieTcs u3 syl npu 75 + 2% snaxkHocth. C ITOBBI-
LIEHWEM Y TIOHVKEHUEM BJIAXKHOCTU TTPOLICHT rUGen
pa3BUBAIOIINXCSI SMOPMOHOB BO3pacTaeT. BiaskHOCTh
Hioke 45 + 2% npusonut K 100% ruGenu SMOPUOHOB.
ITpu 50—55% — BeKUBaeMocTh okoJio 60% (EcbhkoB,
1978).

Baxurb1il ¢pakTop, KOTOPBIIA MOXKET ITOBIUSITH Ha
SMOpUOTeHEe3 METOHOCHO ITYETbl — OCBEIIEHHOCTb.
B HOpMme rHe310 3amMIlEeHO OT IOoIManaHusl ecTe-
CTBEHHOTO ocBelleHUs1. O0IydeHue STU1l CBETOM pa3-
JIMYHOMN IJTMHBI BOJTHBI M BpEMEHEM 3KCITO3UITUU T10-
pa3sHoOMY BIIMSIET Ha dMOpuoreHes. Tak OTHOMUHYT-
Ho€ 00JTy4eHUE COJTHEYHBIM CBETOM (OCBEIIEHHOCTD
9.4 x 10* + 0.2 x 10* 1K) yBENUYMBAET SITUMUHALIIO
B 1.5 pa3 (koHTposb 3.6+2.4%), TpeXMUHYTHOE — B
4.2 pa3a, IITUMUHYTHOE — B 7.4 pa3a, CEMUMUHYT-
Hoe — B 15.3 pasa, mecatuMuHyTHOEe — B 18.7 paza u
IBaguaTUMuUHYyTHOe — B 22.7 pa3a (Ecbkos, 1995).
VasTpaduoneroBoe obaydeHue (360 HM) MHTEHCU-
bumpyer SIMMUHALIAIO SHIT ITYeJIaMU: KOHTPOJIb
(6e3 obmyyenms) — 5.6 + 3.6%, 1 ¢ — yBemmIeHMe 3ITH-
muHauuu B 1.1 pa3a, 3¢ —B 3.0 paza, 5¢c — B 12.4 paza,
10 c — B 17.1 pa3a (EcbkoB u Ap., 1991; EcbkoB, Yenb-
110B, 1992).

O06ydyeHUe ULl B COTaxX Ha CTaIWU YETBEPTOTO —
MsATOTO Mepuona ambpuoreHesa (30 £ 6 4) cMHUM
cBeToM (cuHuit cBeroguon 0.6 MmKn), Mmomynupo-
BaHHBIM HU3Ko# dyacrtoroi 50, 500, 2000 wmmm
20000 I, B Teuenme 5—30 MMH Ha pacCTOSIHUU
10—50 cm (20 MuH — 10 cm — 50 Iix; 1 muH — 20 cM —
500 I'x; 30 mua — 50 cm — 2000 Ihx; 5 Mmua — 30 M —
20000 I'tr) cokpamiaet Ha TpOe CYTOK ITPOIOKUTEIb-
HOCTH pa3BUTHUS paboumx Imdes 1o uMmaro (¢ 21 mo
18 cyt) (EropoB u ap., 2010).

B HacTostiiee BpeMsI B €CTECTBEHHBIX YCIIOBHUSIX
OoOUTAHMS TTYeT HAa UX Pa3BUTUE MOXET OKa3bIBaTh
BJIMSTHUE BJIEKTPOMArHUTHOE 3arpsi3HeHUe. DJIeKTPU-
yeckoe 11ojie 50 Iy mpu HanpsckeHHocT 10—20 kB/M
HE3HAYMTEJIbHO YBEIMYMUBACT yIOAJleHWE IMYelaMu
SIULIL: TIpY 24 4 BO3IeICTBUM SIIMMUHALIASI COCTABIISIET
6.4%, B xoutpone — 5.9% (Ecbkos, 1995). Jnmutens-
HOE BO3AeHCTBUE HU3KOUYACTOTHOTO 3JIEKTPUUECKOTO
o 50 I'n mpu HanpstkeHHocTH 12—20 kB/M Ha Ko-
JIOHUIO TTYeJI HapyllIaeT BHYTPUTHE3IOBYIO TEPMOpE-
TYJISILIMIO Y TOBBIIIAET TEMIIEPaTypy B 30HE pacIiona
1o 38.2 £ 2°C (EcbkoB, To6oeB, 2008), uTo yKOpaum-
BaeT JUIUTEJIbHOCTh SMOpPUOTreHe3a.

OHTOTI'EHE3 Ne 6

TOM 52 2021

479

OODATUA — MEXAHW3M KOHTPOJIA
OSMBPUOHAJIBHOTI'O PA3BUTHA

Ecnu Ha TMIMHOYHOI CTaIWM OHTOTeHEe3a ITIeITbl
BaKHEUIIIMIT MEeXaHW3M YIIpaBJICHUS HaIlpaBIeHUEM
Pa3BUTHS — 3TO cieIM(pUIecKOe TUTaHNE TUINHKH,
KOTOpPOE UCITONB3YIOT pabodre mIeiIbl, TO Ha SMOpH-
OHAJIPHOM CTamTUM BaXXHBIN (DaKTOp COILMATLHOTO
KOHTDOJISI — BBIOpAKOBKa, 3AMMUWHAILIMS SiIIa T10-
CPEICTBOM €T0 MoemaHus. DTOT MeXaHN3M HOCHUT Ha-
3BaHMe 00(aruy U SIBIISIETCS OTHUM U3 TIPOSIBIICHUI
KaHHUOAIM3Ma B KOJIOHUSIX COIMAIBHBIX BUIOB Ha-
cekombix (Stark et al., 1990). Oodarusi nporcxonut
Ha pasHBIX YPOBHSX. Bo-mepBBIX, 3TO ToemaHue
STUTIEKITanyIIUMA CaMKaM#  KJTaToK IPYTMX CaMOK
(JIonatun, MmmyparoBa, 2010). Y Xylocopa sulcatipes
(m4ena-mIoTHUK) MHOTOKpaTHasi B3amMHasi ooda-
TUs TIPOMCXOOUT B TIepron (hOpMUPOBAHUS ITOTH-
TMHHO OCHOBaHHOM KonoHuu (Stark et al., 1990), ko-
IIa yCTaHABIMBAETCS WMepapXusl AOMUHHUPOBAHUS
Mexmy camMkamu. Cxoxxee MoBedecHUE OOHapyXKeHO
Takke B THe3max muell Fuglossa fimbriata (Augusto,
Gardfalo, 2009). B konoHusIX 3ycollMaibHbIX OC Ce-
MeiicTBa HacTosmme ochl Takke 0OHapy>KeHO M pac-
no3HaBaHue sull, U nuddepeHIaIbHas oodarus
(Dapporto et al., 2010). B ncnonbp3oBaHUM TaKOTO
METOIa pEBU3HNH MPEATIoNaraeTcs KitoueBoe yaacTue
FOBEHWJIBHOTO TOPMOHA, KaK METKHU SIUIT TOMUHAHT-
Hoit camku (Oi et al., 2020).

Bo-BTOpBIX, 3TO TIO€HaHWE pPadOYMMU ITYETaMU
SIULL, OTJIOKEHHBIX APYTUMU paboYrMMU 0coOsIMU (TT4e-
JIaMU-TpyTOBKamMu). Y O113KopoAacTBeHHOro A. mellif-
era BUa — BOCTOYHOI MEIOHOCHOI muebl (Apis cera-
na) — mo 11.7% paboumnx ocobeil OTKIIAABIBAIOT STiIIa,
HO OHU PEIKO JOXWBAIOT 10 OKYKJIMBAHUS U3-3a UH-
TEHCUBHOI pEBU3UM — pACIO3HABAaHUS PabOYMMU
myejamM Takux gull (egg policing) ¥ JUYMHOK
(Holmes et al., 2014). MaTKa MeIOHOCHBIX IT4e IIpU
OTKJIAIKE STV MPEATIOI0XKNUTETbHO MTOMEYaeT UX CeK-
petom l1odypoBoii xkene3bl U cTapaeTcsl He MPoIyc-
KaThb STYEMKN coTa (KOJMYECTBO IMYCThIX STYEEK CITYKUT
WHIWKATOPOM KadecTBa MaTKu). Aiilia ¢ “HenpaBuib-
HOI1” METKOIi paboune mYesibl ChedaloT, BBISIBIISIS UX C
MoMOIIIbI0 aHTeHH. Il4yenbl, BO3MOXHO, HE MOTYT
UIEHTUDUIIUPOBATHL MEPTBbIE SMOPUOHBI (STif11a), TMO-
CKOJIBKY OHM He yaanstorcs (Martin et al., 2004; Beek-
man, Oldroyd 2005; Karcher, Ratnieks, 2014). 310 ro-
BOPUT O TOM, YTO HE XKM3HECITIOCOOHOCTh KaK TaKO-
Basl UCMOJIb3YETCS KaK CUTHAJI IJIsI yAaJeHUs sTi1a.

sifa, oTIoXKEeHHBIE MAaTKOM, W SUIIEKJIagyIITUMA
paboYnMM IT4eIaMy MOKPBITHI Pa3InIHbIMU TIEIITH-
mamu. KoimyecTBO THUMNOB MHEeNTUAOB OOJbIIE Ha
sgiiax, OTJOXEHHBIX padoynmu mmaenamMu. B ocHOB-
HOM 3TO MHEITUIBI BXOASIINE B COCTaB ITYEIMHOTIO sifa
(B TOM 4mCJIe METUTTUH), uX O0bUIO B 10.3 pa3a 6071b-
e, 4yeM Ha siiax, oTKJaaabiBaeMbix mMatkamu. Ha
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sitmax MaTok B 11.0 pa3 Gonblie menTUaOB, IPOU3-
BOIHBIX CEpUHOBOM MPOTEea3bl, YeM Ha Siflax ImJes
(Ernst, 2016). MexaHU3M XUMUUYECKO MapKUPOBKU
SIMII TTOKA MIOJIHOCTHIO He n3ydyeH (Martin et al., 2004,
2018).

Y MeIOoHOCHBIX mueT oodarust Kpome TOro BCTpe-
YyaeTcsl MPY HEIOCTATKE B THE3MIE MbUIBLLI (TTepru) —
WCTOYHUKA aMUHOKUCIIOT IS IMYeJT, U MOXKET HOXO-
IATH B TaKUX CITy4asix 10 90% Bcex OTIIOXKESHHBIX MaT-
koit st (Karmkosekwuit, MammHckast, 1989; Schmickl,
Crailsheim, 2001).

YV mnyen Bo3MOXHaA MOJMCIIEPMUSI M TMHAHIPO-
MmopdusMm (Aamidor et al., 2018), Korma mpu o100~
TBOPEHUU B Siill€ MPOUCXOAUT CIAUSIHUE HE TOJBKO
criepMaTo301aa U SIMLEeKJIETKA, HO U APYTUX CIIEPMU-
€B C PEeNyKIMOHHBIMU TeJiblIaMU. [WMHaHApOMOPQBI
COYeTaroT B cebe MopdoJIornyecKre Mpu3Haku padbo-
yeit muensl U TpyTHs. OmnurcaH TakeKe IMoKa eTMHCTBEH -
HBII CiIydail TIOSIBJICHUSI >XM3HECIIOCOOHOM ITYEJIbI,
HeCcyllei JUllb OTLUOBCKWUIM T€HOM OT JIBYX TPYTHEM
(Aamidoret al., 2018). PoxxnmeHue Takux ocobeii B mue-
JIMHOM ceMbe, MO-BUAMMOMY, BO3MOXHO JIMIIb PU
HapylIeHUM pacllo3HaBaHUS MYeJlaMu SUIl C He-
OOBIYHBIM TeHOMOM (egg policing) u mocienyrolei
oodaruei.

ITAPTEHOI'EHETHUYECKOE PA3SBUTHUE
OOLUTOB A. MELLIFERA

Y MenoHOCHBIX MYel TaruIOAUIUIOUAHBIA THUII
onpeneneHus noja (Dzierzon, 1845) — siina, conep-
XKaiue 16 XxpoMocoM, TaloT MYy>KCKUX ocobeii (appe-
HoTOoKMs (arrhenotoky) MM appeHOTOKHEBIN ITapTe-
HoreHe3). [1pu 32 xpoMocomax B siilie, MOSIBISIETCS
XeHCcKast 0co0b — MM pabouas 1myena, Win MaTka,
YTO PEryJMpyeTcs pabouyMMu ImyejlaMu dyepe3 Mexa-
HU3M YIpaBJIeHUS MMUTAaHUEM B JUYMHOYHBIN TTepr-
on. B ciaygae rmGenm emMHCTBEHHOM ITUYEJIOMATKH
CTPYKTYpa KOJOHUM MOXET OBITh BOCCTAHOBJICHA,
€CJIM B CEMbE €Il COXPAaHWINUCh TUILUIOMIHbBIC SA1Ia
VUIW JIMYMHKU 0 TPEXIHEBHOIO Bo3pacTta. B aToT ne-
puon paboYnMHM ITYeIaMHU MOKET OBITh pellleHa 3a/1a-
ya M3MEHEHMsI TPAeKTOPUM Pa3BUTUSI B HaIllpaBlie-
HuUM ¢opMupoBaHUS IYeaInHON MaTku (Seeley,
1995). B mpoTuBHOM ciTy4ae 4acTh pabO4YnX ITIelI Yye-
pe3 20—35 mHel HauMHAIOT OTKIAIKy TalUIOMITHBIX
SIMII, JAIOIIMX HAavyaJIo MYXKCKMM OCOOSIM — TPYTHSIM
(Miller, Ratnieks, 2001). B otnenbpHBIX Ciy4yasx pado-
yre 0CO0M TaKXKe CIIOCOOHBI OTKIAAbIBATH TUTLIOM I -
Hble gina (tenutokus (thelytoky) — Bua mapreHore-
He3a, MpU KOTOPOM CaMKHU 0e3 OIIOOOTBOPEHUS
MIPOM3BOAAT caMOK). TakuM oOpa3oM, 00e XKEHCKUeE
KacThl (MaTK1 1 pabo4dre mIeibl) CHOCOOHBI OTKIaabI-
BaTh KaK IUILUIOWAHBIC, TaK W TaIUIOMIHBIC SiiIIa, HO
TOJIBKO OUILJIOMAHbBIE Silia MYETUMHON MAaTKXA OILIONO-

BOT'YCJIABCKHI, 3AXAPOB

TBOPEHBI CIIEPMATO30MIAMU TPYTHEH, OCTaabHbIC
sgiilla — mapTeHoreHeTudeckne. He cmapusinmecst ¢
TPYTHSIMM MAaTKM CITOCOOHBI OTKJIAABIBATh JIMIIL He-
OIJIONOTBOPEHHBIE STi1Ia, HO B PSIKUX CITydasiXx BO3MO-
KEH IMapTeHOTeHEeTUYECKUIA TIPOIIeCC — TEJIMTOKMSI.
OTCYTCTBYE OILJIOJOTBOPEHHBIX SIUII BEAET K BBIPOXK-
IeHuto ceMbu. Ho mnccinenoBaHe MexaHM3MOB Map-
TeHOTeHe3a y IT4ejl, BO3MOXHO, TTO3BOJIUT IOJIy4aTh
MHOpeIHbIe IVHUU 15 3aKperuieHus 3¢ deKkra rete-
pO3Kca C 1LIe/NbIO MMOBBIIIEHUS ITPOIYKTUBHOCTH IT4E-
JnoceMeit (Actaypos, 1977).

HMHTepecHbIe, HE3aCTyKeHHO 3a0BIThIC 9KCTIEPH-
MEHTEHI IO KICKYCCTBEHHOMY MapTeHOTeHe3y B SMIIAX,
OTJIOXKEHHBIX MUYETUHBIMU MaTKaMM, MPOBOAMIA B
ceMuaecaThix Tomax Bukropusi BmagumupoBHa
Tpsicko — TIepBOOTKPHIBATEIb TOJTMAHIPUHN Y MEIIO-
HOCHBIX M4esl. PesynbTaTbl OBUIM TOJOXEHBI Ha
XXV konrpecce ArtumoHauu (XXV AnumMonaust, 1975;
Tpsicko, 1980), HO HEe MPUBIEKIY BHUMAaHMSI, TaK KaK
3HAYMUTEJIBHO OTepeskaand cBoe BpeMs. TeMa TeInuTo-
KA Y MEIOHOCHBIX ITUeJI CTAHET TTOMYJISIPHOM JIAIITH
yepe3 17 et mocie Tak HaspiBaeMoro “Karckoro
oenctBusa” 1992 rona, Korma 6oJjiee cTa THICSY IMYETIO-
ceMeii Apis mellifera scutellata ObII YHUYTOXKEHBI
rceBnomMaTkamu Apis mellifera capensis (Martin et al.,
2002). IToaBua MenoHOCHBIX TTuen Apis mellifera cap-
ensis CKIIOHEH K COITMaIbHOMY TTapa3suTU3My — pabo-
YHe mIeJIbl MHOTIA MIPOHUKAIOT B KOJIOHUM Apis mel-
lifera scutellata 1 OTKJIaAbIBAIOT AUTUIOMIHBIC Si1la
(TeIMTOKMS), YTO CBSI3AHO C feneleii 9 map HykJieo-
TUIOB BO (PIIAHKUPYIOIIEM MHTPOHE HITKE IITOTO K-
30Ha TeHa gemini 1 NI3MEHEeHNeEM 3Kcrpeccuu 471 reHa
(Aumer et al., 2018). AyTOMMKTUYECKUIA TTapTeHOTEe-
He3 Apis mellifera capensis CBOIUTCS K BOSHUKHOBE-
HUIO IBYSIEPHBIX SIUII, BTOPOE SIAPO KOTOPHIX pa3BU-
BaeTCs M3 TUCTATBHOTO MIPOM3BOIHOTO IEJICHUS TIep-
BOTO HAIIPaBUTEIBLHOTO TEbIIA.

Tpsicko nHAYIIMpPOBAaJIa ATIOMUKTUYECKMIA MapTe-
HOT¢He3 B TaIUIOMIHEIX sSiiliaX, KOTOpble MaTKa Bce-
IJa OTKJIaAbIBaeT BHE MUEJIUHBIX siueeK. SAiina akTu-
BUPOBAJIMCh TEIJIOM MJIM XOJOIOM U ITOCJIe MHKYOa-
i (90—120 muH) nx pukcupoBaau (CIIUPT—YKCYC
3 : 1), oKkpamuBany aleTOKapMUHOM U IIPOBEPSUIN
MO/ MUKPOCKOIIOM, MTPOU3OIILJIO JIM IeJIEHUE CO3pe-
BaHMs. Ycrnex TepMOaKTHUBAllMU OLIEHUBAIY MO MPO-
LEHTY Sull ¢ ogHUM neneHueM. OH ObLI JOCTaTOYHO
BBICOK (35—89%) y sIvIl OTHEIBHBIX MAaTOK, B OOJIb-
IIUHCTBE Xe AUl 3¢ @deKT oTcyTcTBoBaa. IlpuunHa
9TOr0 B TOM, YTO CyIb0a siapa OOLUTa OIPEaesIeTCs
pa3BUTHEM OKpyXKalollleli LuToIuIa3Mbl. Hespemasa
ooIlIa3Ma MEHSIET XapakKTep ACJICHU co3peBaHus U
MPOSIBISIET HECIIOCOOHOCTh 3JIMMUHUPOBATH JIMIII-
Hue npoHykiieycol (Tpsicko, 1980).
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XPOHOBUOJIOTUA ANLIEKJIAJIKU
1 SMBPUOTI'EHE3A ITYEJ

IlnomoBast myxa Drosophila melanogaster Obina
MEPBBIM OPraHU3MOM, Y KOTOPOro OOHApyXKWIU Te-
HbI, peryJupyolire upKaaHble puTMbl. OTKIagka
sull Drosophila Takke HaXoOUTCS Mo LIMpKaaudaH-
HbIM KoHTpoJieM (Allemand, 1977; Howlader, Shar-
ma, 2006; Manjunatha et al., 2008). Siiuexmanka y
CaMOK MyX ITIPOUCXOIUT PUTMUYHO, HAYMHAS C Cepe-
IUHBl OHSI W JOCTUrasg MaKCuMyMa K Bedyepy
(McCabe, Birley, 1998; Sheeba et al., 2001; Manjuna-
tha et al., 2008). ¥ MemOHOCHBIX MYeJl MaTKa UTrpacT
Ba>KHYIO POJIb B CUHXPOHU3ALY [IUPKATHBIX PUTMOB
kosoHuii (Moritz, Sakofski, 1991). UTto xe Kacaercs
CYTOYHBIX LIMPKAAHBIX PUTMOB, TO MaTKW IMYea Je-
MOHCTPUPYIOT IUPKAAHYIO TUIACTUYHOCTh B CBOEM
MOBEASHUH TIPY U30JISIIMU Ha ogHOM U3 coToB (Ha-
rano et al., 2007). TpexdyacoBasi IepUOTUIHOCTD 3a-
Mepa SULEeKIaaK1 BbISIBISIET PUTMUYECKYIO CTPYKTY-
Py CYTOUHOIO XOda OTKJIaAKHW sSull MaTkoil. B Heit
YETKO BBIACJISIOTCS 3Tallbl HapacTaHUS SIMLIeKIaaKu
B TeueHUe 12 4 ¢ MUHMMAaJIbHOIO CyTOYHOTO 3Haye-
HUS B 17 4 10 MakcuMyMa B 5 4, 3aTeM MOET CHUXKE-
HUEe MHTEHCUBHOCTU SIMIIEKJIAAKU 10 MUHUMaJIbHOTO
B 17 4. BT1OT 3(peKT HEe 3aBUCUT OT KOJIUIESCTBA ITPU-
HECEHHOTI'O B KOJIOHMIO ITYeIaMU IIbUIbIIBI U HEKTapa
(3arpetnuHoB, 2008). JlaidbHeiilyde wucclenoBaHUS
MoKazajay IIeCTUYacoBbIe KoyieOaHUsI YPOBHS Siilie-
KJIaaKU C MeHbIIIel aMIuinTyaoi (3arpetauHos, 2009).
B ecTecTBeHHBIX YCIOBUSIX 0€3 M3OSIIUM MaTKA Ha-
omopanock apuTMHU4YHOe oTkianbiBaHue suil (Free
et al., 1992; Johnson, 2010).

AmiTeTbHOCTh OMHOTO MUHWMAJIBHOTO MUTOTH-
YeCKOTO IIMKJIa B IEPUOJ CHHXPOHHBIX IeJICHUM sS1Iep
(T, mo Hetnad, 1995) y MmenoHocHoO# muelibl paBHa
30—35 MuH. YuuThIBasi, YTO 3MOpPHOTEHE3 IJINTCS
0KoJ10 72 4 (T,), 00l111as1 NPOJOIKUTEIbHOCTDb Pa3BU-
THS 3aponblllla B Oe3pa3MepHBIX emumHMIIAxX (T,/T,)
oymet paBHa 140, CTOJIBKO XKe, CKOJIBKO 1y D. melan-
ogaster (letmag, 2001). DTO TOBOPUT O CXOICTBE Bpe-
MEHHBIX 3aKOHOMEPHOCTeM amopuorenesa D. melano-
gaster 1 A. mellifera, XOTs1 y I4eJI TaCTPYJISILIS HAUMHA-
eTcs Tro3nHee, YeM y D. melanogaster. ictionbp3oBaHme
6e3pa3MepHBIX KPUTEPUEB T XapaKTEPUCTUKI BO3-
pacra 3apofbIIIieit, TaKIX Kak T, MOXKET OBITh ITOJIE3HO
KaK MpH U3yIeHUN SMOpHOTeHe3a MeTOHOCHBIX ITUel,
TaK W TIpU M3YICHWU DSBOJIIOLMU 3MOpHOTeHe3a B
HancemeiictBe [TuenmHble (Apoidea), B CBsI3U C 3BO-
JIOITNEI COITMATLHOCTH.

SAKJIIOYEHHME

ITaenpr — ymoOHast MOZIETb OMOJIOTUH Pa3BUTHS, C
XOpOIIO AHHOTUPOBAHHBIM TE€HOMOM U IETaIbHO
W3Y4EeHHBIMU CTaIUSIMM 3MOpHoreHe3a. MemoHoc-
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Hag ImJeia KaK 00beKT SMOPUOJIOTrUH UMEeT MHOXE -
CTBO TNPEUMYILIECTB Tepen APYTUMMU MOIEIbHBIMU
OpraHM3MaMM: BO3MOXHOCTb MOIYYEeHUSI GOJIBIIOTO
KOJIMYECTBA SIULI, ITPOCTOTAa MHKYOMPOBAHUS SMOPHU-
OHOB, XOPOIIIO OMMMCAHHbIE METOIBI PAGOTHI C Sii1a-
MU MEIOHOCHBIX ITYell. DMOPUOTEeHEe3 ITUeTbl UMECT
KaK CXOICTBA, TaK U OTIMYUS OT SMOPHOHAIBHOTO
pa3BUTUS OpO30(PUIBI U 3aKaHUMBAETCSI HA MeHee
3penoii ctanuu BeutyIuieHUs. [IpenctaBuTeau oTpsi-
na Ilepemmonuarokpsuibie (Hymenoptera) mpenro-
JIOXKUTEIHHO ITOSBIWIMCH Ha 3emiie 0Koj1o 350 MIIH JieT
Hazan, JIBykpsuible (Diptera) mpou3oIlIM OKOJIO
160 M net Hazan (Misof et al., 2014). ¥ MemoHoc-
HBIX IMYeJT HECKOJIBKO BApMAHTOB MAapTeHOTeHETUYE -
CKOTO Pa3BUTHS OOLIWTA, YTO TAKXKE HETUITMYHO IS
GOJIBIIMHCTBA HACEKOMBIX.

3HaYUTeJIbHOE BIUSHUE Ha SMOPUOJIOTUIO MEA0-
HOCHBIX IT4eJ OKa3bIBaeT MX COLIMAJIbHOE ITOBede-
HUe — ToAJepXKaHUEe IOCTOSIHHOM TeMIlepaTyphl U
BJIAXXHOCTH, PEBU3MUS ULl U oodarus, perysiuus
SIUIeKIanKd MaTKM M pa3Mepa sdll. DTO cylle-
CTBEHHO OTJIMYaeT 3MOPUOJIOTUIO MYET OT APYTUX
HaceKoMbIx. M3ydyeHmne sMOpHoreHesa OTHEIbHBIX
BUJIOB HACEKOMBIX BaXKHO IS TIOHMMAaHUS UX 3BO-
JIIOLMKA, B TOM 4YMCJIE DBOJIOLUMU COLMAJIbHOCTH.
Cpenu Bcero MHOrooopasust HaCeKOMBIX CYIIIECTBYET
JIMIIIb OdHa TpyIIia, B KOTOPOM IIpEeNCTaBJICHbI BCE
W3BECTHBIE TUITHI COLIMAJILHOM OpraHu3anuy — Hajl-
cemeiictBo ITuenunrie (Apoidea). HauBbiciieit co-
LHUAJILHOM opraHM3alreil cpeau myell 00JamaT KO-
JIOHUM MEJIOHOCHOI1 Imuebl (A. mellifera). DBomonus
COLIMAJIbHOCTU — OAWH W3 BaxKHEHWIIMX U MHTEpPeC-
HEHIINX pa3aesioB COLIMOOMOJIOTUM — HAyKK O OMOJIO-
TMYECKUX OCHOBAX COLIMAIbHOIO MOBEICHUS U COLIM-
aJIbHOI OpraHM3aIn Y JKMBOTHBIX M YesaoBeKa. [y6o-
KO€ MCCIedOBaHUE SMOPHUOJIOTUM IT4esl HE TOJIBKO
MPOJILET CBET Ha IMPOMCXOXIEHNE 1 Pa3BUTHE 3YCOIIM-
aJIbHOCTU, HO U TIO3BOJIUT 3HAYUTEIbHO MOBBICUTH
BBIKMBA€MOCTD 1 ITPOAYKTUBHOCTD 3TUX CAMBIX BaXK-
HBIX JJIs YeJI0BeKa HAaCEKOMBIX.

OPMHAHCUPOBAHUE PABOTHI

Pa6oTa BbIMojIHEHA B paMKax pasnena ['ocymapcTBeH-
Horo 3agaHust UBP PAH, Ne 0108-2019-0002.

COBJIIOJEHUE 5TUYECKHUX CTAHOAPTOB

Hacrostimast crares He COIOCPKUT OINMMCAaHUA BBIITOJI-
HCHHBLIX aBTOpaMMn MCCJIEIOBAHUI C ydyaCTuem Joaeu uin
HMCHOJIb30BaHUEM XUBOTHBIX B KAUeCTBE OOBEKTOB.

KOH®JIMKT MHTEPECOB

ABTODBI 3asIBJISIOT, YTO KaKOU-1100 KOHMIUKT UHTE-
pECOB OTCYTCTBYET.



482

CIIMCOK JIMTEPATYPbI

Acmayposé b.JI. [1apTeHOreHe3, aHAPOreHe3 U MOJUILION -
nusi. M.: Hayka, 1977. 343 c.

bopodauesa B.T. Macca siull 1 Ka4yeCcTBO MaTOK U Ttuen //
ITuenoBonctro. 1973. Ne 9. C. 12—13.

Teiimmanex 4. O pazHOOOPA3HOCTU MYEIMHBIX ULl //
CebCKOX03sIICTBEHHasl JuTeparypa YexociaoBakuu.
PedepatusHblii XypH. [1para. 1960. C. 96.

lemnag T.A. be3dpazmepHBIe KPUTSPUU PAa3BUTHS 3aPOIbI-
e, TMIMHOK U KYKOJOK Ap030MUIIbI U 3apoAbIIIeit
YeJibl B TaOIMLIaX HOpMaJIbHOTO pa3Butus // OHTOre-
He3. 1995. T. 26. Ne 2. C. 125—131.

Hemaagp T.A. TemneparypHO-BpeMeHHbIE 3aKOHOMEPHO-
CTU Pa3BUTHS TTOUKWIOTEPMHBIX XKUBOTHBIX. M.: Hay-
ka, 2001. C. 143—150.

Eeopoé B.B., Kosun P.b., Kopoaes A.B. Cniocob ctumyJisi-
1y sM6puorene3a muen // IMTarent RU2395959C2.
2010.

Ecvkoé E.K. MUKpoKIuMaT ITYEJIMHOTO YJIbs U €r0 pery-
nupoBaHue. M.: Poccenbxo3usaar, 1978. C. 46—47.

Ecbros E. K. Dxonorusi MenoHocHo# mmuenbl. M.: Pocarpo-
nmpomusaar, 1990. 221 c.

Ecvros E.K. DKojiorus MenoHOCHOI muesibl. Psi3anb: Pyc-
ckoe cioBo, 1995. 394 c.

Ecvros E.K., Toboes B.A. Bo3neiicTBre NCKYCCTBEHHO Te-
HEepUPYEMBIX 2JICKTPOMArHUTHBIX TOJIe Ha GUOIOTH-
yeckne o0beKThl // BecTHUK YyBallICKOro yHUBEPCHU-
teta. 2008. Ne 2. C. 28—36.

Ecvkos E.K., Yeavyos B.H., Xpycmanesa H.B. Bnusinue uc-
KYCCTBEHHOTO YILTPa(PUOIETOBOTO OOIYyYeEHUsT Ha
KU3HECTIOCOOHOCTE M MOP(MOTEHE3 Pa3BUBAIOIINXCSI
pabouux muen // Hen. B BUHUTU. Pazanb, 1991.
Ne 4633-B91.

Ecvkos E. K., Yeavyos B.H. YCTOMYMBOCTD pa3BUBAIOIINX-
csl myes K ynbTpaduosieToBoMy obsyueHuto // Jlemn. B
BUHWTMUN. Pazanb, 1992. Ne 1332-B92.

3azpemounoe A.D. BpeMeHHasl opraHu3alusl Iipolecca
giiiekimanku Matkoit // ITyemoBomctBo. 2008. No 6.
C. 18—-20.

3azpemouroe A.®D. BUOPUTMBI SWLEKIAOKHU ITYETIUMHOMN
MaTKM B 3aBUCUMOCTU OT BUIOB MeaocOopa, OpOIbl
Imyesl U 0TOOpa MbLIbLLI B TEUEHUH TPEX CYTOK // Ar-
papHbIit BecTHUK Ypaia. 2009. Ne 10(64). C. 89-91.

Kawrkoseckuti B.I., Mawunckas H./l. O xaHHNOAIM3Me Me-
noHocHbIX Tuen // TTuenoBonctBo. 1989. Ne 8. C. 10—13.

Jlonamun A. B., Humypamosa H. M. CuHTeTuecKue aHajio-
I'M HU3KOMOJIEKYJISIPHBIX GUOPETYJIITOPOB MEIOHOCHOM
maeltel Apis mellifera L. B pa3BemeHUM 3eMJISTHOTO IIIMEJIST
Bombus terrestris L. (Hymenoptera: Apidae) // Tpynsl
Pycckoro sHTomosorundeckoro obiecrtBa. C.-Ilerep-
oypr. 2010. T. 80(4). C. 188—195.

Monaxosa M.A. (pen.) ITuena menoHocHas (Apis mellifera)
B TEHETUUYECKOM TT0JIe. DKOJIOTO-TeHETUIECKHEe XapaK-
tepuctuku. M.: ToBapuilecTBO HaydHBIX W3IaHUMN
KMK, 2019. 154 c.

Tpacko B.B. ITpuzHakyu 0CEMEHEHHOCTHY MUETUHBIX MATOK //
[MuenoBoacto. 1951. Ne 11. C. 25-31.

BOT'YCJIABCKHI, 3AXAPOB

Tpsacko B.B. XKeHckuii napreHOreHe3 MeJOHOCHOW IYesbl //
ITuenoBonctro. 1980. Ne 4. C. 13—14.

Aamidor Sarah E., Yagound Boris, Ronai Isobel et al. Sex
mosaics in the honeybee: how haplodiploidy makes pos-
sible the evolution of novel forms of reproduction in so-
cial Hymenoptera // Biology Letters. 2018. Nov. 28.
V. 14. Ne 11. P. 20180670.

Al-Kahtani S.N., Wegener J., Bienefeld K. Variability of pre-
natal maternal investment in the honey bee (Apis mellif-
era) //J. Entomology. 2013. Ne 10. P. 35—42.

Allemand R. Influence de I’intensité d’éclairement sur I’ex-
pression du rythme journalier d’oviposition de Drosoph-
ila melanogaster en conditions lumineuses LD 12:12 //
Compte Rendu Hebdomadaire des Séances de
I’Académie des Sciences. Paris. 1977. Ser. D. Ne 284.
P. 1553—1556.

Amiri E., Le K., Melendez CV. et al. Egg-size plasticity in
Apis mellifera: Honey bee queens alter egg size in re-
sponse to both genetic and environmental factors //
J. Evolutionary Biology. 2020. Jan. 21.

Augusto S., Gardfalo C. Bionomics and sociological aspects
of Euglossa fimbriata (Apidae, Euglossini) // Genetics
and Molecular Research. 2009. May 12. V. 8. Ne 2.
P. 525-538.

Biitschli O. Zur Entwicklungsgeschichte der Biene // Zeit.
Wis-sensch. Zool. 1870. Ne 19. P. 519—564.

Cridge A.G., Lovegrove M.R., Skelly J.G. et al. The honeybee
as a model insect for developmental genetics // Genesis.
2017. May. V. 55. Ne 5.

Cruz-Landim Carminda. Abelhas: morfologia e fungao de
sistemas. Sao Paulo: Editora UNESP, 2009.

Dapporto L., Bruschini C., Cervo R. et al. Hydrocarbon rank
signatures correlate with differential oophagy and dom-
inance behaviour in Polistes dominulus foundresses //
J. Experimental Biology. 2010. Feb 1. V. 213. No 3.
P. 453—458.

DuPraw E.J. Research on the honey bee egg // Gleanings in
Bee Culture. 1960. Ne 88. P. 104—111.

DuPraw E.J. The honeybee embryo. // Methods in Devel-
opmental Biology / Eds. Wilt F., Wessels N. Crowell
Press, N.Y. 1967. P. 183-217.

Dzierzon Jan. Bienenzeitung. 1845. Ne 1. P. 111.

Ernst U. The Honeybee as a Model to Study Worker Polic-
ing, Epigenetics, and Ageing. KU Leuven, Science, En-
gineering & Technology, 2016. 208 p.

Free J.B., Ferguson A.W., Simpkins J.R. The behavior of

queen honeybees and their attendants // Physiological
Entomology. 1992. Ne 17. P. 43—55.

Gencer H.V., Woyke J. Eggs from Apis mellifera caucasica
laying workers are larger than from queens // J. Apicul-
tural Research. 2006. Ne 45. P. 173—179.

Harano K., Sasaki M., Sasaki K. Effects of reproductive
state on rhythmicity, locomotor activity and body weight
in the European honeybee, Apis mellifera queens (Hy-
menoptera, Apini) // Sociobiology. 2007. Ne 50.
P. 189—-200.

OHTOIEHE3 TtomM 52 Ne 6 2021



POJIb BHEITHUX ®AKTOPOB B OMBPUOTEHE3E APIS MELLIFERA

Henderson C.E. Variability in the size of emerging drones
and of drone and worker eggs in honey bee (Apis mellif-
era) colonies // J. Apicultural Research. 1992. Ne 31.
P. 114—118.

Holmes M.J., Tan K., Wang Z. et al. Why acquiesce? Worker
reproductive parasitism in the Eastern honeybee (Apis
cerana) // J. Evolutionary Biology. 2014. May. V. 27.
Ne 5. P. 939—-949.

Howlader Gitanjali, Sharma Vijay Kumar. Circadian regula-
tion of egg-laying behavior in fruit flies Drosophila mela-
nogaster // J. Insect Physiology. 2006. V. 52. No 8.
P. 779-785.

Johnson Jennifer N. Lack of rhythmicity in the honey bee
queen: An investigation of temporal behavioral patterns
in Apis mellifera ligustica // Electronic Theses and Dis-
sertations. 2010. 1751.

Jordan R. Uber die beziehung der Eigrosse zum Umfang der
Eiablage // Bienenvater. 1961. V. 82. Ne 5. P. 132—134.

Koeniger N. Uber die fihigkeit der bienenkonigin (Apis mel-
lifica L.) zwischen arbeiterinnen-und drohnenzellen zu
unterscheiden // Apidologie (Celle). 1970. Ne 1. P. 115—
142.

Manjunatha T., Dass Shantala Hari, Sharma Vijay Kumar.
Egg-laying rhythm in Drosophila melanogaster // J. Ge-
netics. 2008. V. 87. P. 495—-504.

Martin S.J., Beekman M., Wossler T.C. et al. Parasitic Cape
honeybee workers, Apis mellifera capensis, evade polic-
ing // Nature. 2002. Jan. 10. V. 415(6868). P. 163—165.

Martin Stephen J., Jones Graeme R. Conservation of Bio
synthetic pheromone pathways in honeybees Apis //
Naturwissenschaften. 2004. May. V. 91. Ne 5. P. 232—-236.

Martin S.J., Correia-Oliveira M.E., Shemilt S. et al. 1s the
salivary gland associated with honey bee recognition
compounds in worker honey bees (Apis mellifera)? //
J. Chem. Ecol. 2018. Aug. V. 44. Ne 7—8. P. 650—657.

McCabe C., Birley A. Oviposition in the period genotypes of
Drosophila melanogaster // Chronobiol. Int. 1998. Mar.
V. 15. Ne 2. P. 119—133.

Miller D.G., Ratnieks F.L.W. The timing of worker repro-
duction and breakdown of policing behaviour in queen-
less honey bee (Apis mellifera L.) societies // Insectes
Soc. 2001. Ne 48. P. 178—184.

Misof B., Liu S., Meusemann K. et al. Phylogenomics re-
solves the timing and pattern of insect evolution // Sci-
ence. 2014. Nov. 7. Ne 346(6210). P. 763—767.

Moritz Robin FA., Sakofski Fritz. The role of the queen in
circadian rhythms of honeybees (Apis mellifera L.) //
Behav. Ecol. Sociobiol. 1991. Ne 29. P. 361—365.

Nelson J.A. The Embryology of the Honey Bee. Princeton
Univ. Press, 1915. 316 p.

Nolan W.J. Do daily egg-laying rates of less than 3000 found by
recent investigators indicate average queenbees? //
J. Economic Entomology. 1927. V. 20. Ne 3. P. 501-507.

Oi Cintia Akemi, Brown Robert L., da Silva Rafael Carvalho
et al. Reproduction and signals regulating worker polic-
ing under identical hormonal control in social wasps //
Scientific Reports. 2020. Nov. 4. V. 10. Ne 1. P. 18971.

OHTOIEHE3 TtomM 52 Ne 6 2021

483

Roberts W.C., Taber S. Egg-weight variance in honey bees //
Annals of the Entomological Society of America. 1965.
Ne 58. P. 303—306.

Schnetter M. Morphologische untersuchungen tiber das dif-
ferenzierungszentrum in der embryonal-entwicklung
der honigbiene // Zeitschrift fiir Morphologie und
Okologie der Tiere. 1934. Ne 29. P. 114—195.

Seeley T.D. Honeybee Ecology: A Study of Adaptation in
Social Life (Monographs in Behavior and Ecology).
1985. 212 p.

Seeley T.D. The Wisdom of the Hive: The Social Physiology
of Honey Bee Colonies. 1995. 295 p.

Schmickl T., Crailsheim K. Cannibalism and early capping:
strategy of honeybee colonies in times of experimental
pollen shortages // J. Comp. Physiol. A. 2001. Sep.
V. 187. Ne 7. P. 541—-547.

Sheeba V., Chandrashekaran M.K., Joshi A. et al. Persistence
of oviposition rhythm in individuals of Drosophila mela-
nogaster reared in an aperiodic environment for several
hundred generations // J. Exp. Zool. 2001. Sep. 15.
V.290. Ne 5. P. 541—-549.

Sieber K., Dorman T., Newell N. et al. (Epi) genetic mecha-
nisms underlying the evolutionary success of eusocial
insects // Insects. 2021. May 27. V. 12. No 6. P. 498.

Stark R.E., Hefetz A., Gerling D. et al. Reproductive compe-
tition involving oophagy in the socially nesting bee Xylo-
copa sulcatipes // Naturwissenschaften. 1990. V. 77.
Ne 1. P. 38—40.

Taber S., Roberts W.C. Egg weight variability and its inheri-
tance in the honey bee // Annals of the Entomological
Society of America. 1963. Ne 56. P. 473—476.

Vijendravarma R.K., Narasimha S., Kawecki T.J. Effects of
parental larval diet on egg size and offspring traits in
Drosophila // Biology Letters. 2010. V. 6. No 2.

Wei H., He X., Liao C. et al. A maternal effect on queen pro-
duction in honeybees // Current Biology. 2019. Jul. 8.
V.29. Ne 13. P. 2208—2213.

Wegener J., Lorenz M.W., Bienefeld K. Differences between
queen- and worker-laid male eggs of the honey bee (Apis
mellifera) // Apidologie. 2010. V. 41. Ne 1. P. 116—126.

Waoyke J. Comparison of the size of eggs from Apis mellifera L.
queens and laying workers // Apidologie. 1994. Ne 25.
P. 179—187.

Woyke J. Size change of Apis mellifera eggs during the incu-
bation period // Journal of Apicultural Research. 1998.
Ne 37. P. 239-246.

Zeid A.S. Antennal sensilla of the queen, half-queen and
worker of the Egyptian honey bee, Apis mellifera la-
marckii // J. Apicultural Research January. 2001. V. 40.
Ne 2. P. 53-58.

Zeid A.S. Comparison of eggs produced by queens,
halfqueens and worker bees and weight ofemerging
workers in Apis mellifera lamarckii // J. Apicultural Re-
search. 2020. 04 Jun. P. 685—690.

XXV MeXITyHapOmHBIM KOHTPECC MO IMYeIOBONCTBY Ipe-
HoOb—Dpantus 8—14 cenrsiops 1975 // AnumoHus.
Bbyxapecr. 1975.



484 BOTYCJIIABCKUH, 3AXAPOB

The Role of External Factors in the Embryogenesis of Apis mellifera

D. V. Boguslavsky! * and 1. S. Zakharov!
Koltzov Institute of Developmental Biology, Russian Academy of Sciences, ul. Vavilov 26, Moscow, 119334 Russia
*e-mail: boguslavsky @rambler.ru

The embryonic development of honeybees has been studied for more than 150 years (Biitschli, 1870) and a
lot of data have been accumulated on the embryogenesis of Apis mellifera L., but in modern insect embryol-
ogy, bees are still little used as an object of research. In addition to the importance of bees as pollinators and
producers of biologically active substances, the participation of social behavior in controlling the course of
individual development of these hymenopterans is of great interest. This review provides information on ex-
ternal factors (biotic and abiotic) affecting the embryogenesis of A. mellifera, including those associated with
social behavior.

Keywords: honey bee, embryogenesis, queen honey bee, laying workers, parthenogenesis, polyandry, oophagy, egg
policing, Apis mellifera
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