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O noaxoaAX K USy4EHNIO MMKPO3BOJTIOLIMOHHBIX
SIBJIEHWUIA B NPUPOAHBLIX NONYNALMNAX XUPOHOMUA,
HEPABHOBECHOCTb NMONYNALUN KAK CTABUJIbHOE
COCTOSAHUE

BBEJJEHVIE

KonnuectBo HayuHBIX paboT, MOCBSIIIEHHBIX TOJIUMOPGU3MY TTOMYJISILITI, TTOU-
CTHHe HeoObsATHO. HezaBucumo oT HanpaBsJieHus (a1anTalHoOHHOE WK 3BOJIIOLHU-
OHHOE ), METOJIMKH TOJIyUEHHS PE3YJIbTaTOB (FeHETHUECKUH aHan3, JeKTPodo-
pes, xpomarorpacust UJn npsivble XpOMOCOMHbIE HabJI0EHHUST ), 3aKOHOMEPHOCTH
TOIYJ/ISILMOHHON T'eHeTHKM, OCHOBaHHble Ha 3akoHax MeHjessi, XxpOMOCOMHOM
TEOPHH HACJEACTBEHHOCTH, KoMiieMenTapHoctn nureit JIHK, mexanusmax mefi-
03a, TEOPUH BEPOSITHOCTEH, HeM3MEHHbI /15 CUCTeM JtoOol cy10xkHOCTH. Mare-
MaTHYeCKHIl anmapar, OMHUCBIBAIOIIME MOJUMOP(HHU3M B MAHMUKTHUECKOH MOMy-
JIsIAH, Xopolo paspadotan [20, 21, 31]. Onnako aeTepMHUHHPOBAHHBIE MOAE/H
BCEro JIMLIb AUIJIOUIHON ABYXJIOKYCHON M/l IbHON MOMNYJISILMK y2Ke HACTOJb-
KO CJIOZKHbI, YTO [OYTH HEIIPUMEHUMbI Ha MpaKTHKEe W UMEIOT, noxaJuyi, cyry6o
TeopeTHueckoe 3HaueHue [35]. AHasM3 CIOXKHBIX CHUCTEM C MHOTOUMCJIEHHBIMH
BHYTPEHHUMH B3aHMOCBSI3sIMH HEU30€KHO [TPUBOIUT K POCTY UMCJ/1a BCEBO3MOXK-
HBIX JIOTLIEHHH B TeOMETPUUYECKOH MporpeccHi. A ToTMoJMHUTENbHOE YCI0KHEHHE
MaTeMaTHYecKoro annapara, yYMTbIBAlOLLIEro 9TH HIOAHCLI, He MpUOJMKaeT uc-
CJIeIOBATE/IS K HCTHHE, a BCE JaJ/blie YBOIUT B IeOPH JAOTIOJNHHUTENbHBIX YCITOBHH
1 OTPaHHYEHHH.

Anannu3 MOHOTEHHOTO Hac/Jef0BaHUs B CJyuae AHAJIebHOrO JIoKyca ¢ He-
MOJIHbIM JOMHHHPOBAHHEM Y JUIIJIOMAHLIX OPraHU3MOB — MpocTelillas onepa-
LMl B BLIYHCJIUTEJILHOM annapare NonyJsilMOHHON IeHeTHKH, 110100HO 3BKJIHU-
JIOBOH T€OMETPHH HJIH HbIOTOHOBCKOH (hH3MKe B 0011ell KapTHHE COBPeMEeHHOH
Haykn. OHaKo, HeCMOTPSI Ha 3Ty 0OMaHUYMBYIO MTPOCTOTY, OHA SIBJSIETCST Kpae-
YrOJIbHBIM KaMHEM MOMyJSILUOHHOIO aHalu3a. B ocHOBe M0J102KeHUs1 O paBHO-
BECHOCTH IONYJIALMH JIexKUT 3aKOH Xapau — BalinOepra, KOTOpbIH 9KCIIHLHU-
pyeTcst OMHOMMAJILHBIM paclpelesieHHeM, ero INPoCTeHLnM ciydaeM sBJseTcs
tdopmyana [Tupcona.

PPt 2pg+ g =1,
e p — 4acToTa JJOMHHAHTHOTO, a ¢ — PELeCCUBHOTO aJliessi. DToH e dop-
MyJIOH OTHCBIBAETCS KOJOMHHMpOBaHHe. BaxKHO, UTO P€HOTHIIBI ¢ YacToTaMu p?,
2pq v g* pa3uunMbl B JAHHOM MOKOJIEHHH BH3yaJlbHO MJIH C MOMOLLBIO Jlabopa-
TOPHBIX METOJ0B, HO €3 J0MOJHUTE/bHbIX CKPELLMBAHUH, TO ecTb 6e3 reHeTHYe-
CKOT0 aHan3a. DTH TPH KJlacca FeHOTHIIOB B OTeUeCTBEHHOH JIUTepaType 0603Ha-
vatorest Kak P, Hu Q [32].

Boimenpusenennast gpopmyna [lupcona — naunbosiee mpocrasi MaTemartuue-
cKast MoJleJlb, ¥ [105TOMY OHa 0OpeMeHeHa MHOXKECTBOM YCJIOBHOCTEH.

1. Tlonynsiuua usosupoBaHa (HET MUrpauuu, JUOO SMUrpaLUs U UMMHUIPaLUs
ypaBHOBEUINBAIOT JIPYT ApyTa).

2. Asnsesin He BO3HHKAIOT 3aHOBO (HET MyTal|il ), MOMYJISIUS JOCTATOYHO OOJIb-
1ast (HeT apefida reHoB, 3(hheKT OCHOBATES He TIPOSIBJISIETCS] ).

3. BeposiTHOCTB CKpelMBaHHsT KOHKPETHBIX TE€HOTHIOB MPOMOPLHOHAJBHA Ya-

CTOTaM 3THX F€HOTUIIOB B I1OMYJISILIHH.

4. Oco6u UMEIOT PaBHYIO KH3HECTTOCOGHOCTb U BBKHBAEMOCTb OT 3UTOTHI JI0 pe-

MPOJYKTUBHOIO BO3pacra.

5. Hcenenyemble ansenn He CLETIEHB C TTOJIOM.
6. Hccnenyemble ansenn JOKaAN30BaHbI B IEPHBIX FeHaX.
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ITH yCJIOBUSA XapaKTEPH3YIOT TaK Ha3blBAEMYylO «3Je-
MEHTApHYI0 MOTYJIALNIO» — OCHOBHYIO 3BOJIIOLIMOHHYIO
eJIUHHULLY.

YIOOHBIMH O0ObEKTaMU /1T U3YUEHHS TOMyAIHOHHbBIX
SIBJICHHH B €CTECTBEHHbBIX YCJOBHUSAX CPEJbl CJy:KaT opra-
HH3MbI ¢ HeOOJIBLINM UMCJOM XPOMOCOM, HallpUMep Hace-
KOMbIE M3 OTPsifla JBYKPbUIbIX. PoJb MI0A0BON MYIIKH 13
pona Drosophila B cTaHOBJIEHHH, B YACTHOCTH, MOIyJIsi-
LIMOHHON TE€HETHKH TPYJIHO TepeolleHuTh. HemasnoBaxkHoe
MECTO B I'eHETHUECKHMX HMCCJIENI0BAHUAX 3aHUMAIOT TaKXkKe
KoMaphbi-3BoHUbl (Chironomidae), koTopble XapaKTepu-
3yIOTCA B CPEHEM OTHOCHTEJNLHO MaJbiM JIUIJOUIHBIM
uncsiom xpomocoMm (6—38). IlpeumyiectBoM 3Toi Tpyn-
Mbl TAKXKe SABJSETCS HECJ0XKHAs BUIOBAs HIEHTH(HUKALIUSA
Os1arofiapsi KAPUOCUCTEMATHUECKUM HCCIE0OBAHUAM MOJIH -
TeHHBIX XpoMocoM (ITX) U3 C/IIOHHBIX 2KeJe3, KOTOpble UMe-
10T YHUKAJIBHYIO JIIS1 KQXKI0TO BHJA TOCJAEI0BATENbHOCTD
JINCKOB M MeKAnCcKoB. BBumy konblorauuu romogoros [1X
B HHTep(Aa3HbIX KJAETKAX CJIOHHBIX »KeJjie3 H3ydeHHe Xpo-
MOCOMHBIX ME€PECTPOEK HAa OCHOBE HApYLIEHHS MOCJENI0Ba-
TeJIbHOCTH McKOB XpomocoM (I1/1X) He npencraBasieT Tpy-
na. Onnako, crporo rosops, [1/1X crenyer paccmatpuBaTh
He KakK aJljieJii B KJIaCCHUECKOM CMbICJ/IE TEOPHU TeHa, a Kak
aJIbTepHATUBHbBIE T'PYMIIbl CLEMJEHUs, Beyle cebs Kak
KJIacCHUeCKHe asjiesiu B mpolecce HacaenoBanusi. He pas
nogHuMascst Bornpoc o tom, uto I'IJIX Ha camom aesne siB-
JSI0TC (PeHAMH W MOJIeJIM, OCHOBAHHblE Ha aHaJju3e Mo-
JIUTEHHBIX XPOMOCOM, TIPH KOTOPOM BO3MOYKHO OTUETJIHBOE
BU3yasIbHOE pasfiesieHHe FeHOTHIIOB, JIO/KHBI TTOMUHHAThCS
3aKOHOMEPHOCTAM (eHeTHKH. [1o HallleMy MHEHHIO, TPOTH-
BOpeuust HeT. PasHulia JIMlIb B TOM, 4TO (heHEeTHKA H3yuaeT
HerpepbiBHOE pacrhpeieieHue Mpu3HakoB. M mpu cokpa-
LIEHUH Yncsa (heHOB (MPU MOHOTHOPHAHOM CKpelMBaHUH
JI0 Tpex) pacrnpejiesieHde CTAHOBUTCH JHUCKPETHBIM U JIO-
CTYMHO /ISl TIOTYJISIIMOHHOTO aHa/JM3a Ha MpeIMeT Mpo-
BepkHu cootetcTBHs (hopmysie [Tnupcona. Takum o6pasom,
[1X sBASIOTCS YHUKAJIbHBIM OOBEKTOM, HAXOAALIMMCS Ha
rpaHulle FeHETUKH U (DEHETHKH.

M3yuas nomnyJsiiiHOHHbIE SBJIEHUS Y TAKUX OPTaHH3MOB,
KaK XMPOHOMMUJIbI, 1aJIeKO He BCeraa MOXKHO MPOBECTH MOJI-
HOLIEHHBIF MOHHTOPWHT BCJIEJICTBHE TOTO, YTO WX MECTO-
00UTaHUA Hepeko 3(eMepHbl (Mepechixatoline, MpoMep-
3aiolllie, MEHSIOUIME PYyCJI0 U aHTPOMOTEHHO YSI3BUMBIE),
a B3pocJible 0co0M B MEPHOJL PA3MHOXKEHUSI aKTHUBHO WJIH
MacCUBHO MOTYT MPEOJIOJEeBATh 3HAUYHTE/IbHbIE PACCTOSHHUS
OT TOUKH BbIJIETAa U OCTABJIATH KAAJIKH y¥Ke B JIPYTHX BOJO-
emax. [TosTomy Hepenko TPHUXOAUTCH JOBOJILCTBOBATHLCS
JIAHHBIMH CKPHUHHUHTA, MOJIyY€HHBIMH B pe3yJibTaTe aHa/ju3a
TOJIBKO OJIHOTO MOKOJIEHHUS.

[Ipn Hcce/eoBaHUSAX XPOMOCOMHOTO  MOJIUMOpgH3Ma
y XUPOHOMHJL MPHUHATO OLIEHUBATh TAKHE BEJUUMHbBI, Kak
CPEJIHSAA TETEPO3UTOTHOCTL MO XPOMOCOMHBIM MHBEPCHSIM,
YaCTOThbl TEHOTHIIOB C reTepo3urotamu [3, 17]. YuursiBator
TaKk:Ke 3urotuueckue couetanus (3C) nepecrtpoek B KapHo-
THUME (YTO UMEET CMbIC/ TPU J0CTATOUHO OOJIBIIUX BHIGOP-

Kax) ¥ uX crektp B nonyJasauuu [18]. SHauuTesbHO pexe
NpUBOAAT AU (epeHIIMPOBAHHYIO HH(POPMALHIO O COOT-
HOIIEHHH TOMO3HTOT, TeTEPO3UTOT ¥ TOMO3UTOT MO HHBEP-
cusim. Hepeniko peanbhble yactoTel 5THX 3C B MPUPOAHBIX
TOMyJISILUSIX JaJleKd OT OXKHAAeMBIX 4acTOT Mo hopmyJe
[Tupcona.

Cunraercs, 4To aHa/IM3 OTHOTO TIOKOJIEHHS He COCO0eH
BBISIBUTH AMHAMHUECKHE TTPOLIECCHI, MPOUCXOASIIINE B MOMy-
JSILMH, U (DAaKTOPBI, CTAOUIN3UPYIOLIHE WM HApPyLIAIOlHe
ee paBHoBecHe [ 15, 32]. MoKHO MOCTIOPUTB C KaTeropHy-
HOCTBIO TOTO yTBepKaeHust. M3MeHenne noaxoaa K aHasm-
3y (haKTHUECKHX JAHHBIX MOXKET MOMOUb CIIPOTHO3MPOBATH
TMOPSIIOK MCKOMBIX BEJIMUYHH Jaxke B Cjydae eIHHMUHOTO
BpeMeHHoro cpeda. Hanbosiee HaryIsiiHO 3TO MOKHO MpoOJie-
MOHCTPHPOBATH Ha BBILLIEONHCAHHON MOAe N, UTOOH UMEeTh
BO3MOYKHOCTb ~ TPOAHANM3UPOBATh  MPHCMOCOOIEHHOCTD
U CTeleHb JAaBJCHUs 0TOOpa B JJAHHOH MOJEJH, HEOOXOaH-
MO elle OJIHO JIOMYyLIeHHEe — YTO OTOOp JICHCTBYET TOJILKO
MPOTHB OJHOTO KJacca U3 Tpex. MaremMaTHIecKH 3T0 MOKHO
BBIPA3UTh CyieytotinumM obpasom: p? + 2pq + (¢* + X) = 1,
rae X — 4JacToTa TOMO3UTOTHBIX MO PELECCHBHOMY aJllesio
ocobell, yTepsiHHBIX BCJIEACTBHE aUMUHalMK. Vimeem kBa-
JpaTHOe ypaBHEHHE C OJHHUM HEH3BECTHBIM, KOTOpPOE Jer-
KO pelnTh no GopmyJse WM CHCTEMOH ypaBHeHHid. Ecnu
’Ke JIaBJeHHIo 0T6opa MOABEPraloTest OCTaJbHbIE KJIACCHI,
aHaJIN3 TepsieT CMBIC/, TIOCKOJIBKY B (hOpMyJIie MOSIBISIOTCS
JIOTIOJIHATE/IbHbIE HE3aBUCHMble HeusdBecTHble: (p? + Z) +
+(2pg +Y)+(¢* +X)= 1, e X, Y u Z — yactoTsl BbI-
MepIINX 0cobel B KaXKI0M Kacce. DTH epeMeHHble TOJIbKO
YACTHYHO B3aHMO3aBHCHMBI: UTOOB! BBIYHCIIHTB OJTHO H3 TPeX
HEM3BECTHBIX, Hy?KHO 3HATh 3HAUEHMUS] ABYX APYTHX. YpaBHe-
nue [TupcoHa ¢ AByMsI M TpeMst HEH3BECTHBIMHU OyJIeT UMeTb
OECKOHEUHOE YUCJIO PELIECHUH HJIH, TOYHEE, HU OJIHOTO CTPO-
TOro pelleHHsI.

Jlanunasi pabora sIBASIeTCSl Pe3ysbTaToOM HCCIE0BAHHUS
pa3oBbIX COOPOB B MOMYJSILUAX XHPOHOMMI. DaKTHUeCKH
MBI OIHCBIBAEM METOJUKY BBIMOJHEHHS TOMYJ/ISIIIHOHHOTO
IKCIIpPecc-TecTa Kak aJbTepPHATHBY JOJTOBPEMEHHOTO MO-
nuropunra. [IpoananuanpoBanbl BO3MOKHbIE HAMPaBJEHHS
MHKPO3BOJIOLMOHHBIX TPOLECCOB HAa OCHOBE CKPHUHMHTA
(BpeMeHHOTO cpesa).

MATEPUAJT U METOOVKA

OODBEKTOM — HCCAENOBAHUA  TIOCHYXKHJIM  TTOMYJISLUH
TPeX BBICOKOMONUMOP(HBIX IO XPOMOCOMHBIM —Tepe-
CTPOWKAM BHJOB XHPOHOMHJ M3 TpPeX Pa3HBIX POJOB —
Chironomus annularius, Camptochironomus tentans
u Glyptotendipes glaucus. Dtr BUIbl MacCoBbIe, MPENO-
UUTAIOT BTPO(HBIE MECTOOOHTAHHSI, KAK TMPABUJIO, TOMH-
HUPYIOT B XMPOHOMMJIHBIX COOOI1IeCTBAX M XaPAKTE PU3YIOTCS
TPAHCKOHTHHEHTAJIbHbIME apeasamu. [lyisi aHasuza oTOu-
paJiu MoTmyJIsILHH, B KapHO(OHIE KOTOPBIX ObIJIM BCTPEUeHbI
MacCOBbI€ MEPECTPONKH, HO He GoJiee OHOTO THUTIA HHBEP-
CHIl JUISl KAXKJIOrO0 XPOMOCOMHOTO TJieda, U KOTOpble bl
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MpescTaB/eHbl B c60pax J0CTAaTOUHO MPeICTaBUTEbHBIMH
BbIOOpKAMU. JIMUMHKH XHPOHOMUJ, cOOHPaJK ¢ TpyHTa Jipa-
FOH WJIM CKPEOKOM, MPOMBIBAH YePe3 IHTOMOJIOTHUECKHE
cuta. [locnme uvero QukcupoBasu Ha MecTe B KHAKOCTH
Knapka (nenstnasi ykcycnas kuesota U 96 % STHIOBBI
cnupt 1 :3). YUeped uac ¢uxcatop 3aMeHsJIH CBEXHUM.
DuxcupoBaHHbIN MaTepHas XpaHHUIH B XOJOIUIBHHKE MPH
temneparype 4—6 °C. JlaBjenble npenapaThbl MOJUTEHHBIX
XPOMOCOM H3 CJIIOHHBIX 2KeJie3 TOTOBHJIM MO PYTHHHOH Me-
TouKe ¢ Momupukaiusamu [34]. CpaBHeHHe AHCKOBBIX MO-
C/le/I0BaTeIbHOCTEN TPOBOANIH MO HUTO(OTOKAPTAM H Ka-
nacrpam [T1IX y nannbix BunoB [4, 18, 41]. ®uxkcupopanu
reTepo- ¥ rOMO3HTOTHBIE MepecTpoiiky. [Ipumensu kpar-
KO€ OMHMCaHHe TMOCJEe0BATE/bHOCTEH Oe3 yKa3aHus TOUeK
paspbiBoB (Al, A2 uT. 1.).

Coopwl C. annularius nposopuau B 2010 1. B 1ByX Me-
croooutanusix B Apmenun: 1) c. Panumap (Apapatckuit
p-H, B 25 XM oT I. EpeBan), B crostiem Bonoeme (84 oco-
O61) 1 2) B OPOCUTEJILHOM KaHajle Henojajseky OT 3TOro
xKe cesa (94 ocobu) (c6op M. ApyTtionooit u K. ApyTio-
Hopoit). C. fentans (40 ocoGeii) Gbln cobpan B 1998 T.
B Poccun, IlckoBekasi o6a1acts, T. [1ckos, p-n Jlio6sToBo,
3abosouennsiit yuactok p. Pemontku (c6op C.B. JKuposa
u E.H. MarseeBoit). [Tonyasunn G. glaucus npoaHanuau-
poBaHbl U3 Tpex Mecrooburanuii: 1) Jlennnurpanckas o6.1.,
npya B noc. ¥Yerb-Mekopa (1993 1) (29 ocobeit); 2) Trep-
cKasi 0041, 03. [y6okoe (1982 1.) (59 ocobeit); 3). Ykpau-
Ha, r. HepHoObLIb, BoJl0eM B parioHe Poikero sieca (1987 .)
(23 ocobm). (Bee c6opni cnenannt H. A. TTetposoit. ) [To sT0-
My BHJly JIaHHble UYACTHYHO OMyOJHUKOBaHbl paHee [24].
B npuBoauMblx TabsuLax MecTOOOMTaHUS COOTBETCTBEHHO
MPOHYMEPOBAHBI.

[Tocne noacuera yactor paznuunbix 3C paccUNTHIBAHN
TEOpeTHUeCKHe COOTHOLIEHHs TeHOTHIOB ISl IAHHBIX T0-
nyasiuuil. [1py 9ToM Henosib3oBasuch ABa MPUHIHITHANBHO
pasHBIX MoAXo/Aa. B mepBoM c/yuae Ha OCHOBe peasbHOTO
KOJIMYECTBA PA3HBIX TE€HOTHUIOB TPAAHLHOHHO MOJCUHTHI-
BaJIM HAaOJIl0/laeMble 4acTOThl (PeHOB-aJlIeIel 1, UCXO/S U3
HUX, BBIUHC/ISIIM OJKHAeMble YACTOThI FeHOTHIOB. BTopo#
MOAX0J ObIT OCHOBAH Ha MPENON0KEHHH, UTO BO3MOKHbIE
OTKJIOHEHHsI OT 3HaueHu# B hopmyne [Tupcona Oblin CBsl-
3aHbl C JaBJICHHEM OTOOpa M 3JUMHHALMEH 4acTH MOTOM-
KOB. MBI MOCUHTAN 11e71€CO00PA3HBIM TPUMEHHTh METO,
KOT/la 0XKHJIaeMoe BBIUMC/ISIETCS C YUeTOM 9JHMHHHPOBAB-
wux ocobeil. Bowio peleHo cHayasla «KOMIEHCHPOBATL»
notepu HauboJsiee MaJIOUUCJEHHOTO KJjacca npu otbope
M Ha 9TOH OCHOBE OLIEHHBATh OXKHAAEMO€ COOTHOIIEHHE.
Dopmynbl AJ1s1 KOMIEHCALUH OMyOJMKOBAHBI B MeTO/IHUe-
ckoil siutepatype [5]. OnHako npuUMeHsieMble B MOCJEN-
HeM HCTOUHHKe 0003HAUEHHsl YACTOT FeHOTHUNOB Kak P, Q
1 R Mbl mocuutasu HeyaauHbIMH, Tak Kak OJHOH GyKBOW
0003HaYeHBl YACTOTHI TeTEPO3UTOT H UACTOTHI PELECCHBHO-
ro annens (Q ¥ ) ¥ UX JIETKO cyTaTh. B UTore Mbl HCMoJib-
30BaJjiM cucteMy o6o3HaueHuit u3 padorsl H.H. Xpomosa-
Bopucosa [32].

Ecan 0603HaunTh yacToThl reHotunoB kKak P, H, Q, to
ectb P=p? H=2pgq, Q = ¢? torna:

1) oxxuaemMoe 4HC/I0 reTepO3UroT PACCUMTBIBAETCS KAk
H = V4PQ = 2V PQ;

2) HejoCTAIOUIME TOMO3UTOThI Q BBLIUMC/SIOTCST KaK
Q = (H/2VP)= H?/ 4P (dopmy.1a, eCTeCTBEHHO, OJIXO-
JUT U JIs pacdeTa 3HaueHus P).

JIns «koMmneHcauu» BbIOMpPAJH Ba HAHOGOJBILINX 3HA-
UeHHsl U3 TPOHKH FeHOTHITIOB M MOACTABJSIIM UX B (DOPMY.Ty.
Pesysbrat okpyrssiin 1o ecsaTbix jgogeid. Muorna noaxon
uepes «HanGOJIbIINE 3HAUEHHUST» TPUBOANI K TOMY, UTO OKH-
JlaeMoe OKa3bIBaJoch ellle MeHblle Habjiogaemoro. Torna
MPUXOAUIOCH HCMOMB30BATh HauOOJblIEe W HaHMeHblee
3HAUYEHHUsT U3 TPOFKH M CHOBA JIe/1aTh Nepepacyer.

Janee cpaBnuBanu HabJIoaeMble TPYMNIMbl 3HAYEHHH
C OXKHJAEMbIMH, HMCMOJb3ys MeTOJ Xu-KBaapat [26, 28]
CpaBHuBasM nonapHo: HabJoaeMoe — 0KHMaeMoe KJac-
cuyeckoe W HabJI0aeMOe — OXKHAAeMoe <KOMIEeHCHPO-
BanHoe». TaxKe paccunteiBany uHaeKc duxcaunn Pue-
pa[39].

Bce paccmatpuBaemble ciydad MpejcTabisiii coOoi
MOHOTHOPHIHOE AHAJJIeNbHOE CKPELIUBAHHE C HEMOJHBIM
JIOMHHHPOBAHUEM WJIM KoJoMHHHpoBaHneM. Ha onpenese-
HUH IOPOrOBOT0 3HAYEHHST KPUTEPHST %* CTOUT OCTAHOBUTHCS
noxpo6Hee. HecMoTpst HA TO UTO C/Iydail sIBASETCS OJHUM
13 MPOCTEHIINX B HCCAE0BAHHUSX 110 TeHETHKE, B METO/H-
YeCKOH JIMTepaType HeT COMVIACHS 0 crocobax onpeaeseHus
uhcsia crernenelt cBoOO/b! s 3TOro Bapuanta. Metonnue-
CKHE PEKOMEHIALUK 110 OHOJIOTHUECKOH CTAaTHCTHKE 0OBIYHO
MpeAaraioT yrnpouieHHyIo (GopMysay <UHCIO0 PA3IHIHMBIX
Ka1accoB (peHoTHNOB) MUHYC 1», To ecTb 2 [10, 22]. B 10
JKe BpeMsl B OOJIbILIMHCTBE COBPEMEHHBIX PA0OT, MOCBSAIIEH-
HBIX HCCJIEIOBAHUSM MOJUMOpP(hHU3Ma GeIKOB, HCMOMb3YIOT
MPUHIHT UUCJI0 TEHOTUTIOB MHHYC YHCJIO aJllesiefi», TO eCTh
Juist Hatero caydas 1 [21, 28, 30, 31]. Misanrtep u Kopocos
JIOTTYCKAIOT pasHble CrocoObl BLIMUCTEHHS CTeNeHel cB060-
apl. Tak, Harnpumep, B cyuae cpaBHEHHsST MOHOTHOPHIHOTO
CKpelHBaHHsl TIPH KOJOMHHMPOBAHHM C OGHHOMHAJBHBIM
pacrpesiesieHleM Mo creneHer cBo6oasl pasHo O (uncso
KJIACCOB MHHYC TPH mapameTpa: 00beM BbIOOPKH, CPEIHASA
v aucnepcust ) [ 14]. M anamua, ecTeCTBEHHO, CTAHOBUTCS He-
BO3MOKeH. [IJIOXHHCKHI B CBOEM KJ/1aCCHUECKOM TpyJe J0-
MyCcKaeT, YTO YHCJIO CTeneHel cBOOObI MOKET COCTABJISATh
Kak 0, Tak 1 | B 3aBHCHMOCTH OT yCIOBHH (hOPMYJIHPOBAHHS
runoresbl [26]. Kpome Toro, Korja uactoTbl BeposiTHOCTEH
06pa3oBaHysl Pas3HbIX KJACCOB HAYHHAIOT CHJILHO Pasiiu-
uaThCsl, UJIH B Clydae MaJioro 4nuc/a KJaaccoB GHHOMHaIbHAsT
KPHUBasl CTAHOBUTCSI aCHMMETPHUUYHOH M anMpOKCUMHPYeTCst
pacrnipenesienuem [ lyaccona, A/st KOTOPOro UMC/IO CTeneHel
cBo6O/IbI B HAllleM cJydae paBHO | (YMCJIO KJIACCOB MMHYC
JIBa mapaMeTpa: 00beM BbIGOpKH U cpesiHee) [ 19].

M3sBecrtHo, uto [Tupcon n Ouuiep Besn criop o yucie
crerieHeil cBOGO/IbI B CJlydae NMpUMEHEHHs KPUTepHst 2 st
ueThIPeXMoJbHON Tabauibl. [Tupcon paccunteiBas 3Ty Be-
JunHy Kak 4—1 = 3. Quuiep yrBepKaas, 4To ypoBeHb 3Ha-
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UMMOCTH KPUTEPHSI MPH TPEX CTeMeHsIX CBOOOAbI H3JNIIHE
maJ, a npu 1 HauboJsiee TodeH. B urore Hotoman u TTupcon
COBMECTHO TPOBEJH CTPOTYI0 MAaTeMaTHUECKYIO TPOBEPKY
¥ TI0Ka3aJiu, uto nosuiius Ouiiepa okasanach BepHoii [ 8].

B namm nun HeoHOKpaTHO OBIIO TOKA3aHOo, YTO B CJIy-
yae MOMapHbIX CPaBHEHUH MO TabJULAM COMPSXKEHHOCTH
2 X 2 BesMUMHA Y2 TONLKO B 5 % C/lydaeB MpeBbllIaeT Be-
JuunHy 3,84, 3TO W ecTb MOPOroBoe 3HAueHHe, KOTOPOe
B CMPaBOUHBIX TaO/MLAX JUIsi KPUTEPHS ¥? COOTBETCTBYET
OJIHOM cTerneHn cBOGOIbI [9]. DTOl TOUKH 3pEeHHs Mbl U pe-
ILIUJIH TPHJIEPIKUBATHCS.

Wrak, npu opHoll creneHu cBoOOAbl HAa ypOBHE 3Ha-
uumocTd p < 0,05 3HaueHue KpuTepusi paBHO 3,84, a npu
p < 0,01 — cooTBercTBeHHO 6,63. K coxanenuto, coBpe-
MEeHHbI€ CTaTHCTHUYECKHE MPOrpaMMbl PAaCCUHTBIBAIOT 3HA-
ueHHe KpUTepHst x> 10 MHOTOMOJIbHBIM TabJjuiaM 6e3 no-
npapku Metca, KoTopyio peKoMeHayeTcsi BBOIUTH, KOTJa
4acToTa XoTsl Obl OHOTO KJjacca MeHblile deTbipex. OaHaxo
Ha 00ILyI0 KAPTHHY 3TO, KaK NMPaBHJIO, HE BJMSIET, H TEHIEH-
st BriojiHe odeBuaHa. [Ipu BBIMOJIHEHUH CTATHCTHUECKHX
pacyeToB M PUCOBAHHUS TPAPHUKOB HCTOJIb30BAIH MPOrPaMMy
Statistika 10.0.

Jans nonyasuun C. fentans, kak Hanbosee MoJUMOpd-
HOM, MPOBOAMMM cpaBHeHHe HabmiofaeMbix dactor 3C 1o
YUCJTy TEHOTHIIOB U YUCy 0COO€eH C 02KMAaeMbIM JI/IS reKea-
THOPHUAHOTO CKPEILMBAHUSA, d TAKXKE ¢ OMHOMHAJILHBIM.

PE3YJIbTATbI 1 OBCYXXOEHVE

Chironomus annularius — oOIMH M3 CaMbIX MIKPOKO
pacnpocTpaHeHHbIX BU/IOB B POJ€, B HACTOsIIEEC BPpEeMsl Ka-
PHOJIOTHUECKH OH XOpolIo udydeH. 21 = 8. Llutokommniekc
thummi (komGuHatms xpomocoMubix miieu AB, CD, EF, G).
[TocnieoBateibHOCTH IMCKOB, MPUHSATBIE 38 CTaHAapT, 000-
gHauatores uugpoit 1 (Al, Bl u 1. 1.), oTaiMuHBIE OT CTaH-
napra — apaGckuMu mudpamu oT 2 U Jajee B TOpPsIKe
XPOHOJIOTHH UX OTKPbITHS 1 uayuenus. ¥ C. annularius ne-

pecTpoiiku OblI 0OHAPYXKEHBI B MATH MJeuax u3 cemu: A2,
B2, D2, E2, F2. 9tu [1IX siBasitoTcst 06buHbIMH 151 [aue-
apktuku [41]. I[TockosbKy BbiGOpKa 10cTaToOuHO GoJibliasi,
aHasmaupoBasuch Bee THNbl 3C. Pesyabrarhl npuBeIeHbI
B Tabsuie .

Hnsa C. annularius TeopeTuuecKie U peasibHble 4acTo-
Thl JIOCTOBEPHO pAasJiMuajuCh TOJbKO Jyist njeda F u3 no-
nyJisiiyK opocuTesibHoro kanana (y2=14,81 u x> = 19,24),
B TOM uHcJ/ie Ha ypoBHe 3Hauumoct p < 0,01. Ipu oTHOCH-
TeJIbHO OOJIBILIOH YacTOTe IeTepO3UroT 4acToTa roMO3UroT
110 UHBepcusaM Oblla HeoOblYHO MaJsia. B crosiuem Bomoeme
Juist nteda F na6uonadicst noxoxkuit aucbasiaHe — 3HayeHue
KPUTEPHs JI0CTOBEPHO TMpeBbilliao tadmiuutoe (y° = 5,74).
[Ipu cpaBHeHnu HaOJ/1104aeMOMl 4ACTOTLI C «KOMIIEHCHPO-
BAHHBIM 0XKHJAE€MbIM>» Pa3/InuMs TIPU 3aJaHHBIX YCJIOBHSAX
TaKXKe 0Kazauch 10cToBepHbiMu (y° = 6,77). [lyist ocrasib-
HBIX TJ1eY 3T BEJIMUHHBI PA3/IHUAI0TCS HE3HAUUTEIBHO.

Camptochironomus He Tak JJaBHO Obl BbIJIEJIEH B CaMO-
crosiTesibHbIN pol. [1o cpaBHenuto ¢ porom Chironomus xa-
PHOJIOTHYECKHU OH TPEACTABJALT COOOH IPYrOi LIUTOKOMIIIEKC,
00pa30BaBLIMACS B pe3dyJibTaTe poOepPTCOHOBCKOH TPAHC/IOKA-
MM, ¢ coyetannem xpomocomubix e AB, CF, ED, G. Y C.
tentans (2n = 8) nepecTpoilku 0OGHAPYKeHbI B LIECTH TJ1edax
nscemu: A2, B2, C2, F2, D2, G2, onu ABASIIOTCS 0OBLIYHBIMH JJT5T
najieapkruueckux nonyasiwi [ 16]. B nonynsuusx C. fentans
TPH MOJICYETE 02KUIAEMbIX YACTOT «C KOMIEHCalHen» Jyis ried
A u C paccunTbiBany 3HaUe€HHe He IS HAaUMEHbIIIEro 3Have-
HUS (TOMO3HUTOT M0 MHBEPCHSIM ), a [/l FeTepOo3uroT. [1isi nyieua
B «KoMneHcHpoBasin» cTaHaapTHbIe TOMO3UTOThI. Pesyibrathl
TpUBe/IeHbI B Ta0JHLie 2.

B atom citydae HaGo1aeTCs 3aMeTHast HEPABHOBECHOCTh
0 YacTOTe BAPUAHTOB B MJieue A, cBA3aHHAsi C HEXBATKOH
FeTepPO3UTOT B OTJIMUME OT OXKUAAeMoro sHauenus. [Ipuuem
pas3Muns JIOCTOBEPHBI MPH 0O0MX METOJlaX pacuyera, 3Ha-
UeHHsl KpUTepHsi ¥ COOTBETCTBEHHO paBHbl 12,56 1 15,85,
B TOM uucJie Ha ypoBHe 3Haunmocth p < 0,01. Kpome Toro,
Cy/Ist 110 YacTOTe MepecTpoeK B muieue B, Hab/tonaercs He-

Tabauya 1

IMnUpUUEcKUe YaCTOThl FeHOTUNOB (3UrOTHUECKUX COUETAHUI ) U 0XKHMaeMble YacTOThl, PACCUMTAHHbIE OObIUHBIM
cnoco6om U ¢ «KomneHcauuei» B nonyasuusax C. annularius

Empirical frequencies of genotypes (zygotic combinations) and the expected fre-quencies calculated by a usual
mean and with “indemnification” in populations of C. annularius

AMnupuyeckoe Teopernueckoe Teopernueckoe coOTHOILIEHHE
Mecro Haedn COOTHOLLIEHHE COOTHOLLIEHHE v C KOMIeHcaluen 1
cGopa XpOMOCom 1,1/1,2/2,2 1,1/1,2/2.2 1,1/1,2/2,2
A 83/1/0 82,995/1,0,/0,003 | 0,003 83/1/0,003 0,003
B 82/2/0 82,0/1,99/0,01 0,01 82/2/0,01 0,02
N=184 D 69/14/1 68,8/ 14,4 /0,76 0,09 69/16,6/0 0,12
E 75/9/0 75,2/ 8,58 /0,25 0,27 75/9/0,27 0,27
F 44/39/1 48 /30,6 /4,9 5,74 44/39/8,64 6,77
D 78/16/0 78,7/ 14,6 /0,68 0,82 78/16/0,82 0,82
N_294 E 73/21/0 74,1/ 18,7/ 1,18 1,48 73/21/1,5 1,5
F 37/56/ 1 44,9/40,1/9,0 14,81 37/56/21,19 19,24
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Tabauya 2
E)MﬂupuquKue 4aCTOTbl TEHOTUIIOB (SI/II‘OTM‘leCKI/lX COquaHMﬁ) U 02KHJaeMbl€ HaCTOTbl, paCCUUTAHHbIE 0ObIYHBIM
cnoco6om u ¢ «komrneHcauuei» B nonyasuusix C. tentans
Empirical frequencies of genotypes (zygotic combinations) and the expected fre-quencies calculated by a usual
mean and with “indemnification” in populations of C. tentans

AMnupuyeckoe Knaccuueckoe teope- TeopeTnueckoe cooTHolIeHHE
Mecro Haedn COOTHOLLIEHHE THUECKOE COOTHOLIEHHE 1 «C KOMIeHCalHe» 1
cGopa Xpomocom 1.1/1.2/2.2 1,1/1.2/2.2 1.1/1.2/2.2
A 22/8/10 16,9/18,2/4,9 12,56 22/29,7/10 15,85
B 5/25/10 8/20/ 12 2,71 15,6 /25/ 10 7,20
1 C 4/16/20 3,6/16,8/19,6 0,09 4/17,9/20 0,20
N=40 F 31/9/0 316/8/04 0,54 31/9/0,7 0,7
D 37/3/0 37,2/2,8/0,04 0,06 37/3/0,1 0,1
G 19/20/1 21/16/3 2,52 19/20/5,3 3,49
Tabauya 3

IMnUpHUYEcKHe YaCTOThbl FeHOTHNOB (3UrOTHYECKUX COYETAHUI) U 0XKMlaeMble YacTOTbl, PACCYUTAHHbIE OOBIUHBIM
cnoco6oM U ¢ «KomreHcauuei» B nonyasiuusx G. glaucus

Empirical frequencies of genotypes (zygotic combinations) and the expected fre-quencies calculated by a usual
mean and with “indemnification” in populations of G. glaucus

SMHI/I]JI/I‘{GCKOG TeOpeTI/ILIECKOG TeopemquKoe COOTHOLIEHHUE
Mecro [lneun xpo- ) . )
6opa MOCOM COOTHOILLIEHHUE COOTHOLIEHHE X C KOMIIeHcalueun X
¢ 1.1/1.2/2.2 1.1/1.2/2.2 1.1/1.2/2.2
| A 13/4/12 8/14/7 13,84 13/25/12 17,64
N =29 B 10/19/0 13/13/1 4,46 10/19/9 9,0
9 A 41/10/8 36/20/3 14,03 41/36,2/8 18,9
N =159 B 43/16/0 44 /14 /1 1,31 43/16/1.5 1,5
3 A 11/5/7 8/11/4 6,65 11/1756/7 8,93
N =23 B 20/3/0 20,1/2.8/0,1 0,11 20/3/0,1 0,1

XBaTKa TOMO3HTOT MO «CTaHIAPTHBIM» T0C/EI0BATEb-
HOCTSIM. DTO SIBJIEHHE BBIXOAUT HA JIOCTOBEPHBIN YPOBEHb
p < 0,05 npu cpaBHEHHH ¢ «KOMIEHCHPOBAHHBIMUY» 4aCTO-
Tamu (> = 7,2), a KIacCHUeCKHH MEeTOJ MO3BOJISIET JIHIIIb
npernoarath TeHAEHINI0. Takas e TeHIeHIUS MPOCIEKH -
BaeTcs B ryiede 3, HO JOCTOBEPHO TO YTBEPXKAATh HEJIb3sI.

Glyptotendipes — pop, ubk (uJIeTHIECKHE CBS3H C PO-
nom Chironomus na ocnose auckoBoro pucynka [1X no cnx
nop He BbisiBJeHbl. OJHAKO cucTeMa 0003HAYeHHs TJied
XPOMOCOM M JIUCKOBBIX TOC/EN0BATENLHOCTEH MPUMEHSeT-
cs ananoruunas. ns G. glaucus (2n = 8, couetanue nieu
AB, CD, EE G) npoBoau/ii 4acTOTHbBIH aHa/u3 OObIYHBIX
st [Taneapkruku nocnenoBatenbHoctelt A2 u B3 [4], Tak
KaK B OCTaJIbHbIX XDOMOCOMHBIX TIJIedax 4acToTa MepecTpo-
ek npubanxkanack K Hyso. [TockonbKy nBe BbIOOPKH ObLIH
OTHOCHUTEJIbHO HEBEJIHKH, eHHHYHbIE MHBEPCHH B OCTaJIb-
HBIX TJIeYax Mbl He yuutbiBaju. s G. glaucus Bo Bcex Tpex
NOMyJALKAX B CIydae MepecTpoek mjaeda A paccuuTbiBaju
KOMITEHCALMIO [YIsi TeTepO3UroT. PesysbraTbl MpuUBEIeHbI
B TabJMLE 3.

HepaBHOBECHOCTb HMEET MECTO BO BCEX TPeX MOMyJsi-
usx G. glaucus. O6a MeToa MPUBEJH K BBIBOY O I0CTO-

BEPHBIX PA3JIMUMSIX JUISl YACTOT MepecTpoek B mieve A. 3Ha-
HEHUs1 KPUTEPHUs X2 3HAYUTEJIbHO MPEBbILIAIOT NOTPpaHuvIHOE,
B TOM 4HcJie Ha ypoBHe 3Hauumoct p < 0,01. M TosbKO
B OJIHOM cJiydae /15 riieua B B yeTh-HKOPCKOH Momysisitiii
«KOMIEHCAHOHHBIH» MeTOJl MoKa3as JOCTOBEPHYIO He-
XBATKYy T'OMO3WUI'OT 110 MHBEPTUPOBAHHLIM IMOCJIE10BaTE/b-
Hoctsm (9,0). Knaccuueckuit MeTos 5Ty 3aKOHOMEPHOCTD
TaK:Ke 0GHAPYKUJT Ha I0CTOBEpHOM ypoBHe (p < 0,05), X0Th
BeJIMUMHA KPUTEPHS U OKa3asach BiBoe Menblile (4,46). Ta-
KUM 06pa3om, B nonynsiud G. glaucus, Kak U B NOMyJIALAH
C. annularius, HepaBHOBECHOCTb TaKXKe CBsi3aHa C repe-
crpoiikamu B mjiede A. CTOUT YNOMSAHYTb, UTO YePHOOBIIb-
cKasi oTyJIsLus 10 epecTpoiikam B [ xpoMocome dakTHue-
CKH He OTJIHYAJIach OT OCTaJIbHbIX.

HpOLleCCbI, MPOUCXOsIlIIME MPAKTHYECKH BO BCEX IjieHax
kapuotuna C. annularius, 8 nuedax F, D u Gy C. tentans
u yede By G. glaucus — kaaccuueckue mpuMepbl TOTO,
KaK peLieCCHBHbBIN aJliesib coXpaHsieTesi B reHooH e Giiaro-
Jlapsi FeTePO3UroTaM, KOTOpble Mbl B Halllell MOJIeJIH noJiara-
€M CHHUTATb PABHBIMHU I10 le/lCHOCO6J1€HHOCTI/I roMo3uroram
10 CTaHI@pPTHBIM NocsieioBaTe ibHoCTSAM. CrielyeT OTMETHTD
elle OJHO pejiKoe siBJeHue, Koraa B nonyasiuuu C. tentans
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Ha0J/1I0aeTcsl HeXBaTKa CTaHAAPTHBIX [0C/EL0BATENbLHO-
CcTel B TOMO3UTrOoTHOM cocTtosiiuu B ryiede IB. [Tomumo nas-
JieHust oT6opa 3TO MOXKET HMEeTb M JIONOJIHHTeNbHOE 00b-
sicHeHHe. 3a cTanaapT y AaHHoro Buaa Oblia mpunsrta [1/1X
M3 3arnajHoeBponencKUX Monyasuui, B Kotopbix 31a 111X
BCTpeuasiach HauboJjlee yacTo. B To BpeMsi Kak MOMyJIsLus
13 TIckoBcKo 06J1acT 10 FeHeTHYeCKOH CTPYKType ropa-
310 6oJlee «BOCTOYHAS».

Mo2KHO 3aMeTHTb, 4TO, KOI/la OJIMH KJ1aCC FOMO3UIOT OT-
CYTCTBYeT, KOMIIEHCHDYIOLIAsl BeJIMUMHA PaBHA 3HAYEHHMIO
XU-KBaJpaT, TO eCTb OJHOBPEMEHHO SIBJISIeTCS Mepol pas-
JIMUKST BBIOOPOK. DTO OOCTOSTENBCTBO MOXKET MOCTYKHTh
OCHOBOM 151 pa3paboTKH IKCIpecc-TecTa MOy sLHOHHON
CTPYKTYpbI, He TPeOYIOLLEro CJ10KHbIX PACYeTOB.

HepaBHoBecHOCTb OTMeUaeTcs1, KaK 1paBUJIo, B TeX CJly-
yasix, koraa HabJioaeTcst H3OLITOK MJIH HEOCTaTOK reTepo-
3uror. Takue Kjaccbl 3aMeTHbI BU3yaJlbHO, 1axe 0e3 aHaJu-
3a JIOCTOBEPHOCTH OTJIMUMH OT TEOPETHYECKH OXKMAAeMbIX
yactoT. COOTBETCTBEHHO, /IS THX KJACCOB MOJYydaloTCs
camble OoJiblLIHE 3HAUeHHs1 KOMIeHcauuu. TakuM o6pasom,
MBI TIPUXOIMM K H3BECTHOH HCTHHE, YTO PABHOBECHOCTb
B 3HAUYNTEJBHON CTereHH 3aBUCHT OT MOBejieHHs reHa (e-
Ha-aJy1esist) B reTepO3UrOTHOM COCTOSTHHH.

Tenepb, 4TO6BI OKOHUATENBHO (DOPMANM30BATH HALll
aHaJiM3, MOXKHO IOMbITATbCsl PACCYMTATL MPUCIOCOOJEH-
HOCTb M KO3(PUIHEHT 0TOOpa JUIS KAXKIOTO 3UTOTHUECKOTO
couetanusi no Paiity [45]. K coxanenuto, paccuuraTb 3TH
1oKasaTeJiy 110 OHOMY [1OKOJIEHHIO B TPAIMLMOHHOM CMbl-

cJle HeJb3sl, HO UX MOXKHO CITPOTHO3MPOBATHL MPH JOMYylIe-
HHUH, UTO «OKMaeMoe C KOMMeHCaluen» OTpaykaeT 4acTo-
Ty T€HOTHIIA B POAUTEJNBCKOM TOKOJeHHH. Besmnunny Taxoil
TPOBHU30PHON» WJIM «BHPTYaJbHONH» MPUCIOCOOJIEHHOCTH
«W’» MOYKHO BBIPa3UThb KaK OTHOLIEHHE YACTOThI BBIKHB-
1IMX 0coOell K 0yKH/IaeMoi, B HallleM CJTyuae «KOMIMEeHCHPO-
BaHHOI1», Ubsl IPUCII0COO/IEHHOCTL TpuHUMaeTcsi 3a 1. Torna
«TPOBU30PHBII KO3 PUIHEHT 0TGOpa» S’ Takxke OyleT pac-
CUNTBIBATBCS M3 CTaHAApTHOH hopmysbl s* = | — w’. Jlas
npumMepa: B nepsoit nonyasuuu C. annularius obnapykeHo
14 reTeposnrot 1o HHBEPCHH B Miede A Mpu «KOMIEHCHPO-
BaHHOM» BesnunHe — 16,6 ocobu. Torna «nmpucnocobiieH-
HOCTb» OyJeT cocraBaath @ = 14 : 16,6 = 0,84, a xo3¢-
¢uumnent ordopa s” = 1 — 0,84 = 0,16. EcrectBenHo, s
BapHaHTOB, KOTOPbIe He OB BCTPeUeHb! B BEIGOPKE, MPH-
€r1oco6JIEHHOCTD TIpUHHMaeTes paBHo# 0.

J1ns1 pa3oBbIX cOOPOB B C/lyuae BLICOKOTO MOJHUMOP(H3-
Ma TOMyJISIMA MOYKHO PaccuuTaTh HHAEKC (PUKcAlUM F 1o
Pafity [32] no paBHO3HAUHBEIM hopMyIaM
F=(P=p)pq)"'=(2pg — H)2pq)"' =(Q — ¢*)(pg)".

CirieflyeT TTOMHUTB, UTO MHIEKC (PUKCAIMH OTpaXKaeT He
TeHAEHLMIO K (DUKCALMK ajsienist uin omnpefenaentoro 3C
B TeHO(DOHE, a 3aKperJieHne HEKOero COCTOSTHHUSI, Xapak-
TEPU3YIOLIEroCsl CTAOMIBHBIM COOTHOLIEHHEM COUETAHHI
aJuiesiel B LEJOM.

B tabanuax 4, 5 u 6 npuBe/ieHbl 3HAUEHHS KTIPOBH30P-
HOH MPHCMOCOONEHHOCTH» M HHAEKCA (PUKCALMH /151 BCeX
TPeX H3ydeHHBIX BUIOB.

Tabauya 4

[poBu30opHast NPUCNIOCOGIEHHOCTb U HHAEKC (MKCALMH /1Sl SMTOTHYECKUX coueTanunii B nonyasuusx C. annularius
Provisional fitness and fixing index for zygotic combinations in populations of C. annularius

Bug, C. annularius
MectooGuranue | 2
3UroTHUECKOE CoueTaHKe A2.2 B2.2 D1.2 E2.2 F2.2 D2.2 E2.2 F2.2
[IpucnocobieHHOCTb @’ 0 0 0,01 0 0,12 0 0 0,05
Wnpexe pukcaumn F 0,01 0,01 0,02 —0,04 -0,26 —-0,10 —-0,12 -0,39
Tabauya 5

[IpoBu3opHasi npucnocoOJeHHOCTb U MHAEKC (hMKcALMU /151 3UrOTHYeCKUX coueTaHuid B nonyasiuuu C. tentans
Provisional fitness and fixing index for zygotic combinations in population of C. tentans

Bun C. tentans
3UroTHYECKOE CoUeTaHHe Al.2 Bl.1 Cl.2 F2.2 D2.2 G2.2
[TpucnocoGseHHoCTh @’ 0,27 0,32 0,89 0 0 0,19
Wupexce pukcanuu F 0,56 —-0,27 0,05 —-0,12 —0,07 —0,26
Tabauya 6

[IpoBu3opHasi NpuUcnoco6ieHHOCTh U HHAEKC (PUKCALMH /1S 3UTOTHYECKUX coueTanuii B nonyasiuusx G. glaucus
Provisional fitness and fixing index for zygotic combinations in populations of G. glaucus

Bun G. glaucus
Mecrooburanne 1 2 3
3HUroTHYECKOE COoUeTaHKe Al.2 B2.2 Al.2 B2.2 Al.2 B2.2
[Ipucnocobiennocts @’ 0,16 0 0,28 0 0,29 0
WMuneke pukcauuu 0,73 -0,48 0,51 —-0,15 0,55 —0,08
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Tabauya 7

TeopeTnueckoe ¥ SMNUPUUECKOE paclipe/ieieHUe YaCTOT 3UrOTHUECKUX coueTaHui B nonyasiumu C. tentans. B cko6-
Kax yKa3aHbl HOPMaJM30BaHHbI€ BEJUUUHDI
Theoretical and empirical allocation of frequencies of zygotic combinations in population of C. fentans. In brackets

the normalised sizes are specified

TeopeTnueckoe AMIpryecKoe
HasBanue rpads!
PeHOTHIIbI PEeHOTHITbI ocobu

[ekcaromosuroThbl 64 (1) 3(9) 4
Monoretepo3uroThbl 384 (4) 6(9) 7
JIureTeposuroThbl 960 (9) 9(14) 18
Tpurereposurors 1280 (12) 5(8) 7
Terparerepo3urotsl 960 (9) 2(3) 2
[leHTareTepo3uroTsl 384 (4) 1(1) 2
[excareTeposuroThbl 64 (1) 0(0) 0
Beero 4096 (40) 26 (40) 40

3HaueHust MPUCMOCOONEHHOCTH M HHAeKca (DUKCALUH
st C. annularius 10CTaTOYHO HU3KH, YTOOBI MOYKHO OBIJIO
FOBOPHUTH 00 aKTUBHOM alallTUBHOM MOUCKE W MePCIeKTHBAX
CTabUIM3aLMH TeHETHUECKOH CTPYKTYPBI C KAKHM-TO OTpe-
JICJICHHBIM Ha0OPOM 3HIOTHYECKHX COUETAHMH U COOTBET-
CTBYIOLIMX MM 4acToT. JIpyruMu cjloBaMH, JiBe MOTMYJISLHH
JIOCTATOYHO CXOAHBI MO CTPYKType. YUHThIBAst UX reorpadu-
uecKyto 6JIH30CTh, MOYKHO MPEANoNaraTb AKTHBHBIH TeHEeTH-
uecKUit 0OMeH B pedyJibTaTe MUrpaLyu umaro. EctecTBeHHo,
B TAKHX yCIOBHSIX 3HAUMTENbHAsT ANBEPTeHLIHsT U TeM GoJiee
(hopMHpOBaHHE XPOMOCOMHBIX aJJIONATPHIECKHX pac He-
BO3MOKHO.

3HaueHust MPUCMOCOONEHHOCTH M HHAeKca (DUKCALUH
st C. tentans (tabii. 5) MO3BOJISIOT ¢lie/IaTh MapajoKcab-
Hoe HabJjionenne. HecMoTpsi Ha BBICOKYIO MpUCTOCOOIeH-
HOCTb reTepo3urothl C1.2, COOTBETCTBYIOIINH UHAEKC PUK-
CallMi HHM30K. 3HAUUTEJNbHOE MPEHMYIIECTBO TETEPO3UTOT
B IAHHOM CJlyuae He 03HauaeT, YTO MOMyJISIUs B KaKOH-TO
MOMEHT CTaHET TOJHOCTBIO reTepo3urotHoi no C1.2 B nJe-
ue IIC, MockoJIbKy MpH MAaHMHUKCHH B KaXIOM MOKOJIEHHH
MOTOMKOB OYJIyT BBILIEMJIATHCSA FOMO3UTOTHL. B TO 2Ke Bpems
HHU3Kasl MPUCNoco0NeHHOCTb reteposurotsl Al.2 mpenro-
JlaraeT ornpeseseHHyl0 TeHAEHIHIO K (PUKCALMH FOMO3HUTOT
(0,56). M1 B 3TOM cjiyuae npoTHBOpEUYHE OTCYTCTBYET.

Bosiee-menee BbICOKOH MPHUCTOCOOJEHHOCTBIO B MOMTyJIs1-
uusix G. glaucus ve o6aanaet Hu o1H0 3C. O1HAKO BEJTHUMHDI
MHeKca (UKcalH sl TJeua A 3HauMTe/IbHbI BO BCEX TPeX
nonyasuuax. JTo TOT XKe caydail, kak u ¢ C. tentans, —
NojIepyKaHie B TOMYJISILIUH BBICOKOTO YPOBHSI TETEPO3UTOT
B neue A 6e3 okoHUaTeJIbHOH (huKcalyu. Yo ke KacaeTes
TOMO3HTOT 110 MHBEPCHHU B Mieue B, To or6op, BUAMMO, lie-
JieHarpaB/JeHHO OTCEHBAaeT 3TH BAapPHAHThl KaK HealanTHB-
Hbl€, XOTS M0 JIAHHBIM Ta0J1. 3 3Ty TEHEHIINIO TIOATBEPIUTD
YIa/I0Ch TOJBKO METO/IOM « KOMIEHCALHH».

Kak Bunno 13 tabani 4 —6, BO MHOTHX C/TydasiX BeJHIH-
Ha HHAeKca puKcaly 6JIM3Ka K HYJTI0, UTO CBHJIETETbCTBYET
0 nanmuKcuu B nonyasuud. Onanaxo y G. glaucus w C. ten-
tans a5 XpOMOCOMHOTO Tjleua A mokaszartesu HHAEKCa J0-

cruratot 3Hauenuit 0,51 —0,73, 4To MOXKET rOBOPUTh O Ha-
pacTaHud MHOPETHOCTH M TEHIEHIMH K (DUKCALMH OJIHOTO
u3 BapuantoB [1JIX. Otpunarensnas Besuunna (— 0,48)
s neda By G. Glaucus, nao60poT, MOXKET CBHIETEb-
CTBOBATh 00 OTHOCHTEJILHO BBICOKOH ayTOPETHOCTH. DTO XKe
SIBJIEHHE, TOJIbKO B HECKOJIbKO MeHbllIel cTerneHu, HabJoa-
ercst B muieue lIIF y C. annularius (— 0,39, —0,26).

Eule pas cieayer nopuepkHyTh, YTO HALIW Pe3yJbTaThl
ToJIydeHbl [PH JOMYLIEeHUH, 4To HabJlofaeMoe pacrpeje-
JIeHHe B JHaJljleJIbHBIX JIOKycax o0padyeTcst B OTCYTCTBHE
B3aUMHOTO BJIMsiHUA. TO €CTb KaK He3aBHCHMble COOBITHS.
B neficTBUTEBLHOCTH 3TH TPOLECCHl MPOTEKAeT JAajleKo He
He3aBUCHMO. PaccMoTpum pacrpenesnieHre uuciaa ocobei
C pa3HOM CTeMneHblO reTepPO3UTOTHOCTH B MCKOBCKOH MOIy-
asiunn C. tentans. V13 ceMu XpoMOCOMHBIX TJIed KAPHOTHIIA
B LIeCTH OblJIM OOHAPY2KEHbI TEPECTPONKH B TOMO- H FeTepo-
3UTOTHOM COCTOSTHHH. MICK/TIOUMB 0/1HO MOHOMOpHOE TJIe-
40, COCTABUM MPOTHO3 /711 reKCaruOpuIHOrO CKPelMBaHMSI.
A 3C 00beMHNM B KJ1aCChl 10 KOJMUECTBY TeTE€PO3UTOTHBIX
MHBepcHil B Kapuoture. Torjna TeopeTHyeckoe COOTHOLIE-
HHe YHCJIAa TeTEepPO3HUTOTHBIX BApHAHTOB W HabJIIOaeMble
3HAUEHHS YaCTOT BBITISIAT TaK, KaK MoKasaHo B TabJuiie 7.
Jns ynoGceTBa mpeacTaBiaeHHss HHGOpPMAMKM TeopeTHde-
CKO€e COOTHOILIEHHe TeHOTUIOB nepecuntaeM Ha 40 ocobeft,
4TOObI MOJYYHTh «HOPMAJIHU30BAHHbBIE» YACTOTHI. 3aMETHO,
UTO B €CTECTBEHHOMN MOTYJIALMH MAKCUMYM pachpeiesieHus
CJIBUHYT B CTOPOHY YMEHbIIIEHHS] KOJIMUECTBA MEPECTPOEK
Ha ocoOb. Pacmpeiesienrie reHOTHNOB B MAHMHKTHUECKON
NOTYJIALUMN MOUUHAETCS 3aKOHOMEPHOCTM GrHOMa Hbto-
toHa. @opmysia [TupcoHa — ero 4acTHbIE U MPOCTEHILINN
ciyuaii. To ecTh 1o/KHO HAGJMOAATLCST GUHOMHAJBHOE pac-
npejelieHue, KOTopoe B cilydae OOJIbLIOrO YMC/a KJ1accoB
annpoKCHMHPYETCS HOPMAaJIbHBIM.

Ecnu cpaBuuth HabJsiofiaeMble M 0XKHMAEMble 4YaCTO-
Thbl T€HOTHUIOB, MOYKHO OTMETHTb JI0CTOBepHbI (p > 0,05)
C/IBUT HaOJIIOJAEMbIX 3HAYEHHH B CTOPOHY MHMHUMH3AlUH
uncsia MHBepeHit Ha ocoob (As = 0,28; As, = 0,37) (;neBo-
CTOPOHHSIST aCHMMETPHs1). MOXKHO TPENOJIOKUTL HAJTHIHE
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JIBHIKYLIET0 0TOOpA, OTCEUBAIONIET0 H3OBITOUHO MOJTUMOPE-
Hble TeHOTHUIbl. B To Ke Bpems KcLece oTpULaTesieH, HO
HesHauutesbHO (Ex = —0,14; Ex = 0,73), npenmyuiectso
KAKOIr0-TO F€HOTHIA HAa BLIOPAHHOM YPOBHE JOCTOBEPHOCTH
He I1POsIBJISeTCS.

[opasno GoJjiee OTYETVIMBO 3TH 3aKOHOMEPHOCTH Ha-
OJtoflaloTCsl B XOZle CPaBHEHHSI paclpelesieHUH oxkuia-
€MbIX 4acTOT FEeHOTHNOB M HabJIIofaeMblX 4acTOT 0CO-
Oeil — HocHTeJiel COOTBETCTBYIOUIMX TreHOTHNOB. OHH
pa3NMyalnTcsl CTaTUCTHYECKH JaoctoBepHo (p > 0,05).
AcuMMeTpHsl peasbHOTO pacrpeiesieHNs TOJI0KUTeNbHAsT
(As = 0,47; As, = 0,37), nuk rpacuka cmelleH B CTOPOHY
MHUHMMM3AIMK YHCIa MHBEPCHH Ha 0Cc0Ob (J1€BOCTOPOHHSIS
acummetpust). Hanuuo auKyumin ot6op, XoTs B JaHHOM
cilydae OH OoJlblle 3aC/ly?KHBAeT Ha3BaHUs KIIPEIIsSITCTBYIO-
LLIero>», MIOCKOJIbKY €0 BEKTOP HalpaBJieH POTHB yBeJsnde-
HHUs1 yDPOBHSI CPeJIHEel reTepO3UroTHOCTH 10 NokKasaresito Fu-
Bepcnus/Ocobb. kelece pesko nonokutenet (Ex = 0,62;
Ex = 0,73) (ocTpoBeplIMHHOCTL KPUBOK pacnpe/iesieHust ),
YTO CBMIETEJ/ILCTBYET O 3HAYMMOM MPEBBILIEHHU B I10My-
JIILIMK YHCJICHHOCTH 0COOEH ¢ JIByMSl TeTepPO3UrOTHBIMH
MHBEPCHUSIMH 0 CPAaBHEHUIO C TEOPETHUYECKUM pacrpeje-
JieHneM [26]. MoxxHO npefrnoarath, 4To HMEET MeCTO CTa-
OUIIM3UPYIOLLHI 0TOOP.

DTO MOXKHO HATJISIHO MPOUJTIOCTPHPOBATH Ha rpahKax
pacnpese/ieHHst HabJMI01aeMbIX 4aCTOT 0COOeH U FeHOTHIIOB,
a TakyKe HOPMaJIM30BAHHDIX 0XKMAAEMbIX YACTOT FeHOTUIIOB
(puc. 1). IlpumeuaresbHO, UTO iBA SMIHPHUECKUX pacrpe-
JleJIeHUst BCce-Taku OJIM3KH K OMHOMMAJbHOMY — 3HauyeHue
XU-KBaJpat Jyisl SMIMPHYECKOr0 pacrpeie/ieHHsl TeHOTHIIOB
1 0coOell MpH OJHON CTeneHH CBOOOAbI PABHO COOTBETCT-
Benno 0,29 u 3,57 (orubaiouye Ha rpaguke), UTO MOKET
CJIY?KHTb KOCBEHHDBIM J10Ka3aTeJIbCTBOM MaHMHKCHH B MOMY-
JISILUY.

Ha pucynke xopoli1o 3aMeTHO cMellleHHe TTHKOB /15T Ha-
OJ/1I0/1aeMbIX 3HAYEHHUH, a TaKXKe OCTPOBEPLIMHHOCTb pac-
NPEACJICHUA PeasbHbIX 4acTOT OCOOCH C PAa3HbIM YHUCJIOM
vHBepcuil B kapuortune. CepbiMH CTpeJKaMH MOKa3aHbl
MPeJIIIoN0KUTE/IbHbIe HAMpPaBJeHHsl JIaBJeHHs €CTeCTBEeH-
HOro oTOOpa.

SAKJIOHEHVE

[Ty ¥ 4acTOTBl XPOMOCOMHBIX TEPECTPOEK SIBJSIOTCS
BayKHEHIIINMH XapaKTepUCTHKAMU FeHETHUECKOH CTPYKTYPhI
TOMYJISILIMH, MOCKOJIbKY TO3BOJSIIOT MPOrHO3MPOBATh BEK-
TOP BEPOSITHBIX MHMKPO3BOJIOLHOHHBIX TpoleccoB. [lpen-
noJlaraeTcsi, UTo WHBEPCHU (Hapsily C AyMJIMKALMAMU) —
camble UIaAdlMe M3 XPOMOCOMHBIX abeppauuii, KOTopble
B HaUMeHblIEH CTeMeHW BJUSIOT Ha KH3HECTTOCOOHOCTD
ocobefl, B TO BpeMsl KaK OCTaJbHbIE 3aUacTyiO JeTaJbHbI
uan cybseTanbHbl. 3HaueHHe TeTePO3UTOT MO HHBEPCHSIM
B cBoe BpeMmst nonuepkuBaa @. JloGpxkanckuii [37], oOHa-
PY’KHBLIHH B OTpee/eHHbIX YCIOBHSX WX MOBBILIEHHYIO
JKU3HecrnocobHoCTh Omarofapsi reteposucy. JlocToBepHo
JIOKa3aHa 3aBUCUMOCTb 4aCTOTbl HHBEPCHI OT YCJIOBHI 00U -
tanus. B cepeanne mpomuwtoro Beka anst Drosophila Geina
OTKpBITA KJHHAIbHAST U3MEHUMBOCTh TIOMYJISILIUH COMIaCHO
reorpaMueckoMy TpagHeHTy, YCTAHOBJEHO BJHSIHUE BbI-
COTbI Hajl YPOBHEM Mopsi, a Takxke ce3oHa [38]. Ilns siu-
YMHOK XMPOHOMHJ YAANOCh YCTAHOBHTb OHOMETPHUECKHIT
sthcekt uHBepcuit [42]. MoXKHO MPUBECTH B NPUMED CTaB-
1IMe KJAaCCHUeCKUMH paboThl, B KOTOPBIX JI0KA3aHO Cylle-
CTBOBAHHE «TOPOACKOH» M «CEeJBCKOH» XPOMOCOMHBIX pac
y Apo30(hHJIbI, PA3IHYAIOUIMXCS MO YacTOTaM HHBEPCHI
B kapuodonze [12]. B stux pacax, HecMOTpst Ha MpPHHY-
JINTENIBHYIO B3aUMHYI0 HHTPOAYKLHMIO, YaCTOThl HHBEPCHH
HEH3MEHHO BO3BPALIAJNCh HA TPEXKHHH YPOBEHb, CBOM-

YactoTa

18 & cmabunuzupyrowuii

oeudicyuyuii

“*= Teop. reHoTNbI

0 1 2 3 4

[eTepo3nroTHOCTb (MHB/OCOGH)

== 3MNUp. reHoTNbI
e Omnup. ocobu

Puc. 1. Oxuaaemoe n sMnupuyeckoe pacrpeaesneHne 4acToT 3UTOTHYECKHX coueTanuil B nonyasiuu C. tentans

Fig. 1.

Expected and empirical allocation of frequencies of zygotic combinations in population of C. tentans
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CTBEHHBIH pace [6]. ¥V poACTBEHHBIX XHPOHOMHAAM MOLIEK
(Simuliidae) nomimopduam Mo HHBEpPCHSIM cuuTaercs Gec-
CTIOPHOM ajlanTHBHON cTparerueil [33]. Y BHIOB KOMapoB
u3 pona Anopheles oGHapy»KeHO CTaTUCTHUECKH 3HAUMMOE
M3MeHEeHHEe YacTOT OMNpeJieJIeHHbIX MepecTpoeK B YCJIOBHUSIX
COBMECTHOTO KyJIbTUBHPOBAHMS Ha MPeHMaruHaJ bHbIX CTa-
qusix [ 11]. MexkBu10Basi KOHKYPEHIHS B KyJIBTYpe sIBJSETCS
BaXKHBIM (haKTOPOM 0TOOPA, HECMOTPS Ha TO UTO KOHKYPEH-
LMK 32 peCypehbl ObITh HE JIOJKHO, TTOCKOJIBKY OHH B H30BIT-
Ke. [1o106HBIX MPUMEPOB CYIIECTBYET JOCTATOUHO MHOTO.
Bce oHH rOBOPAT 0 TOM, UTO YACTOTHI < KBA3HHEHTPAJbHBIX»
MepecTpoeK HaMpsiMylo CBSI3aHbl C Al TUBHBIMU BO3MOXK-
HOCTSIMH BHJIOB U MOTIYJISLIMI, UX COCTABJSIONINX. A ypOBEHD
nosMMopdU3Ma, KaK MpaBUIo, MOKET CJIY»KHUTh HaJ€KHbBIM
nokagaresieM ToOTeHIMasa mnpucnocodnennoctn. OnHako
yOEAUTENBHBIX MOJIe/Ie MEXaHU3MOB BJIMSHNST HHBEPCHI Ha
JKM3HECTTOCOOHOCTh Y ABYKPBIIBIX 10 HACTOSIIIETO BPEMEHH
HeT. Teopust «KoaanTHPOBAHHBIX KOMIJIEKCOB>» JIoOpKaH-
ckoro [38] u npeanonaraemoe aefictBre shdekTa moJsaoxKe-
Hust o Creruuto [29] NpUMEHHUTENBHO K JBYKPBUIbIM TT0KA
YTO OCTAIOTCS TEOPHSIMH.

EnuHuLedl opraHu3aliid W XpaHeHusl 3HaHWs B MaTeMa-
THYECKOH OMOJIOTHH SIBJISACTCS MaTeMaTHyecKass MOJEJIb,
MOCTPOCHHAA /11 U3YYEHHs! XOTs Obl OJHOM LIEJIOCTHOH Xa-
pakTepUCTUKH OuocucTeMbl [7]. [1pu aHanuze MOHOTHOPH]L-
HOTO CKpEIMBAHUS B IPUPOJHBIX MOMYJISLHUAX JIIS PA30BbIX
BEIOOPOK COBOKYMHOCTb TaKMX TMOKasaTesiell, Kak OlleHKa
OKHUJIaeMbIX YaCTOT, KKOMIEHCUPOBAHHBIX» YACTOT, HX OT-
KJIOHEHHE OT peaJsibHbIX 3HAUEHHI, <[TPOBU30PHAS» MPUCIIO-
coOJIeHHOCTb (M Kod(duimeHT oT6Opa), a TakkKe HHIEKC
(bUKcaluMH, — JO0CTATOUYHbIE COCTABHbIE YAaCTH MOJEJH,
TMO3BOJISIIONIEN OMHUCATh €IMHUIHYIO LEMOCTHYIO XapaKTepH-
CTHKY — «COCTOSIHME OJIHOTO XPOMOCOMHOTO TIJIeua B yCJI0-
BUSIX TAHMUKCHH O] IaBJIeHHEM 0TOOpa .

B peasibHbIX yCI0BUSIX KAPHODOH/IbI BBICOKOTOTMMOPQHbIX
BUJIOB XUPOHOMHUJI HEPEJIKO HACUMTBLIBAIOT JIECATKH THIOB Ha-
CJle/lyeMbIX MePeCTPOEK, GOJIBIIIYIO YACTb KOTOPBIX COCTABJISIIOT
TaK Ha3blBaeMble KBA3HHOPMaJIbHble HHBEPCHH, TIOCKOJIbKY HX
PdeKT M1 KU3HECTTOCOOHOCTH 0cOGel U TPUCNOCOOIEH-
HOCTH TIOMYJIIMI HesiceH. B 3aBUCMMOCTH OT pernoHa u yc-
JIOBHII 0OMTaHUs1 HAGOP HHBEPCHI B KAPHO(OHIE MOMyJISILHI
3HAUUTENBbHO BapbupyeT. OHAKO OOBIMHO B MPUPOIHBIX MO-
MyJISUAX YPOBEHb TETEPO3UTOTHOCTH B CPEJIHEM HE TMPEBbI-
waet 3uauenust N/ocoob, e N — 4ucio XPOMOCOMHBIX T1J1€4
B KAPUOTHIIE. Y XMPOHOMM]L STO YHCJIO0, KAK MPABHJIO, MEHBILIE
ceMH. SIBIeHHe «pacCpenoTOYeHHsI» TeTepPO3UTOTHBIX HHBEp-
CHil IO PasHBIM XPOMOCOMAaM H3BECTHO OBOJBHO AaBHO [36].
[Ipu ycsI0BHH, UTO B KaXKJIOM W3 XPOMOCOMHBIX TIJIeU UMEETCS
He 6oJiee OIHOM MHBEPCHH, CHHATCHC B3aUMOMHBEPTHPOBAH-
HBIX TOMOJIOTOB B TraMeToreHe3e JI0JKeH OJIOKHPOBATh Kpoc-
CHHTOBEp W MPOTeKaTh 0e3 3HAYUTEJIbHBIX MOTEPh IeHeTHue-
ckoit uuopmatu. Taxoe siBleHHE HepelKo HabJ/IOfaeTCs
B MPUPOHBIX Nomyisiiysx Toro xxe C. tentans, koraa OyKBasib-
HO KaX<710€ T/1eH0, BKJTIOUast MaJIylo XpOMOCOMY KapHOTHIIA, He-
CeT MepecTpoiiKy B FeTepO3UrOTHOM cocTostHIH [ 13].

Cpenn nccsenoBaresiell MOJTUTEHHBIX XPOMOCOM MaTe-
MaTHUYeCKH Cepbe3HO MpoOJeMy HepaBHOBECHOCTH MOAHHU-
masnu Martin u Wulker [43], oTMeTuBIIHE ee yIUBHUTENb-
HYI0 CTaOUJIBHOCTb M TaKKe CBSI3aBIIHE YHUKaJbHOCTb
reHeTHYeCKOH CTPYKTYpPbl MCCJEIOBAHHBIX MOMYJISILU
¢ ycjoBusiMU obuTanust nonynsuui. Takux pacot no xu-
poHOMMIAM, K coxkaJeHuio, HemHoro. B naieit pa6ore
cleslaHa TIOMBITKA MPOAHAJIH3UPOBATH BO3MOXKHBEIE Ha-
npaBJieHHe U CUJTY BO3/IEHCTBHS TOJIBKO OHOTO MHKPO3BO-
JIIOLMOHHOTO (haKTOpPa Ha OCHOBE eAMHHUYHBEIX cO0POB. Tem
He MeHee ylaJ0Ch OLIeHUTb He TOJbKO MPUOIU3UTENBHYIO
npucnoco6aeHHOCTb padubix 3C, HO U cAeaaTh J0CTaTOu-
HO TIPaBlOMO00HOE 3aK/ioueHre O HarpaBJeHHH H Xa-
pakrepe or6opa. besycsoBHO, B MPUPOAHBIX TOMYJISILIUSIX
MMEIOT MeCTO M OCTaJibHble MHKPO3IBOJIOLMOHHBIE SIBJIE-
HUsl. MBIl OCTAHOBHMCST TOJIBKO Ha HEKOTOPHIX (paKTax, mo-
JIydeHHBIX TIPH HCCJIe0BAHUH TTOMYJSILHI TeX 2Ke XUPOHO-
Mua. Murpauuu u napaJsiesnbHoe HapyleHHe XKH3HEHHOTO
LMKJa MOXKET TMPHUBOAHTh K MEXBHUAOBOH THOpUAM3ALINH,
Kak 3To HaOJiopaetcs, Hanpumep, mexiay C. plumosus
u C. nuditarsis [40], a Takxke mexny C. riparius v C. piger
[25]. MyrauuoHHBIfl mpoliecc, MUTpalLUs U Apeiid reHoB
MOTYT (POPMHPOBATh YHUKAJABHYIO CTPYKTYpPy MOMYJISILU
B peayJbrate AeHCTBUS 3pdeKTa «OGyTBIIOUHOTO ropaa,
KOrla Bce 0CcOOM HeCyT coueTaHHe JBYX pasHbIX MHBep-
connbx TTIX (A,A,), HO npu 3TOM He 0OHApy>KMBAIOT-
Csl TOMO3MIOTBI MO 3THM T0C/]eA0BaTebHOCTAM (ALA,)
u (AA,) [4]. Onucanbl (akThl, Koraa B NOMYJISLAAX XH-
POHOMMJT XDPOMOCOMHbBIE MHBEPCHH TIPUCYTCTBOBAJH TOJb-
KO B IreTepO3UroTHOM coctosiuu [ 1, 27, 44]. Dtu cayuau
MOYKHO OXapaKTepH30BaTh KaK AOCTHIKEHHE TpefebHON
CTeMeHH HePaBHOBECHOCTH C MHAEKCOM (pukcauuu = 1.
MoHomopcHbIe N0 MepecTpoiikaM BHAB TaKkKe Mpefesb-
HO HepaBHOBecHbI, Bce [1/IX B ux renoconne obaanaioT
MaKCcHMaJbHOH MpHcnocobaeHHOCThIO (w = 1), a nHaeke
¢ukcanyn makcnmalgiet (= 1), 4To o3HayaeT BpeMeHHBI
MHKPO3BOJIOLHOHHBIH TYTTHK.

CoBceM HelaBHO Oblla yCTAHOBJIEHA OMpesieeHHast 3a-
BHCHMOCTb HACJIE[IOBAHUST PA3HbIX MEPECTPOeK, KOraa 3H-
TOTHYECKHE COYETaHHs1 00PA3yloTCs HEC/Iy4ailHO, TO €CTb
MUMEEeT MEeCTO YacTuuHasi cuerieHHocTs [2]. M 310 etie onpa
13 MHOTHX MPHYMH HecoOJtoieHust 3akoHa Xapau — Baiiu-
6epra. CBs31 1 B3aHMO3aBHCHMOCTH a/IaNTALHOHHBIX U 9BO-
JIIOLIHOHHBIX MEXaHH3MOB — B GOJILIIHHCTBE CBOEM XOPOIIO
M3yueHHble M CTPOr0 CMOJEIHPOBAHHBIE — B TPHUPOIHBIX
YCJIOBHSIX OCTAIOTCSl HermpeacKasyeMbiMu. JlJist n3ydeHus
MO OTAENBHOCTH TIPOYHX MHKPO3IBOJIOLHOHHBIX (haKTOPOB,
JEHICTBYIOUINX B MPUPOAHBIX MOMYJSLMAX, TPeOYIOTCs YHU-
KaslbHBbIe JUIs1 KaXKI0TO0 CJTydast MeTo/ipl. Pe3ysibrathl X MpH-
MEHEHHsT BIMOCJAEACTBHH HEOOXOAUMO CHHTE3HPOBATh sl
NoJydeHHsl LeJOCTHOH KapTHHbl. Ho ecTb omacenue, uTo
MHO?KECTBO JIOMYIIEHHH 1 YCTOBHOCTEH ellle Ha Tarnax rnJja-
HUPOBAHUST 1 MOEJHPOBAHUS MPUBEAET K pe3yJbTaTy, 1a-
JIEKOMY OT peasibHOTO COCTOSTHUSI MOMYJISILUI B MTPHPOHBIX
YCJIOBHSIX.
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Ananusupyst poJb HepaBHOBECHOCTH B HauboJiee MIH-
POKOM CMbICJle, CJle[lyeT BCIIOMHHTb TEOPHIO YIpaBJe-
HUSl TIPUMEHUTENBHO K OHoJIorHyeckuM cuctemaM. Kowu-
LeMNUUsl CaMOCOXPAHEHUsl »KHBBIX cHcTeM 0O0ycJloBJIeHa
CIIOCOOHOCTBIO  MOAIePXKUBATL  CTALMOHAPHOE HEPaBHO-
BecHoe cocrosiHue [23]. DyHnameHTabHAs TeopeMa ecTe-
cTBeHHOro otbopa Puiiepa [39] noctynupyer Bo3pacrtaHue
NPUCNOCOOJICHHOCTH TIOMYJISILIMK  TIOJ, JIEHCTBHEM OTOOpa
HEe3aBUCHMO OT Hada/jibHbIX ycjaoBHH. EcTecTBeHHBINH OT-
60p — eIUHCTBEHHBIN (haKTOP, YBEJIHUHBAIOLUINH CPEIHIOI0
npucrocobaeHHoCTb nonyJsun. [To duiepy, npucrnocod-
JICHHOCTb [MOMYJISILIMY 10/2KHA BO3PACTATh Jaxe B YCJIOBHUAX
CTaOMJILHOH W JUIMTEJILHOH HEPaBHOBECHOCTH, OJiarojaaps
KOTOPOH MOJYIeP2KUBAETCS FeHEeTHYECKUI FOMeOoCTas.

[TonBozst HTOT, MOXKHO IIPEJIOKHTD PsiJL BLIBOJOB.

1. TlonynsiupoHHbIfl aHaM3 TPeX BWIOB XHPOHOMHUIL, ClE/aH-
HbIFl HA OCHOBE PAa30BbIX COOPOB, MO3BOJIMJ YCTAHOBHTb
psin 3akonomepuocredt. [onynsunu C. annularius nepas-
HOBECHbI 10 nepectpoiikaM B 11ede F xpomocomst III. TTo-
nyasityu C. fentans v G. glaucus HepaBHOBECHBI TI0 Tiepe-
cTpoiikaMm B ntede A xpomMocoMmsl I. [enetndeckast cTpykTypa
nonyssitu C. fentans moraa chopMHpPOBATLCS B Pe3yJibTa-
TE €CTEeCTBEHHOr0 0TOOPA, ACHCTBHE KOTOPOrO HAMPABJICHO
MPOTHB 0COOEH C BBICOKUM YPOBHEM I€T€PO3UTOTHOCTH.

2. MUKpO3BOJIIOLMOHHbIE TEHAEHIMH BIOJIHE MOXKHO OLEHH-
BaTb Ha OCHOBE « CKPMHUHIA», Pa30BOro cOopa, BpeMeHHO-
ro cpesa. JTo aKTyasbHO /715 TIPUPOIHBIX MOMYJISILHNH, eCid
IPOBE/ICHHE MOJIHOLEHHOIO MOHHMTOPHHIA HEBO3MOXKHO
MJTM €CJTH MeCTOOOHTaHHe HOCHT S(heMepHEIH XapakTep —
rnepechlxaeT, MpoMepaaet, MeHsieT pycJio u T. 1. Heemorps
Ha MaTeMaTH4YecKHe IOrPeLIHOCTH, BEePOSITHOCTb MPHHATH
K BEPHbIM 3aKJIIOYEHHSIM O HAIpaBJICHUU U CHJIe TOTO Ke
€CTEeCTBEHHOro 0TO0pa A0CTaTOUHO BLICOKA.

3. Ecsm romeocras B nccsie10BaHHBIX TTOMYJISILASIX TTOJIEP-
JKHBaeTcs 0J1aroapst HermpepbIBHOMY I€HCTBHIO 0TOOPA,
TO CTaOMJ/IbHAs B uepesie OKOJIEHUI HepaBHOBECHOCTD
ecTb (haKTOp MOJIEP:KAHUST HEYCTOHUMBOTO PABHOBECHSI.
3ByUHT MapajoKcasbHO, HO PABHOBECHE B MOMYJISILIMSX
He sIBJICHHE, a HeMPEPLIBHBII I1POLLECC NOJAePKAHHU He -
PaBHOBECHOCTH.
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ABOUT APPROACHES TO STUDYING OF THE
MICROEVOLUTIONARY PHENOMENA IN CONNATU-
RAL CHIRONOMIDS POPULATIONS. NONEQUILIBRIUM
OF POPULATIONS AS STABLE STATE

S.V. Zhirov, S.V. Mylnikov
For citation: Ecological genetics. 2016;14(3):35-46

% SUMMARY: Frequencies of disk sequences in polytene chro-
mosomes from sialadens of larvae of three chironomids spesies are
analysed. Cases of a deflection of population frame from expected
under Hardy-Vajnberg law are statistically confirmed. Allo-cation
of frequencies of individuals with different level of heterozygosity in
popu-lation of Camptochironomus tentans is investigated. Influence
of driving and stabi-lising selection on population is shown. The mean
of an assessment of influence of different disk sequences on fitness on
the basis of single assemblies is offered. Sta-bility of nonequilibrium
of the investigated populations as a homeostasis sign is noted.

&% KEYWORDS: polytene chromosomes; polymorphism; nonequilib-
rium; fitness; selection; homeostasis.
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