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Bsenenue.

Emie B 20-x roax ObUTH HalIeHBI 00BEKTHI (MXH), Y KOTOPBIX YAAIOCh
IPOAHAIM3UPOBATH PACLIEIJIEHNE B Mpeiesiax OJMHOYHON TeTpaabl. JJaHHBIMI
METO/, NO3BOJISIOIINNA YCTaHABINBATh PACIICIUIEHUE TaMEeT MOCIEe JBYX JIEJICHUIM
co3peBaHus (Meiio3a) ObUT Ha3BaH TETPAIHBIM aHaIN30M. OH 1aeT BO3MOKHOCTb
aHAJM3UPOBATH FAMETHI, BO3HUKILKE B PE3YJIbTATE MEMOTUYECKOTO AEIEHUS, U
Pa3BUBIIMECS U3 HUX TAIJIOUIHBIE 0COOU. DTOT METOJ BIIEPBBIC MMO3BOJIUII
HEIMOCPEACTBEHHO J0Ka3aTh, YTO MEHJIEJIEBCKOE PACUIEIIIICHUE ABIISIETCS
PE3YyIABTATOM 3aKOHOMEPHOT'O X0/1a MEH03a, YTO OHO IPEACTABISET HE
CTaTHUCTHYECKYI0, a OMOJIOTHYECKYI0 3aKOHOMEPHOCTb.



1.OcHOBHBIE MOHATHSA TETPAJAHOIO aHATIU3A.

Tetpama — 4eThipe COpbl, 0OpPA30BaBIIMECS MOCTE Psifa ACICHUN U
PEKOMOMHAIMY Y HEKOTOPBIX T'PUOOB (IJIaBHBIM 00pa3oM aCKOMHMIIETOB,
HaIpuUMep, IPOAKEN 1 HEMPOCTIOPhI) U OAHOKIIETOYHBIX BOJIOPOCIEH (Hampumep,
XJIaMUIOMOHa b1 ). Eciu 1Ba poauTesns pa3nuyaroTcs Mo ABYM ajliesiM JBYX
Pa3HbIX T€HOB, TO BO3MOXHBIE CIIOPBI B TETPaJ€ MOXKHO MOJAPA3IAEIUTh HAa TPU
tuna: poautensckuil autun (P), Hepoaurenbckuid qutun (N) u terpatut (T).

Ponutensckum qutunom (P) HaspiBaeTcs TUN TETpajl, COYETAIONIUNA B CBOMX
TEHOTHUIAX JIBa UCCIIEAYEMbIX I'€Ha B POJAUTEIHCKOM BapuaHTe (Hapumep, npu
ckpemBaHuu AB X ab B 3TOM cilyuae MOSBISIIOTCS pOAUTEIbCKUE TUTUTIEI AB 1
ab). Y acKOMHUIIETOB 3TOMY THITY COOTBETCTBYET paclIeIUICHHE B CIIOpax, MpU
KOTOPOM MMEETCS JIUIIb ABa HEpeKOMOMHAHTHBIX THMa ackocnop (AB, AB, ab,

ab).

Hepoaurensckuii qutun (N) — 3T0 Takas TeTpajaa, 4To B UETHIPEX CIIopax
BCTPEUAIOTCs TOJBKO JBAa PEKOMOMHAHTHBIX reHoTuna (aB u Ab).

B cnyuae teTpatumna, B TeTpajie BcTpeuaeTcs 4 pa3iuuHbIX TEHOTHUIIA, 1BA U3
KOTOPBIX SIBIAIOTCA pekoMOuHaHTHRIMU (aB u Ab), a nBa — Het (AB n ab). ¥V
CyMYaThIX TpUOOB 00pa30BaHUE TETPATUIIA CBUICTEIILCTBYET O HATMYUU
€UHUYHOTO KPOCCUHIOBEpPA MEKY ABYMSI CLICTUICHHBIMH JIOKYCAMMU.



2. TerpanHblii aHaIU3, €TO CYTh.

Ilepen meitozom JITHK 060rx HAOOPOB XpOMOCOM 3UTOTHI yJIBAUBAETCS, TAK YTO
XpOMOCOMBI ABOMHOI0 Habopa Teneph CoepKar 1o 2 XpoMaTuasl (TO €CTh 3UT0Ta
UMeEET TeHETHYECKYI0 (popMyiy 2N4C, Tie N — KOJIMYECTBO TaIIOMIHBIX HA0OPOB
xpomocoM, a ¢ — konudectBo JIHK). SAnpo, koTropoe conepxuT 1Ba Habopa TakKUX
XpOMOCOM, JEIUTCS B ABE CTaIUU, PA3ENsisiICh Ha YEThIPE HOBBIX spa

(2n4c — n2¢c — nc). Kaxxaoe u3 HUX UMEET OJUHAPHBIN (TarIOuIHbIN) HA0Op
OJIHOXPOMATHAHBIX XpoMocoM. [Tociie 3Toro nponecca Kaxaoe U3 4eTbIpEX HOBBIX
sanep cHoa yasauBaeT JIHK u nenurcst muto3om (N2C). B pe3ynbTaTe 006pazyetcs
acka ¢ 4eTbIpbMs Tapamu Crop.

Wrak, kaxxas u3 ack (CyMOK) COIEPKUT 4 raruiouHbIE CIIOPHI C YIBOCHHBIM
xkonnuectBoM JIHK, To ecTb OHM uMeEIOT reHeTudeckyto hopmyny N2C.
CrnepnoBatenibHO, pacilerieHue B acKax (CyMKaxX) COOTBETCTBYET FaMETHYECKOMY
pacuierienuto (rocne I genenust meitosza, Korja u IPOUCXOJUT peKOMOUHAIIMS,
NPEIIECTBEHHUKH MOJOBBIX KJIETOK UMEIOT FeHETHUECKY1o hopmyy N2C,
KOTOpasi IPH MOCJIEIYIOIEM MUTOTHYECKOM JIEIEHUH CTAHOBUTCS NC, TaK KaKk
KaXkaas KieTka oTaaér no ogqnomy komrmiekty JJHK nodyepuum kietkam).

[To aToi mpuurHE paciIeIIeHHE B TETPaaaX MOHOTETEPO3UTOThI A/a
cooTBeTCTBYET 2A : 2a, a y nuretepo3urorsl AB/ab nabmrogaercs 3
BBIIIICONMMCAHHBIX THIA TETPaa: pOAUTEIbCKU TuTHI 2AB : 2aB, HEpOIUTEIHLCKUI
nutun 2AB : 2aB u tetpatun 1AB : 1AB : 1aB : 1aB. UactoTa nosBiaeHus KaXa0ro
U3 3TUX TUIIOB TETpaJ JaET MPaBo JeNaTh BEIBOIBI O CIEIJICHUHA I'€HOB U
HeHTpoMep (CLIETUIEHHBIE YYaCTKU PEKOMOMHUPYIOT BMecTe). Kpome Toro, Ha
OCHOBAHHUH TOTO, YTO YaCTOTa KPOCCHUHTOBEPA 3aBUCHUT OT PACCTOSHHUSI MEKIY
r€HaMH, MOYKHO CYJIUTh M O PACCTOSIHUM MEXTy T€HAMU WJIM TeHAMH U
IIEHTPOMEPAMHU.

TetpagHblif aHATU3 TIOMOT YCTAaHOBUTH, YTO KPOCCHUHTOBEP MPOUCXOIUT HA CTAIUU
4eThIPEX, a HE ABYX XpOMATHUJ (XOTS TEOPETHUECKH 3TOT BapUAHT ObLT BO3MOKEH ).
OO0BeKTOM HccneIoBaHui OB BRIOpaH CyM4aThlil TP Heipocmopa rycras
(Neurospora crassa). Oco6eHHOCTh HEHPOCIIOPHI B TOM, YTO ACKOCTIOPHI
pacroiararoTcs B aCKe JMHEWHO, a HaIPaBJICHUE PACXOXKIACHUS XPOMOCOM
COBMNAJIACT C JUIMHHOM OChIO acKa. UeThIpe rarionHbIX aapa Mociie Mero3a ené
pa3 IenAaTcs MUTO30M, B pe3yJIbTaTe B aCKE B OJIUH PsAJl pacroiaratorcs 4 napsl
TarIOUIHBIX CIOP, U TEHOTHUI KaXKJI0M Maphl JOJKEH ObITh UICHTUYECH.

Ecnu ObI KpOCCHHTOBEP MPOMCXOAMIT HA CTAIUHU ABYX XpPOMATHI, TO IPH
ckperBanuu AB : ab HaO01am0Cch OBl € IMHCTBEHHOE JTUHEHHOE PACIOI0KEHUE
Ab-Ab-Ab-aB-aB-aB. B neiicTBUTEIBHOCTH e OOBIYHO HAOJIIOIAFOTCS Ky/1a
OoJiee cIoXKHBIC BapHAHTHI pacnojiokeHul, Hanpumep, AB-AB-Ab-Ab-aB-aB-ab-



ab u Ab-Ab-AB-AB-aB-aB-ab-ab. 310 cBsi3aHO ¢ TeM, Kakue IMEHHO XPOMATHIbI
U3 YETHIPEX BCTYIHIN B PEKOMOUHAIIHUIO.

TexHuuecku, Takue HaOIIOICHNS OCYIIECTRIISIIOT MPU MTOMOIIN TEXHUKU
MUKPOMaHUTYJISIIIAH, TTO3BOJIIONIEN N30JIMPOBATH MO MUKPOCKOTIOM KaXK]IYIO U3
yeThIpex crop acka. [locie mpopaiiuBaHusi B MOJXOISIINX YCIOBHUSAX CIIOPHI
00pa3yIoT KJIOHBI, YTO MO3BOJISET ONPEAETUTh UX (DEHOTHI, a CJIEJOBATENbHO, U
TE€HOTHII.



3.Terpanublii aHaTU3 HE3aBUCUMOT'O HACJIEI0BAHUS.

[Ipu HE3aBUCHUMOM HACIEAOBAHUM Y TPUOOB-aCKOMUILIETOB C YIOPSA0YEHHBIMU
TeTpajgaMu (MU OKTaJlaMH) M0 KaKJIOMY T'eHY Mociie Meio3a o0pasyercst 6 TUIIOB
TETpaj C PaBHOU BEPOATHOCTBIO, €CIIA IT'€HbI HE CLEIUIEHBI CO CBOEU LEHTPOMEPOH
(6omwie 33% kpoccunrorepa). Hanpumep, o reny A - AAaa, aaAA, AaAa,
aAaA, AaaA u aAAa, no reny B - BBbb, bbBB, BbBb, bBbB, bBBb u BbbB. I1pu
ATOM 00pa3yroTCsl TPU TUIIA TETpaj C pa3HbIM coueTaHueM reHoB A u B: - | - AB,
AB, ab, ab; Il - Ab, Ab, aB, aB; Ill - AB, Ab, aB, ab. Eciiu B ckpemuBanun
UCIoJIb3ytoTCs (hopMbl ¢ TeHoTunaMu AB u ab, To Terpaasl 1-ro Tuna Oyayr
Ha3bIBaThCs poauTenbCckumu (P - ponurensckuit nutumn), 11 Tuna -
Hepoautenbckumu (N - HepoauTenbckuit gutun), I Tuna - TerpaTunom, Tak Kak
conepxart 4 pasubix reHoruna (T). (HeTpyiHO MOHSATBH, YTO €CIIU UCXOAHBIE
(dopMbI UMeEIOT reHoTUnbl Ab u aB, To poguTenbekuit AuTHI OyAET NpeCcTaBiIeH
tetpanamu II, a Heponurensckuii - 1-ro Tuna.) OueBuHO, YTO T-MuUn mempao
B03HUKAEM MOJILKO NPU KPOCCUH208EPE MedHCOY 2eHAMU U UX YEeHMPOMEPaAMU .
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V3 TaGNuIBI BUAHO, YTO COOTHOLIEHHE TETPAJ PA3HOTO TUIIA IIPY HE3aBUCHMOM
HACIIEI0BAHUY U OTCYTCTBHH CIEIUIEHHS] TEHOB CO CBOUMH LIEHTPOMEPAMH
coctaBisieT 6P:6N:24T, T. e. 1P:1N:4T. Mcxoasa u3 3TOro COOTHOIICHUS MOXKHO
OIpENENUTh 4acTOTH TeTpas Kaxporo tuna: f(P) = f{N) = Y/ = 0,16; f(T) = %/ =
0,67.

Poacuensenne no reny A
! pacuensenwe » 1 geseswn pocuenaennce po 11 gesenun
% A A e a o, 8 AA A aoa A a, A A a A o A a2 a, A a A
Z |8.B| AB, AB, aB, aB, AB, aB, aB, AB, AB, 2B, aB, AB,
a | b b ab, ab Ab, Ab ab, Ab Ab, ab Ab, ab ab, Ab
pe P N T T T T
:
@l 5 |bhb Ab, Ab ab, ab, Ab, ab, ab, Ab, Ab, ab, ab, Ab,
2 g |B, B aB, aB AB, AB aB, AB AB, aB AB, aB aB, AB
£l & N P T T T s>
g
2 B, b AB, Ab, aB, ab, AB, ab, aB, Ab, AB, ab, aB, Ab,
g b, B ab, aB Ab, AB ob, AB Ab, 1B Adb, aB ab, AB
S| . T T P N T T
o =
g| 8
£ 5 |bB Ab, AB ab, aB, Ab, aB, ab, AB, Ab, aB, ab, AB,
2 |B, b a8, ab AB, Ab aB, Ab AB, sb AB, ab aB, Ab
= T T N P T T
2
2 |B,b| AB,Ab, aB, ab, AB, ab, aB, Ab, AB, ab, aB, Ab,
g |B.,b aB, ab AB, Ab aB, Ab AB, ab AB, ab aB, ab
g T T T T P N
g
& (nB| Ab AB, ab, 3B, Ab, 3B, ab, AB, Ab, 3B, ab, AB,
b B ab, aB Ab, AB ab, AB Ab, aB Ab, aB ab, AB
T T T T N P

Tabnuya 1. Obpazosanue paznvlx munog npu He3a8UCUMOM HACIE008aAHUU U
OMCYmcmeuy CYenieHusi Mexcoy 2eHaAMU U UX YeHMpoMepamu 6 OUeUOPUOHOM
ckpewueanuu AB*ab.

B ynopsino4yeHHBIX TeTpaax reHOTUI KaXXI0M CIIOPHI U TUI TETPabl ONPEIEISIIOT
10 POCTY KOJIOHUH, BBIPOCIINX U3 CIIOP, U361EUEHHbIX U3 ACKA NO NOPsAOKY, HA
MOJIHOM, MUHUMAJIbHOM U CEJIEKTUBHBIX cpeaax (UUCIIO CENEKTUBHBIX CPEJl 3aBUCUT
OT YKCJIa MapKEPOB, UCTIOIb3YEMBIX B CKPELIUBAHUN). 3aTEM CYMMUPYIOT aCKH C
OJIMHAKOBBIM THUIIOM TE€TPaJ, ONPEAEISIOT COOTHOIIEHUE aCKOB C T€TpaJaMU Pa3HbIX
tunos (P, N u T) u 1o ¥? IpoBEpSIOT COOTBETCTBHE OIBITHOTO PACHIEIUIEHHS €
TeopeTuueckH oxuaaeMeiM - 1P:1N:4T. IIpuMeHeHre MeToa }2 BO3SMOKHO JIMIIb B
TOM cily4ae, KOI/1a KOJMYECTBO MTPOaHATM3UPOBAHHBIX TeTpaa He MeHee 30.
B HeynmopsiioueHHBIX TeTPagax COOTHOUICHHUE TETPA PA3HOTO TUIIA IPU
HE3aBUCHMOM HacjeA0BaHuU Takxe paBHO 1P:1N:4T.

I'enbl HacnepyrOTCSI HE3aBUCUMO U JIOKAJIM30BaHbI JAJI€KO OT CBOMX LIEHTPOMED.
HezaBucumoe HaciemoBaHuE TPEeX T€HOB MMPUBOANT K 00pa3oBaHuio 12 TUTIOB
HEYTOPSOUCHHBIX TeTpaa;, HampumMep, B ckpenuBannun ABCxabc.



4. TetpanHblii aHaU3 CIIEMJICHHOTO HACIEIOBAHUS Y TPUOOB-aCKOMUIIETOB.

[Tpu cuemieHnn MEXTy TeHaMU HapYIIAeTCs COOTHOIICHHUE PAa3HBIX THIIOB TETPas,
CBOWMCTBEHHOE HE3aBUCUMOMY HACIIEOBAHUIO: YBEIUMUUBACTCS A0is P-TeTpan u
yMmeHbinaroTes 10 N- u T-tetpan. Oco0eHHO yMeHblaeTcs 10 N-TeTpa, Tak
KaK OHHM BO3HHMKAIOT TOJIBKO TMPU JBOWHOM KPOCCHHTOBEPE MEXKTy T€HAMHU C
ydacTheM 4eThipex xpomatua. Jlons T-TeTpas 3aBUCUT OT pacCTOSHUS MEKITY
TCHaMH ¥ OT PACCTOSIHUS MEXTy KaXKIbIM U3 HUX M IICHTpoMepou. Eciu yvacmoma
P-mempao 6onvwe, uem wacmoma N-mempao, a uacmoma T-mempao menviue ?l3,
MO 9M0 0OHO3HAYHO C8UOEMENbCIBYen O CYeNIeHUU 2eHO8.

cnop 1eTpan cnop Terpaa
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Puc.2. Obpaszosanue paznvix munos mempao npu cyenjieHHoOM HACIe08aAHUL
2€HO8.

N3 puc.2 cnenyer, uto N-TeTpaasl coaepkaT 4eTbipe, a N-TeTpaabl - 1B
KpOCCOBEpHbIE XpoMaThibl. Micxonst U3 3Toro, paccrosinue Mexay renamu (D)
MOKHO onpeaenuTh 1o yactore N- u T-retpan: Dag = f(N) + Y/of(T)(2).

Opnnako HabmrO1aeMast 9acToTa peKOMOMHAHTOB HE paBHA HCTHHHOW YacTOTE
MPOUCIIEANINX OOMEHOB, €CIIM T'€HBI PACIOIO0KEHbI JAJIEKO IPYT OT Apyra, Tak Kak
MHOXECTBEHHbIE OOMEHBI 110 CBOUM MOCIECTBUSIM HE OTJIMYAIOTCS OT
OJIMHOYHBIX, 2 HEKOTOPHIC U3 HUX HE MPOSBIAIOTCS (eHOTHUIHIeCcKu. J{Jist Toro,
YTOOBI BBECTH MOMPABKY Ha MHOKECTBEHHbBIE OOMEHBI, IIPU OINPEICICHUN
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paccrosiaus Mex 1y reHamu (D) ucronb3yroT popmyiny: Dag = -33,33 In(1-1,5f(T))
(2). B mepBoM cirydae (1) paccTosiHEEe MEKy TeHAMH BBIPAXKacTCsl B MPOIICHTAX
KPOCCHHTOBepa (B MOpPraHuaax WIM CAaHTUMOPTaHax cm), BO BTOPOM - TAK)KE B
YCIIOBHBIX CIMHUIIAX - CTPEHHAaX.

Ecnu cenvl noxanuzosansvl 6 pasHvix XpomMocomax, HO MecHO CYenieHbl CO CE0UMU
yenmpomepamu, mo f(P) = f(N), a f{T)<?/s, Tak xax mis nossinenus T-TeTpa
HE00XO0IUMO MTPOXO0K/IEHUE KPOCCUHTOBEPa MEKy F€HOM U LIeHTpoMepoi. Uem
OJIMKe TeH pacIoyIokKeH K HEHTPOMEpPE, TeM pexe NosBisitorest T-tetpanbl. Takum
oOpa3oM, Bo3HUKHOBeHHE P 1 N-TeTpaj npu TECHOM CUEIUIEHUH T€HOB C
LEHTPOMEPAMH HE CBSI3aHO C KPOCCHUHTOBEPOM, [TIOATOMY MX COOTHOILIEHHE
octaeTcsi paBHbIM ~1:1.

B HeynopsiioueHHBIX TeTPaaax TaKKe MOKHO KapTUPOBATH LIEHTPOMEPY, HO IS
ATOrO B CKPEIIMBAHUU JIOJKHO OBITh HE MEHEE TpeX MapKepOB, CIIETUICHHBIX C
rieaTpomMepamu, Hanpumep A, B u C. Onpenensitot yacrotry T-terpan - f(T) - mist
nap A-B, A-C u A-B u cooTBeTcTBEHHO paccTosiHus mexay Humu DAB, DAC,
DBC. PaccTostHust MeX1y KaKIbIM U3 HUX U HEHTPOMEPOW B CTPEHHAX HAXOIAT U3
YPAaBHEHUN:

Dag + Dac— Dye

Doa== ¥
° 2
Din+ Dpr— D
DoB= AB BC AC .
2
5 I R
D0C= AC BC AB
2
Puc.3

T. 0. mo pacmiennenuto B F2 win Fa MokHO pa3nuuarth Ba TUIMA SEPHOTO
HACJIEJOBaHUS - HE3aBUCHMOE M clierieHHoe. ClierieHue TeHoB, OOHApy)KMBaeMOe
10 TIPEMMYIIECTBEHHOH TTepeaue MOTOMKAM POAUTEILCKIX KOMOMHAITAN
MPU3HAKOB, CIY>KUT YKa3aHUEM Ha JIOKAJIU3aIMI0 T€HOB B OJHOM IpymIie
cuerieHusa. OgHaKo CIeAYeT MOAUYEPKHYTh, UTO 2€Hbl, IOKAIUZ0BAHHbBIE 8 OOHOU
epynne cyenjieHusl, Ho Ha DOILULOM PACCMOSHUU Opye Om Opyed, NPOAGIAIOM
Hezasucumoe naciedosawue. JIJist TOro, 9To0bI YCTAHOBUTH MX CIICTUICHHE,
HE0OX0IMMa IMTOCTAHOBKA CKPEIIMBAHKUK C Y4ACTHEM JPYTHX I'€HOB, CIICTUICHHBIX
XOTs OBl C OHUM W3 HUX M JIOKAJIM30BAaHHBIX Ha HEOOJBIIOM paccTossHUH. YacToTa
BO3HHWKHOBEHHUS PEKOMOMHAHTOB MPH CIETUICHHOM HACJIEJOBAHUH 3aBUCHUT OT
CWJIBI CIEIUICHUSI MEXAY T€HAMU U CJIY’KUT OCHOBOM ISl ONTPEICIICHUS
PACCTOSIHUMA MEXK1Y HUMH U MOCTPOCHUS] TEHETUYECKUX KapT XPOMOCOM.
Pacmiennenus B F2 u Fa - UICTOUHUK 111 TOJTydeHHST 1 0OTOOpa aHaJIU3aTOPOB -
TOMO3HUTOTHBIX PEIIECCUBOB MO HECKOJIBKUM I'eHaM, HEOOXOAUMBIX JJIsI PEIICHUS



MHOTHX 3aJ1a4 T€HETUYECKOT0 aHaIN3a U MIPEXK/IE BCErO NIl KapTUPOBAHUS
XPOMOCOM.
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