Ju—= 7 Dl DBIEZEER)
Akifumi Shimizu

7. BERTEE DRENT

7.1 BREE LI

=MZE (quantitative character) & 1%, ZEEIOENBE TEINLEED Z LTI,
ZIZRSRHEI R EOEOHE ., Fo X TONEITAE TR O XL 5 IHEERIC /2 0 ST
T, O, ENREITERPE L EV, KRB O B FRAHENT 2 2 & 3N
7, I vy B I NESTEH Y FHA, EELENFETH, ERAHOKRE %
—DODBIBAENB G T 55 A E A AEGI 2 5 DT (BIIEATH), v v BV
TROZEDHRD~ T _R=R 7 a—= ZPNERETT, BIFEICK L TH—-TRE 2%
AR08 13, ANAZERE BRI K-> TRO D474 < . macro mutant? &
EONE T, IREOSEEOETIZe A N/ T A T—BETxE3, Fod 200 fHIKIZ VTR
A LR ER T — & &2 TRICR LET, AR E N E o 261 Cd, 203
A ELOEEEZ &2 THT TRV BIHERE | & AREETT, — AR, L 40-45cm
EHEFRICUTERER 31 ICoHEL CThET (B ORE T LT, BE T L7 12
WA ERE R E &)

40 BT EMME 60 - TERICOMS IEMBE
35 50 |
zg I S0
w25 |
¥ 20 - 30 -
& =
=15 20 |
s\l N
0 l:hl:l‘ | . . . . . . L 0 | | \D\ 1 | | | [/
20- 25- 30- 35- 40- 45- 50- 55- 60- 65— 70- 20— 25- 30- 35- 40- 45- 50- 55- 60- 65- 70-
25 30 35 40 45 50 55 60 65 70 75 25 30 35 40 45 50 55 60 65 70 75
EX(em) EX(em)

~—H—OFfo TV AHBEFRIEHR A LFICRAT 2 &, EgafmT2&80FETH, B

BT LB TEOBIEOMESLHREHETEES, TO—HEOFiELE QTL T

(quantitative trait loci analysis) & W E 9, TE 2 Ef o HET 2BLHIZLL RO 1),2) T,

) && L CEHIISh 2 TBEOG AL, FHURFORIEIRZECREA B L D787 U EIC
NTOENRMOY £7, EELRBENEET D L. TOSMITIER DM &V 9
DANEDL LB FT, FEIC, EREITFETEE) 50 43 100 OESSME S LI
LIZE LB B LT b DT,

L [hawigizsys 10 AFRE & RiRE] (1976) E#iR
2 Tanksley, S.D. (1993) Mapping Polygenes. Annu. Rev. Genet. 27:205-233

I a—=2 7 D1 DBETFER) 1



1 (x=p)?
f(X)=——e 2°° - EHHH Mu,o2)

N 270?

ERTE, B p 5o 2D 2 DOREOST A Z N L > TEPRED 2D, M,
Sy Ll LR TEE T

Jf 1IE #8753 7 M50,100)
0.04 M
0.03 R4 N
0.02 ,0“ “’0,
0.01 \I
0 1
0 10 20 30 40 50 60 70 80 90 100 X

BT OB LR (EX) 128\ T, PEMEOBEN K b < HROILA Y 1357

MEzRLET, B FOFRRST A FORROE XA b7 T L7 EIZIERDMITENEL L D
ZLEMBNTT, BENMEMFHEINS ZE bH Y. QTL ORI R(u )R —E DR/ H(0 2)
ZENHIHILERATLLEE L, ERMZIREL £,

2)

BILR T 2 AR T T, DEEOER B D NFEWVIZR D 5GE
3 ODEIGFEDEEDHE T, FE 1A +8, H+4, B0), 22 23(A+6, H +3, B 0).
JiE 3 MA+4, H+2, BODIRE RO L T2 & & TNENONENEERNEAETH
A Lo KRB TR e A 72 0 £,

0.14 -

0.12 -

1K 0.1 A

e

o
o
1
BEH o I
BHB w I

[
0
i
M

=ma(E 1 4 5 6 7 8 9 10 11 12 13 14 15 16 17 18
=L T (an] <C T T <L <C I T <T <C T <L
nn] T <I I <L T <I I <L T <L T =T <T
[an] [A] [an] m 18] T (18] I I <L I <L =T <L
BIET A o T oo o= g o = o
jan] [am] I [un] <L T [an] <L
T T T I T <T <L <L
e T~
[wa] T
[a] [an]
<L <
KEOERMIZE ClX, BEEROEOREE LR EORELEHAENIIZIT 57— A%

WTL X 9,

I a—=2 7 D1 DBETFER) 2



7.2 H—<—70— & BE OESRENT
b Lk D B EIC» b 2 BETEQTLAL £ 9 E~v—T—FEZdh b, HHVIE~—
T — EERBRICHE L TWe b, v— I — BRI L > TREMOGHEZ EFICH T
21T TY, FlAIX, 200 fH{AD Fo pBEEHIT, 20—85 L TOMEA & 2 BREEZ S 2
TRET, ZO FAHha~——08H->TA H, BIZYP =/ XA LT TED), K&
AR x5 &7 D BHIFEIZ DWW T, A~ M60,100), H---M50,100), B---M40,100)
DL RREFF-> T2 E LET, Mo,m) &9 KL, ERSAAZ R L, n 13 FHMHE,
mciﬁa\%ﬁ(?‘?«ﬁ@ XX 2R/ PEERLET, v — P —0BETHZDH DM QTL @
R TRNC R B SEOMER AT THO XL 51 QTL EiaFRIC X VB TE 52
el A /=

40 oB
38
30

oH

LI
25

20
15
10

D QTL Mt Tid, if L7oRE ORI GHEE EFICHA TE 5 ~— 1 — 2 i@fEr
CERFE L E T, 1 DR TH~~ — I —Ba 7S QTL GBS 7R & R — 8 D eI
HEIELSWTTS, LanL, QTL &~—h—8in L OMSBER AR 52 & T,
QTL DALELNRZ TR D Z LA TEET,

= Y—h—EEFERISRIZLD. HRZ M TEETHQTLEE
FRID#EE

— BEFE  wETiAT0sq 4
77X <—H— QTL JHEE HAR

AA Q@ (1-rY /4

1 AA Qq 2rF(1-r)/4
AA qq F/4
Aa (efe] 2r(1-r)/4

2 Aa Qg or mia 21-2-+2/4)/4
Aa qq 2r(1-r)/4
aa Qe F/4

3 aa Qq 2r(1-r)/4
aa qq = (1-r)" /4

3 [ru—=rro-boEins (T p3 25 W

I a—=2 7 D1 DBETFER) 3



HH ., QTL Bz FH(QQ or Qq or g IR D T, ZOHEIZIX QTL L#i{T 5~
—H—BIETHAAor ABor BB AW ET, QTL &~— I —CDffixfirD &L X, =
— I —BR 7 7 ARO QTL BRI OMEIL p8 DFED L O ITHEE T £94, EEE
T, ~— D —Ba I D 7 T A 1~3BEOEN, M +oBER & X1, QTL »
B c&iBxET, v~—F—& QTL L WIEE, ~— I —Ex I L 5 QTL Eix
FHROWHEREERHN D £3 (TH),

= v
952 QTL —5 01 02 03
QA 98% 81% £4% 49%

1(AA) Qa 2% 8% 32% 42%
aq 0% 1% 4% 9%

Qe 1% 9% 16% 21%

2(Aa) Qg 98% 82% £8% 58%
aa 1% 9% 16% 21%

Qe 0% 1% 4% 9%

3(aa) Qg 2% 18% 32% 42%
aq 98% 81% 4% 49%

KA Z AN 713 0.1 FREE C b~ — 7 — {5 A b QTL AR B B g CHEE T X
F9, r202%0.3 LHEND &~ — I —EBIr NG, QTL &6 FHMEHEET 52 &7
LS RVET, v— I —FEN+HSTHIEL, B—~v—I—BRFREETEZEHALTH
AREREREROT2 2N TEHLTLEIQTL OHROKRESICHEHABHARE LT
1% 10cM fElfzE < BV 2),

78 AV EZ—r )=y BT

A X —s3b~ v B2 7 (interval mapping)s & 1L, QTL % A de g~ — b —iE s 1%
62FM L7 QTL#HEEIETT, FIZITTDO X 5 i~ — U — & ZDOMICEA Z £z QTL
BETREEZTCRELE Y, 21X TEETQ%E, W 1I1XqaRo2ET5 L X,
W#H O FLB I FRIIRO X 512725 TL X 9,

r ry
Lot Jaf [s1]
DDE1| | | | |B1| I ro
AL L a1l ol [61]
X —d 1
Il el [l l22] o] [&2]
oo 122
la2] [aof [B2]

F1 7264 U SR8 OB RUE, Bié~—T—& QTL OMAEEER 5 LRIXD 8
WY (=222 0 £,

4 WX [V n—= 0 7 O d 0@ 2GR psb OREICHAETE 5

5 Lander, E.S. and Botstein, D. (1989) Genetics 121:185-199.

6 HEOLETYH, B~ —» —BETHEZFAHTEIROLRENMTAET [V r—=27D
7= OBEEZ (T ) ))

I a—=2 7 D1 DBETFER) 4



4 2
[ar] [a] [B1]

EBINENE

BIEFIANEA
[aiNJo| [e2]

22N a| [b1]
[r2] [a[N]er]

EEINNFENEY

lne] Jo| [eo]

Rt~ — 0 — ] OAA AR Z Al 12 132,

bo (&8 F & F A
O E
(1*."1 )U*f'QJ/Q

rre /2

ﬁ‘f’1]f’2/2
!’1“*!’2]/2

#l1-ra) /2

[T‘f’1]f’2/2

1y /e

(1_:"1)U_r2)/2 ]

r142=r1(1-r2)+ r2(1-r1)=ri+r2- 2rir; TH5H, Zidn &
rp DR Z 3 EWZ TP L7ev &35 Haldane E7 /LIZHADWN TN S,

fiE~ —Hh—

EIZFER

A1-B1

A1-B2

A2-B1

AZ-B2

AR

(1_!'1+2)/2

!’1+2/2

7y +2/2

(1‘!’1+2J/2

RO FIoMHE 1 2K LA L 7= BCi(Back cross) TIZEMEE N DEEL 3, ZDi&E
B RIOEET, FiEME 10O 8 FEZOEFTOMEIZ/ D 9 (T, BT DM
~— W — DREFINE 4T T, ZDZ NN T QTL BUEFHIE Qq 7> gq OV
NZ7e 0 ET(ENEIRER pu, W pie & 9°5), EEBIRTXLME~Y— I —BIBT
OGO T T, QQIT2 50 qq il 20 OREHR (RIS EMER) 2B 2, WE~—
B —BIFRIC LS QTL B FROTFAMERZFHETE 3, ST EMRT. XD
BB OMIRHE 2. B~ — 0 —BEFROMMEE CHL LHRETEET,

fitE~ ——Eln

BHET —H— BETFEN/OEE QTLEETE

FRICLZTF2R W oqEFaqkTad R (TE EE
f.: ™ Pt P
¥y ro ) ro
Al Q B1
1: AIAIB1B1 SINNEINNET [ai] o] [
|A1| |q| |B1| |A1| |q| ||31|
rira/ = 1) (=1 1=/ =y 40)
Al
2: AIAIB1B2 miNol lez| SIEENE]
|A1| |q| |B1| |A1| |q| ||31|
!‘1(1*»"2]//1’”2 (1,,.1),,2/,,”2
A2
3: AIA2B1B2 el lol le| EINEINEA
|A1| |q| |B1| |A1| |q| |B1|
(1= 1 =rp) /(1= Fy ) F a1y a0)
A2
4: AIA2B1B1 EEINED [2[\]a| [B1]
a1l lal [B1] [a] [o] |81

(1’-"1)!’2/!’14-2

!’1(1*!’2)/:"1+2

I a—=2 7 D1 DBETFER)

5



KiZ, QTL OEEFHHBIAIEETH o7 & L TBC1 DHAIE. Qq 2> qq D _FEH), &
B ERBUOIGZE 2 THET, MBS g2 LT QVIEEEZHEMSE 5%
Zbol L, p B EEOVHEE L2SE, SEER2 LY 55 QTL BlaFRo%

1.QQ g o+a (FEMEHER)
2. qq - M -a (FENZHE)
3.Qq ey +0 (BHEMER)

NENDOVENEZLL T DL IICHEZXDH T ENTEET,

EO QTL #EaFHRUCH L CHaBEEESBIFETH L LIELET, TDHE, 85
REVUE y % & DHEFRITTNENO QTL #E AUk LT 3 FEDO IER M fix & 5 & &
EET,

1 7(y7(/1+a))2
1.QQ -~ @y = —e 20° 2FD, Mu+a, o2
2no
1 7(y*(u*a))2
2.qq o, = 5 =€ 20 DED, Mu-a, o2
o
1 7()’*(!”5))2
3.Qq - Dy, = e 2 SFED, Mu+6, 02
N 2ro?
0045 ®aa *Qq 4QQ
004 |
- P T N
0,035 I- .I 0’ ’0 AA AA
003 .I l-o ¢ A A
0025 | = g e 4
n on A® A
002 r ] o B A e A
I . s = Pl 4
0015 [ ] L g u A L J A
001 ; A §
0005 | * %
0
0 20 40 60 80 100

FOMT X BIRBE &N U E T, 2BEER T 3 >0 QTL En - AUTREEG L THE
THTLE D, T2, FEOMEDPRE WG A (a PREWEEIL, Bl 21 EXO X T 80
bz & 213 QQ THAMRITIFEL EEZ DN, DEINNSNEZTD X H 78
FRH LIS RV £7, EHSMARET 22 & T, QTL BB FHOME(a & 6. H#HE
ET D L) & RBBUEEBIZE CX 2) & oM ORBRE Hili R ot 2 &N T

I a—=2 7 D1 DBETFER) 6



EHLNH LT,

QTL DA FRUIHEDMNT 7 — % ETIIARHLREETY, #EL L TRICANLND
TERIIBERE~ — 0 —DBIRF DRI DT, FOFHEIHEREZFMALES, ~—h—Eix
TN THHAIT I~ LD FEOT T, di2 jFHOMEED QTL Bs A Qq %
7213 qq TH DHEE zij1, zij2 13 (zij1 + zijz=1D1%

1 o) L Oty
Qq: (Dijl = 2 e 20 qq (DijZ = —2e 20 k LT\
2no 270
Qa: Zyj =Dy, Py (P, Py + Dy, Pi)
(1)

aq:  Zjj, =Dy, Py, (@i Py + Pij, Piz)

DEDIZRTZENTEET, EMEA THEMICRAETN, XKOBERIIHEMTHS Z
LEBBEMRRLEL X D,
4 SORE~ — N —BIzFROBNZ BC1 yBEER 255 1T L7z & < B0 BEE AT

T —h—  SEER  RITRE
1:ATAIBIB1 j=1,2,,,ny Zyi Zyp
2:ATAIBIB2 j=1.2, .. 1y Zy Zy
3: A1AZB1BZ _] - 1 2 w 113 Z3j1 Z3_j2
4: A1A2B1B1 J = 1 2 »w My Z4j1 Z4j2
&t n1+n2+n3+n4
DEITHRDHZEEBNH LTI, iE~—H—27 7 AOFT QTL B A2 Qq
(272 2 RAAIHER Zist, qq IR DRMHER Zig B XD Z LN TE ¥, TNEND55HE
ER(AE R nitnetnstn)ld, BiE~—Hh—27 7 A6 U4 EE T Qq [/ DR L
q IR DMERZGET,
ﬂ_ﬂ/? Doy EEHEARIL, BT — % ThHLRFME y; 2 Fr b £7, QTL Bln FRICK T 5%
BAMEIZIEER DM THREE L, BifE~—h —THEKEADO—ODOIEIZH>WT QTL &
R & KB 5 LR

L(])oc (cDijl pil)zm (q)ijz piz)Zijz

k%z%hiﬁ—(Zul‘l‘Zlﬂ 1) ﬁ"\’CUD fﬁﬁﬂlﬂﬁg \—/Db\wco)j:}_hi ﬂﬁlﬁ@j:fh@*a iﬁé
O TREFMIDZFM LT,

4
L oc HH(q)ijl pil)Zijl (q)ijz piz)Zij2

i=l j=1

EETET, ZOLEEARRICTDLEI R, a, §, o2DfEERD2DZ L TQTL DR
PHECTEET, EBEOMEIL, SELEEFHALET,

I a—=2 7 D1 DBETFER) 7



4

In(L) = const+ > > (z;, In p, +z;, In p;,) - |n(27z'0' )
i=1 j=1
4

S S (v — - 8)2 (207) + 24, (y, — i+ @) [(267))

i-1 j=1
DI FEFT BZENRNTAX—(u, a, §, 0 DDRBEHEEZT-ZLEETZNTNN 07
DIEN R EHEERIT R Y £,

aln(L) _0. oln(L) _0, olIn(L) _0, aln(i_) _0
ou oa 06 oo
ThEnEzETHT &,
8In L 1 G
( ) _?Z { Ziy (Y — 1= 6) + 2, (Y5 _ﬂ"‘a)}
i=1l j=1
1 &0
B ?Z { Zig + 25p) ¥y — (2 + Zyp )1 = 23y 0 + Zijz“}
i=1 j=1
. AN . 4 n 4 n
VELPWDRITLIWRIEDWNT
==t i<l j=1 i=L j=1

8|n(L) - N 24: > { Zij (Y —u—06)* +2;5, (Y5 _/”Jra)z){_ﬁJ

O

{Zijl(yij —p—9)* +Zij2(yij _,U"'a)z} K2

4
=1

D)

oInl) 1 &
7—02;‘,] 2 (yy — - 6)}

j=1

i=L j=1 i-1 j=1

—aln(L) :izi {Zij2<yij —,u—a)}

oa O iaja
R 4 0 4 0
:[ZZzijzyijJ/[ZZz”z] K4
i-1 4 i=1 j-1

ZORE. BHAMEKRD QTL EIE A Qq 7R D) qq RO RATH H7-0, LD 4 H>0%
RIS ERERE DWET LI TEERA, TOD, — B A v Z— v o
VI TIZEM 7T XALE WD IR LFEIEIC K 5 TRT A X —DHEEEITWVET,

EM 7/ 3Y XA (Expectation Step) FAIOHEEITIZ, KOME(u+6=p-a=0)
EHA2ET, ZOEE uolTTBEERORBAUE vi O, o201F yi DGEIZR Y 7,

I a—=2 7 D1 DBETFER) 8



EIZPiji0= Pi2o=N(u©, 020270 £, K 1D D Zijno), Zio baltH TEET,
(Maximization Step) Ziji0), Zizo23 0705 &, R 3,408 6 u+d & u o aNFtE
Tx, R2DB o 20MFETEET, BP0, Dipw, Zijnw, ZijzobatE T 9,

ZDZODAT T OREEHEEZ, p+8,u-a,02 DENRAZE A L)L 7D £ T
DIERLETEEDIBERT 5 L0 9),

QTL OMRH EM 74T U XATHEE LT2/8T A X —DLE L, QTL 230 &%
HEEDONRTAZ—(u+8=p-a=0, u=p©, 02=020) TOLEDLLEZLOD AT & L,
LOD 2 a7 Mk 5 BfEZ# 2 7= &£ & QTL 2MFET 5 & AR LET,

QTL DALE &+ = AT, Bii~——ctkEN 7 QTL O EEINRES & n, n,
ree PREDNIRET LTz, AV Z— b=y B 7T, BiE~—T—ofic QTL 28
HHLLDELTNANTAZ—DWEZITVET, DFEVD, v— I —b~v—NI—FTxIL
ZIE 2eM TOIZXKEI Y KXY Y ZE128T A X —DOHEEETTH £ 91T, QTL ot
EIZOWTHE#RN 2 TH QTL O cx 9,

Bx 1A%k Selective Genotyping A ITHE k54 5 7200 JEE B & & 15
FRIZHEHET D OIXREE TS, UL, REAUED EAEERE S A EEREO QTL #ix
FENTZE NI BRI NLB AR T & PR LB R 12 2 FTREME S m W3 ¢ 3 (EM
TNIAY XL THESIND QTL RT A X —1 Z O _EAEIRRER L OV FAAEREE DR o1&
R RID B A8 < Z T F 7). BEGESHN EOMLEM T S Tud DNA ~— I —%ff
MT 256, REBUED BAL - FAE%OEIRD %58 L THEMERIC DNA ~—7h —i#
IRz A+ 52 & T, QTL LE#HT L2~ — I — 2RI TE £7.

EEED QTL A > #— R~y BV I RRERSN TR, &% &EREECHIENF R
SNTWET, FHRY 7 MU =7 L L BIZRERRINTW DT FEIRER T, f1ThA
H =)y BT A B L7- Composite interval mapping?iL, fRAHBIIC K> T &
DIIEIZ £ > T X VHKEE D BN 8 [ EEIZ 72 > T E 97 (QTLCartgraphers & V5 V7
N &N ET),

WEOKIT QTL M 39T, X A R DYAR 6 OEEEMIX 2 7~ LT F 9 (2
Ehl e BB, Y #lid LOD 227 ©9, X #ih & 177 m801% QTL ORfE T, 1000
[6]0> permutation 7 A b T L7 LOD 227 OBE T, > £ 9 st L v b &V LOD
AATIZR DD, BT ROBEIZOWTOAEER QTL (27420 £7,

7 Zeng Z. (1994) Genetics 196:1457-1468.
8 http://statgen.ncsu.edu/qgtlcart/index.php
9 Shimizu et al. (2004) Theor Appl Genet 109:1361-1368.

I a—=2 7 D1 DBETFER) 9



P/C ratic

e -
™

Fe(P/C) ——-----

o,
T

s
T

LOD score
m e

-
T

Ll —=161.1

B\_*m

8
J

258 | A4
7os| /4
5El )

=
ElE 4 S4bSSdfSddb0sdnomaom o Em P e e e e e e
4 CEHCEES P SEREIRnrsBolrllERtHBlny PR ooEdEr e doRsponnnOESD
N TEEC o= 8 Bdganhd R S ety Rl R i s o g iy T e N =
O —EEIUME OO g OO OO 00O ORI o0 00T RO00OTLgHLGO0L00RhE
R R e e e o e P el e e s e Pt e
& 3 359 O Z500FILIE O0TICGARCREEE0aRE0TARsd G e IR SRR R QoIS s
o G 628 [ s A R R L e R A AT p B AT SR G S o e R Tl A TR TR - cednoge
o & 8= = BeRdgecio oqqq4000oiog@oohogqigggqqi oogooogkigg0§g
= o 2 g
= =L o & g
g L & o g
3 ] @ 3

&

P/C ratio &3V VEERZIZ K - THE L7TZARBOHEP K/KHH)TT, Fe(P/O)iX, U VK
ZLERBXTE A RCBFEIEAE L72hH & v a— FNOSKEEEZHE L= DkP K/
KR T, A RDOYR 6 12OV T D QTL A% v DfERZ R L TWET,

QTL f#Hr Cl, IREICEIR T 285 T2 KEEHEICHRET 5 2 L LA TERNEE X 5
&CT¥, LOD 227D —2713—% QTL MBEV Z 2 R a R~ b Tlidb v FHA,
EWVNIDL, TEOHEIZEM 743 XAZEDLDT, Mg~ —— & QTL HEE S
EDMIZ L DFFNRENTRIAZ—ZINRHIETWNDHICTERNNSLTT, 47—
N= o B 7 OfERE LA THDL L, HE~—T—0b x5 ERf6LE.N LOD v —7
272D 2 EMELHY ET, ZUEENTNOME~Y — 1 —h b —FE IHFLTWH O
T, EM7 VT XALCEVHEESNDNRNTAZ—DED S DENPEZIDH0HTT, QTL
FENT T D Z O 2 &FHIE, WV 10cMZEETHDH EEZ L NI NI ST, L0k
FEDORWEREEHEZ AR D 7O, U E SN OBIBYE R E 2 A2 TOIDREEIZ X
DIRDFIENRZ RN T M B 2 & LT BRI K 2 8t 2+ 5 ~& TJ,

8. B ED /I u— 7

Bl AT, BANG L 1T 2 DAL O QTL f#r TH B T8 7 —>0 QTL(I ¥ 7 X
DXNLBIR T DB R A FFO LT DNTONW T, ZORYBEIRTZ T IV 7 A DB TR %
Friog, £l & RAROBIGIE RICE AR TMEZ S o2& LET, £ AN
B YT Aoy EHR & HARRE 2 R LT 6, B EIAGEI D 2 O B 2> < % Z
EMTEET, ZOESIIRDEEER Z 21X, BB EOSGS RO FIET~ v 7~
—AJ B—= TR ARERITT T,

I a—=2 7 D1 DBETFER) 10



