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AFLP: amplified fragment length polymorphism
CAPS: cleaved amplified polymorphic sequence
DHAR: dehydroascorbate reductase

GGP: GDP-L-galactose phosphorylase

GWAS: genome-wide association study
HCT/HQT: hydroxycinnamoyl CoA shikimate/
quinate hydroxycinnamoyl transferase

INB: index-number of browning

LAR: leucoanthocyanidin reductase

LD: linkage disequilibrium

LOD: logarithm of odds

PAL: phenylalanine ammonia lyase

PPO: polyphenol oxidase

QTL: quantitative trait loci

RAPD: random amplified polymorphic DNA
RFLP: restriction fragment length polymorphism
SCAR: sequence characterized amplified region
SNP: single nucleotide polymorphism

SSR: simple sequence repeat
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Y v 32 (Malus xdomestica Borkh.) 1Z/3 7 £ (Rosaceae) E-E il
Bl (Amygdaloideae)., 7 v i# (Pyreae). U > I J& (Malus) 24y %A
SN D, ANTHRITIER 90 JB 2500 R H D R A HUER R Ok O fE &
HLIC Y N G £ 415 (Hummer and Janick, 2009), U > =,
7 v X (Prunus armeniaca L.), & 7 N7 (Prunus avium L.), EE
(Prunus persica L.) . A E & (Prunus salicina) . 7 * (Prunus mume
Sieb. et Zucc.). & A 3 U F ¥ (Pyrus communis L.), =K F
(Pyrus pyrifolia Nakai), © 7 (Eriobotrya japonica Lindl.), A 7
= (Fragaria xananassa), ~ /v A 2 (Cydonia oblonga Mill.) % @
RFELT —F ¥ K (Prunus dulcis Mill.) 0 F v >  BLEA O N T
(Rosasp.) LWolZ OEEMEWHREL TEY ., K2 T L
AFTEIRFEVWICEETH 5,

Rk, £2d (BRHE) &7y (CRE) WBELTW
L, BRBEIZIZ, T, ATV IV REE, TUVA, UAERGE
. ERECEF. VI Yy v e EUYEREENLDS, W
THOLEANIZIT 2HEHKT, BREORABEREAREIT 8 A R
HORBKEKERKITITIATHL, FEREKLTZVOWHEST /) L A
ZIEEEN 265Mbp THDLHLDIZK L, U =% 742.3 Mbp, & 1 3

7 F 21X 600 Mbp T& %5 (Yamamoto et al., 2016), BIEFE S v C



Wb YUY Ik M. pumila & M. sylvestris (Dunemann et al., 1994)
M. sieversii. M. orientalis. M. prunifolia (Juniper etal., 1999) % it
Rel, REMBTI2—T T RERPRFOa - 2AHMG L ML
¥R MG E SR TWD (Vavilov, 1930),

Va3 HEIDLVRELZRIFTHY . HBOARNT 2D LN
TRERENOGAROARLLTIMLTH~OFHLE, EEREER
e LTMNBEMTLOATWS, fig, X7 F v, AW, =3
YOIR TN HBIEMETCHLHRY T2 ) = VERES NS L,
KIEVTHL, FEAOENC, MIAMHELTH Yy FREE, 2=
— A, TLH¥F =7 (HiE)., VRN, RIA4 7 00— %D~
bEHEALTWD, IERAEFEREIT, R TEAATT, X VICKR
W 3N (FFM 8 F 314 b)) THDY . FHEmAIL 4,933,841
ha {2 b M 5 (FAOSTAT, http://faostat.fao.org, 2017), & H H Ik <o 4
M T oICHERSTHESISL TR PE. A B Y
7L BRMBEEST AU A TR SISV (Fig. 1-1a), ERNICE
WX EHRRD 54.2% % 5D 5 19,800 ha & e b Fk 85 i 8 28 L <
KN TEEEZN 7,290ha, A PR 2,340ha & 72> T 5 (AKX
FEE KEEREMEE . 2018, Fig. 1-1b),

AL 10,000 L EORENRNH D E TS (Way et al.,
1990), bAEEENZ VWHFEIX “5SLC° THY (O’Rourke et al.,
2003) A< STV A REE LT, "= T T U vy A7
TV R T T=—AIRT AT EDRBTOND, AW
BEASLEELZT LI, BRCHABIORS  ITEREFLE M L&
WNERH FRUMESE, ZEAEMELTEMRL THREFBELITHOIL T
T, METIEIALICMA T, ERERALIZE 2 MERTORE
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bEe T D 3 AR T A B oD W R SE o~ e s 9 D 72 L TR BE AR o~ D JE I )
DO S, AR v, - Tk B R A 2
T LFMBORIERRD LTV D,

VD a3OFHamERABICEREVWER LT HEZET L, BERNE LT,
Y A TR RENZE, IEHPIRSBPIRATLETRERED
FE A CEx72WnWZ ENRHIF B4 D (Luby and Shaw, 2001; Rikkerink
et al., 2007), 10a 7=V 300~400 & K 2% [ % 12 E M T = 5 #IK %%
DRFTHY B TEDLDEARICETIRY DD D, 2. KBE»PDH
R, REBEOFME CTIX 8~10 FORH 2 ES 5 7=, §Fffi
MTERWEERHMHEBEGNEMI N, TOMOMREHIZL T
NEET L, EHIC, BEAMAEHETH 27202 & <,
M TH> ThbARFORICELRWIZH —TE vk, R0
FETHSa e —VEHEEICRNETH L, BELIEN - NTE
FEtOZETHS ARBRIEEZRSBRNZHAHH L., EF R MK R
oD MRITmD TR,

BREDFOLZDIZ, BEMHT7 7V 2EHOERP KD b
LMWK ) AL EROMEO O IR ZET 5, KA
BLEFPREAETCERVWEEO BN TIX, 2% D DNA v — 1 —

AW HEMX OERSS, DNA ~— 1 — & kB E & o8 R
ik CTHKEGFOERTLILROERSETDNMNE ZHTET D5
ERbHDH, Vorao@Em~—T—BBIITA YA LITEHEFTEL,

RFLP (restriction fragment length polymorphism), RAPD (random
amplified polymorphic DNA) . AFLP (amplified fragment length
polymorphism) . SSR (simple sequence repeat), SCAR (sequence

characterized amplified region) 23 F] H & 41 T & 7= (Karp and Edwards,
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1998; Pereira-Lorenzo et al., 2009), Z &L 6 ® <~ — B — |F # X
Genome Database for Rosaceae (GDR: www.rosaceae.org) <> High-
quality Disease Resistant Apples for Sustainable Agriculture (HiDRAS:
www.hidras.unimi.it) TABBH SN TH Y, HE - FIHT D2 & WA
BETHD, METIX, SSRY—I— LV EHMDENEL . ~NA R
W= FDRAZ ) —= T EEE~Y B TR AR SNP

(single nucleotide polymorphism) ~— 7 —MRBEAFEB N T, VU
> = ¢l Ilumina Infinium I & 25 A, Axiom % ® SNP 7 L A N
B ¥ X 417z (Chagnéetal., 2012a; Bianco et al., 2014, 2016), % 7=,
A= T TV XY R ORT ) LABRRHE I N T GDROY =7
A4 N TABE 7D (Velascoetal.,2010), & 512, fFMM KT
& %5 GDDHI3 % i o 7= EH 2N A B S+ (Daccord et al., 2017) .
Vo2l ) AEESKEEOBBIZE L TD, 2L 7
J LU A K72 DNA~ — 0 —ORGZRNE £ 0 FF M8 As AT
MDAEE & 7> T W 5,

B E & s ¥ O T (quantitative trait loci f##7. LLF QTL
fEAT) CIX. B 2BEE L OBE LOREIC LY F Ak L5 BfE
Mo 2 /Fk L, DNA 2R e R\ L 0FEELLE LT 5
B FORPREERLEOME., BEHDRLOCLZRBORAT 5F
EBEERTOEREZWHEET HIENTEL, Vo ITIE.BEAM
AHEOTEHICHE F RO EHPNER7-ZO, FiittR &2 o7 X
TNy a— K7 A M7 1 Ak (Grattapaglia and Sederoff, 1994) IZ
Ko THmBlo 2 >0EEMKZFERk L, BFICHWTE L,

RRINTix 7Y ~" x 7 40 RX%° O F 4£H %Kz 4 ¥
MNYER & U (Kingetal., 1991; King, 1994) . B E2WEHE (V) |
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E., 77 7 LA VvERMEOBR FEN Y yE T SR
(Maliepaard et al., 1998; King et al., 1999), ‘7 VU <=’ Ti% 194 <
— W —842cM., ‘7 4 T A Z’ TIX 163 ¥~ —H —984 cM D4 17 &
HEBEZ DN —FT 2 EEMM AR I, T2, WE oI I
T 6T~ —Hh—%EHir290~v—H— (124 ® RFLP ¥~ — % —, 133
D RAPD ¥ — B —_, 10D SSR~—H—_  1TOT A4V HF AL, 475
¥ AFLP., CAPS (cleaved amplified polymorphic sequence) & 2
O SCAR ¥~ =7 —) b baHEEMKEIERSh, RAOR
JEAIZ DWW T O QTL i T 47z (Kinget al., 2000), Liebhard et
al. (2003b) X "7 422 Z’ x T4 AHANY =" O FEHEH
W T & dl 840 @ AFLP. RAPD. SSR MU' SCAR ¥ — 1 — & JE 3 &
HEemBloMKEzHREL, CNLEIBEHAELAH LSRRI E 2 5
TW 5,

JoraTixInETic, BEREIME (Belfantietal., 2004), X
= F L 4k (Haradaetal.,2000). %/ 5 (Takosetal., 2006; Ban
etal.,2007) FOHFHARENEECOVWTREBEEFBHEEEINT
BOU., INOLOBBBFPOHESNIZDNAY =T — TV v TDF
M7na 77500 CTC~—0—FMBRHRCHH S TS (Ruetal,
2015) ., THIT. EMEE TbH D5 R B E (Xuetal, 2011; Zhang
et al., 2012). £ EDKE (Chagné et al., 2014; Longhi et al., 2012,
2013a, 2013b; Sun et al., 2015) ., R P {# £ (Chagné et al., 2014; Sun
etal.,2015) . R O X & #fk (Costaetal.,2010) . IX 7 H (Liebhard
et al., 2003a; Kenis et al., 2008; Kunihisa et al., 2014) (2> TQTL
nHEINTWD, ., ZHELEXRERZ H VI genome-wide
association study (GWAS) b it Tk v, RHWE., A, B,
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FEREDEOQTLAHE &N TWw 5 (Kumaretal., 2013), GWASIZ
HL£HIZBITHDNAY — I — AL RBBOEMKE L QTLAE M H &
HHETHY EHMXICE S S QTLMIT @ L 5 ITKREIZ L » TH
MR 2 Ek T2 2 &<, BREERZZOEENMM T 52 &0
T&E 5, £HICTBIT 5 E$H A FEMH (linkage disequilibrium: LD) %
AR—FT HEBER~— I —EHANLETH DA, I
SLKQTLMEH THOMRICERN R o EHACEHRE TE R WVIEA
HPHOQTLEZMH L NIC TX 2 ML D 5,
INOLDOMMICE > CTERE LEEREE X BT 2R K& R T
RQTLAFEFE S 4L, DNAY — I — DB I N DT LIk, REH
DEELHBEEWMMOLZHERED R ) —=0 7 2HRMITIT O
TENTE, mEEAEOHERIIMENIZH EST LS5, OO FIZ
By A XL EMOMEEZB 5 R EMICE VD TIEDNAY —
H—OFHAMEIZHEF CES, SRERLIERIBHEIND,

BERHEE

BHROBENBEINBONBEILZELR ) BRRAOBELTH
D .2 OMLEFZBVEBILCZ RN ERESLLTVD, BE
RV RERMERAER T LTHMEE R TWVWLIHERYIZ, LI AR
FAARNVEOEYHR A TH(V Yy T4 VY~ E, E— b)),
vy vak— A TRIRE, AFF TR VoA 2T, Sy
HZEIC DD, Ve AT TIEBEIC LY M M, AT,
Fiim, Wi MBECAEERD 2000V FEEINDIRE, BEICLDA
fh D AL H K TH Y (Whitaker and Lee, 1995), £ D 2> b 1 —

I EMOM T, v EEEZE CTH 5 (Haruta et al., 1998;
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Martinez and Whitaker, 1995) ,
EMNBEZRLTORY 72/ — VEMNBEZEMICEIL L XIS
MIZEALEX ) VIKEEL, T0B LFNRESGRIGICE Y ZE
P70 faFIcEbd 22Tl 5 (Murataetal., 1995a),
FIN T, RETHEIRY 72/ — VEHIZEB P I, BILEEE TH
LZARY 7 = — A F T H—+E (polyphenol oxidase: PPO; EC
1.10.3.1) T 77 AF FH L IFERKTIZRMET L, VT RA
TIHREOKBIZHE > T—HH D PPO T A KIL. WM+ HHL DD
(Murata et al., 1997), W@ENOKRY 7 =/ — v X0 THEE
THEO, KISk IR, Lo, Milgo &l L 5 HiE O H
By PEICIOMBOWEICEIY REEREDND Z & T
RE L mENEMLIRKGL, BELTLE I,

A AL+ 5 kL LTI, MEORE, pH O (pH 4.0
LF), MEOHE (5~10CHOKIR)., BELLAORAHAND 2,
BB LA X, PPO FHEA X IXE oA H 0, HEA L L CIX
PPO OIGMEF L O A 8T 8% L — Al (NaCl %) . AH
EHEA LT PPO OIEMHEPR LEICELMICH S L., EHOBILE
1T 24 rg B EA (ER ). PPO @ BRKBHBITH & L TR M
FIET 2HEEHBAESN (TALra—L%) Rb b, TOfM, &%
LB RARD PPO MFMEMNEZ T RXRTZ A4 PR @HES N TWVD
(Oszmianski and Lee, 1990) , &t Al 1% PPO O E M THE ) 6 Kk 4
AR SN LDF ) 2B L TRICRT DT, 77X a /b Vg
RWMBEE DL, L2rLENWE L THERHINGG . R
WMEaELbOFIREICELELZ XTI TESNH D (Lester, 1995),
T BEBILAORBELBETIE, T0®BOT vy PRHREHICTLD
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TR RBMEETIEIMADL LN TE RN,

BRXORMIITZE SR 7 =/ —VE L, PPO 1T U LT
57 =2/ —VEHOBILBEENHFET 2O, BELZSEREILR
TV, Ty AR v el sua vk, I Txy, VDT X%
MPPO D ERILE L L THE STV S (Radietal., 1997; Richard-
Forget and Gauillard, 1997), U > 2 CiX, Zmenr s KR, 7alLF
VEEARE R T e T =V ENERFRY T2 ) — VS TH D,
RV 7 /) = Vi@ EEs &R T EEROOELDTHDLN, —
HTEOHBAALERDBEBEICIVWE SN TEY, BeEMEkSY & L
THEAHSIRTWD, ik, FLRE. UEB LT X he b7 o iEE
FEALTEBY, LDEFAEE T RN RE I LTS (Hertog et
al., 1993; Jang et al., 1997; Steinberg et al., 1989; Frankel et al., 1998;
Arai et al., 2000), F/o, HARLH S, HEIFOKRLEHD (ALK)
IZH 28 L T2 (Tomas-Barberan and Espin, 2001),

PPO |X—#%Z pH4.0~7.0 ® [ T X < EMA L. & fil L5 1% 25
~50CTHH . T0~80CTRIETHZ LB MOENLTWVWD, HEHITE
75 PPO O&FEFEIXERICET N> TRELT, — Moy cHERIC
T LSRN ME S L TWDHIZE Y E D (Barbehenn et al.,
2007; Wang and Constabel, 2004), PPO /L — ¥ D W FE IC 1T FAE L
RN HWICBWTHAHABRTIEIRVWEEZEILNALTEBD Uy
77 A4 & (Bachem et al., 1994) TI|X PPO D7 »F & > X DNA % fH
HIA T PPOTEMEZMIR LM A KR EH SRR, EFE~D
HONRFITHRE STV R,

Hx 2EPWET, BERECIHTLI2RY) 7=/ —LEREKDY
PPOVEME DB 5N #t & S T %, Tsurutani et al. (2000) (X7
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EVrvaowmEEEE L, ST PPOIEMIZY v 3 L FREE
TR EEHE P2 0WEDBAEBREITIRVWZ E2HE L TWVWD, E
ETEORAOBETIETMEME I HRE SN TEBY, BHmEORED
WERE L PPOWEM., Zon b rvmgerarr o7 =V 0 &%
HELZRFE., PPOEMHITVWINAGHELZEZ T OIC+HoRMmS
EHboTWLHDN, BEREO/NSWRETIIEETCH L /7 rn s
YR E LA EnL, A T2 - LEEPBEDOXER
K ThdrbIenHEINTWD (FHDS, 1963; Lee et al., 1990),
TICEBWTHLRY 7=/ —E & EBEDRSIITEERMEENR
BB TWS (Ding et al., 1998), ¥ & A £ (0Ozo and Caygill,
1986). ¥ ¥ 4 4 & (Sapers et al., 1989)., 7 AR & K (Golan et al.,
1977). 4 U — 7 (Sciancalepore, 1985) TIEIAHR Y 7 =/ — L EG&D
fillZ PPOEMEIC O BAERENHBI N THWD Z R HEILTY
Do —H., ATETIE, KV 7=/ —)LiE& PPOEER+TITH
LZIZb b TIREAEBELRVVRENH VD . PPO 1M % H
ET LR GOFMERFTEBEINLTWD (NEI, 1987),
JoraTiE, —ICEETHLIFRY 7=/ —VEHE PPO B+
WCHFET D7D ®BZE L (FH, 2007), ‘5 L7 (Fig. 1-2) %
TLOLETHEFLALEDRBIZBVET D, A OBEREIXME
Ik »TH 725 Z & (Coseteng and Lee, 1987; Murata et al., 1995a) |
Flo, REOKR) 7=/ —E&E PPOEHICHMEMEN® D
TN BN TWD (Podsedek et al., 2000; Holderbaum et al., 2010)
BEREIX,. PPOEME, XY 7=/ —VEE T A LVEVBEGRE
LEDEKROMETICEI - TERD EEX LN TS (Janick et al.,
1996), BE# DY I RATERY 7=/ —LEBEOKTNEHE

_9_



ENTEDY (Amiot et al., 1992; Murata et al., 1995a) ., #i & 1k G 2
KFIFsEEBEZXZLND,

A, BOMEL - E Vo BT AX AL VLOEADNS, K
D FRIZCERXRONLAIERSMFEOANRIREHE> TS, Ll Y
YA TTSCRBRRTNIEBEST S, K2 ONHEE R L,
H~NESETOHMESTEOT. Tl ABEE ZHRI 5K
DOEDENZD, RIETEHFLEOLLT S EXRXLT W v b
DAZRRIAMLREOFZENBIMEMICH 0 BB Ik
RFEHUEEITIC LI s THEBEDRHERINAL TS, BE LW E
Hzbo ‘HEHEMLE 2FHT 52T MITERTOHE
I OBBICENY L X PR AN E ORI D s 3
EH., MILAE-NERE, BIRMMLIEOE», F& -SBEECTO
MHAEH O TCE 2, THELEY] FEIZIHEEEZEDLL
CE T TWEMBEEHREL, 00T WVWI7 L —XTTE—LT
LT, HEILKRO =B Z eI 5,

WEMRICEIIEGCHEITLEERE

BMAEMEIZTY VIREFT LBV TEBHNIZCZELLEZEE TH Y
(Sun et al., 2014; Peace et al., 2005), 22O ¥(EMIT L > THD
FETHL, BEMEZMATLRHEDO FTRITHK LY RIEMITBWTH
mehhoTky, RNEGRFREGKRKXNOBIIZZ < OMFEE N
BROHATWS, EETIEIERTICELLIRNOANEBZEICHET
% QTL fiE#r o 5 2 % 5 (Ogundiwin et al., 2008), VU > I DR A
B EM I T 5 E BT I D TIiE, Mellidou et al. (2012) . Guardo

etal.(2013). Sunetal. (2014) |2 X % QTL f###r. Kumar et al. (2013)

_10_



2L 25 GWAS O EN H 5,

EKETHLRY) 7=/ —NVICHET 2EBEGMHTFTIZ, XY 7=
—VAEARKEK E (Fig. 1-3) O&EBE PRSI BEboTWWD Z &M
IRENTWD, T T, phenylalanine ammonia lyase (PAL) & 8l
BLT7 =/ —VEHAKOEELREE (Yan et al., 2014), 7 n w7
Vg A KRR O hydroxycinnamoyl CoA shikimate (PbHCTI [ O
PhHCT3) B T ORBE L /o YU BERFREOMENIHRE I N
TWwW% (Heetal.,,2017) . 72, Vo aORY 7=/ — )LHEIZTOW
TOQTLMHT TIX, RV 7=/ -V AARAERKE LoER OB 5
73, Chagné et al. (2012b) . Khanetal. (2012) I X » THE SN T,

PPO iz ¥ (PPO) &, Z< OEMEIZE WV THE D H D multi-
gene family Th 5, F~FTIiE 7 DOBEF77I U —0NHY
(Thipyapong and Steffens, 1997) . # N2 TiX 108, &= TiX 54
O PPO N{F1ET % (Caryetal., 1992), B 72 % [ 0 & s & O A
FMEIZEHIEKLSK 50%720n, b~r T XY HAETDX D 2 iEHKE
[ TIEAHRIPED 80~95% & @\, ¥ % A F TlL, PPO & L T
HERBH D Pot32 BIRTICHOWT, BB THMBE L CTEHXE2MmE LB
ELEENY v T A ENEFHK S A7 (Llorente et al., 2011), F 7=,
Pot32 My Bl F a2 MM LI BKICKDMEFERO ATREME S RS
N7z (Werij et al.,, 2007), U > = ® PPO D% < L% 5. 10 H8#
WCHERST HEINT WD, B % O % Okanagan Specialty Fruits
Inc.ix V> =® PPO BIn¥+77IV—% 4 DOV Vv—7 (PPO2,
GPO3, APOS5, pSR7) IZ/m L. T B OEHIZ DWW TR % HE
L CT\W5 (Armstrong and Lane, 2009), X 52, 245 4 2D PPO

DR B & A5 T E ANIZ KD RNAI THIdl L 72 Arctic® Apples % B %
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L 7= (Carter, 2012), /7 =—ZAI A" X ‘Z—= 5T 57U ¥
A7 DR O PPOTEMEZ 90% Ml L, RFEOHBE 2 REIZH 2
HZEICED N ESLCEEIZL DD ESMHLUE., IUHE%Z O MR E
FIZERNT 2B EICE @M A R/DRICMZ, Iy F 70—
YowmEBILAOEHERHML., Vo Iaohy b 7A=Yl
DR ZMETLHETHEEZHEDLILENTEDLLEEBL TN D,
REEECERINTCHEBEEMBEIRIZE AR, WA TIX
‘. “F— ) KTF v a’ NY674 (Khanizadeh et al., 2006;
Janick et al., 1996) OMEICMR O D, TOHMA L LT, ZTRICTE
FOMREMEEOHBENE N, bV ITEBEREE LS E
CENEHL TWLIEORRKICKY  HEHLMELTEO BT AEE L
WZERBZONDL, BAENTIE. DA ZHEF(FHREREDH)
CBWTT D FALERAN 5 BMFE- THBE LA, HRM
bbb r b2 “HEY 27 (MEBEEEFS 16787, MER
B4 T 5, FEBREETH 5129548 5) NHE K S 7= (Fig. 1-
4)y ZOENTZREHEIZONWTT AU I TRFF A2 A L (2008, No.
US 8,704,050 B2; Noro et al., 2009; Igarashi et al., 2016), ‘Chiyuki’
ELCHE(ESE S 20156221, 2015) & i [ (R &% E 5 6239,2016)
THmERFINTZ, b0 27 ORANBELZRWVEIRIL, PPO
EMERM D TR, RAOKRY 7= /) —LEERDR VWD LE
Z b TWb (Noro et al., 2009; Igarashi et al., 2016),

CHEBY 27 IF, 1983 FUlT EBET x ‘w7 (5 H (CTHIES
x ‘A= TF 7Ty X)) X Ly FA—RT) R LREE
AL, 1995 FICEBALEKDOR S T—REK I, 2004 F
CRRAL THY 2758 & LT kiEHK., 2008 412 Ml &8 S L -
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(Fig. 1-5), ARMICE T 2 WL IZ 10 AP THT, RIBIZH~
MEEE ., REIX 300~350g BE, REAITRAALEG TSI RO FE A
WNHISORHEB 2B TH D, BT 18 1bs, HEEIX 15 ° Brix,
FERE1X 0.3 g/100 mLEEE T, HHRTRIDBZLIFEFLIHD . BK
BArTd 5 (Table 1-1), IWHERTHERIZT A LN T, BB TP RE T
BICHEIT 2 BEREERICTIE DN 257 WITRWES %% R
L. T Dftym F R LTk — & B BR T RE 2 v e 13
B TH 2 72 . CA (Controlled Atmosphere) HFJE THK 5 » H R JE T

D5, By PLTHTIODTFTALTHLRADPIBELRZNZ ENDE B
y 7= R TR B TITE L o 2B Ik
BRI B G D RE S ~DOFH & o B AN TR o F
ARSI, KPS CITEEBEERTEO S T R I BHEM

mfE E EERT D, LAL, "BV 27 1 &M TIEEFEMG AT
BEThO ., RAENGEAEE TOKL Z2INHER O MTES ., &7 w s
ARELMBOMBEAILETHL, Al LcLBY @ O F M
TOHREMD CTHREAR 0, BISMHTIC XK > TEAEKEX L HK
B FEBEEH O L, R EARKICH A TEEZR DNA v —
—ZHETLOIMEDND D, THET, "BV 27 OIHFBEFRMEIC
HI28EKNEIAHTHY, BRABLRTDI0E LWL 0
o TWihahole, SHIZ, "HEBY 27 OLZEB L DOMIEIT
ETHETL2mETHY, TOBEHERORBH TOL- T2, “H
B 27 X, To#BMR, HMERVOZHEZERERE GG L LzH
T 2175 2 L T LM EBAET LA FHEIC B, R
NOBEREZIMZA 2D ICLBERBERAZELZHLICT D 2
ERTENE, BREAMH~OBERHT 5,

_13_



AFRTIE, FE2EHEIZBWT, "BV 27 ZRh#HLETDH2o0D
Fir 5z AT, RABEMNE, RITBEAE, ®AY 7=/ —b3
. PPOVEMEROREREZMA L, #HE MK % H 72 QTL 4T
R TEBHELRPREKNER FEEIKEZALNICT L2 2R
oo . EBIEICEBWT, FLREBR FHEEBO N7 0 % 4 TR
IV . ZOHKRERIFHITOVWTERET L L LEHIT,
EIEE L OEHEHBEBREAL NI L, SHIT, B 4FL

RIEEOE

A %

W<, %
MAamEFELZ SR LEBAEBEEREO GWAS 2179 2 & T, X
DIRE R KB FHEOMAZH A, H 5 EO
T, WBEMICESGT2FEMAR LR HMGMEO & WIEBEMED
THREERA~OHHELBROBERZICHONTERL -,

mEERITEBW
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Figure 1-2. Apple slices of ‘Fuji’; after cutting 0-h (a) and 24-h (b).
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Phenylalanine
i PAL
Cinnamate

l C4H
Quinate / Shikimate

P-Coumarate C3H
l J55. Q P-Coumaroyl Quinic Acid —» Chlorogenic Acid

r/HE;:'HQT

P-Coumarovl-CoA

7 P-Dihydrocoumaroyl-CoA
3 Malonyl-Co: —\

Chalcones
l CHI Phloretin
i GT1/GT2
Flavanones
Phloridzin
F3H
F3'H

Flavonols 4FL_S Dihydroflavonols

Flavanols l DFR
(Flavan 3-ols)
LAR

Catechin |[¢———— Leucoanthocyanidins
Proanthocyanidins<—<GT1.-"GT2 l ANS
Epicatechin #——— Anthocyanidins

UFGT
GT1/GT2

Anthocyanins

Figure 1-3. Polyphenol biosynthesis pathway in apple. Chemical compounds, synthetic substrates and enzymes were
shown in the pathway. The explanation of abbreviations is as follows: ANR. anthocyanin reductase (BANYULS):
ANS. anthocyanin synthase (LDOX); C3H, p-coumarate 3-hydroxylase;: C4H, cinnamate 4-hydroxylase: CHI,
chalcone isomerase; CHS, chalcone synthase; DFR. dihydroflavonol reductase; F3H. flavanone 3-hydroxylase; F3'H,
flavanone 3'-hydroxylase; FLS, flavonol synthase; GT1, glucosyl transferase; GT2, glucosyl transferase; HCT/HQT,
hydroxycinnamoyl CoA shikimate/quinate hydroxycinnamoyl transferase:; LAR. leucoanthocyanidin reductase; PAL.,
phenylalanine ammonia lyase; UFGT, UDP-glucose flavonoid 3-O-glucosyl transferase.
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Figure 1-4. Apple cultivar ‘Aori 27" (a), which was bred from a ‘Kinsei’ *
‘Mahe 7’ cross at the Apple Research Institute of Aomori Prefectural Industrial
Technology Research Center. The slice after cutting (24-h) was shown (b).
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Aori 27

—  Mahe 7 —

Kinse1

Delicious

Red gold

Golden
Delicious

5-gou

Figure 1-5. Pedigree of the “‘Aor1 27 apple.
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£2F

RRNBEMICEYT S QTL @47

1% &

WEFABOHEILEA, RBEREER . MLEHF K CHEE
WE>THEHMMEERTSIHELI2ADHRLTHD, Iy FEITKD M
AN E I ND &, BEEXETHLIARY 7=/ —VEEZNEZE
{3 % PPO OMIEN TOREEDN Kb TRIGL, LX)~
BOMFHEAERIEFICL > THEADOEFERLAE L 5 (Murata et al.,
1995a), VYT ORATIERY 7=/ —/LEHE PPO BN+ ICFALE
TORED MEAMEIRESGIFEALORMET RS THET
5, VyaRROBEORE, XY 7x/ —LEEKY® PPO IF K
(XL fE 2 k> TR 72 5 (Coseteng and Lee, 1987; Murata et al., 1995a),
BEMIILZERBELBIFLE TH Y (Coseteng and Lee, 1987; Murata et
al., 1995a) , MiEH O AT TIZ, RFEORY 7= /) — LV EHEEL
DOMBENHE S TWD (Lee et al., 1990; Ding et al., 1998),

Uy I ORNEBEMEICHET D8R IC DWW TIL, Mellidou et al.
(2012). Guardo etal. (2013), Sunetal. (2014) (2 X 5 QTL fi# #7 .
Kumar et al. (2013) (2 X 2% GWAS O ENH 5., H 3. 9, 10, 11,
14, 15, 16 RN 17 B OAIKIC QTL A E SN TWVWER, Zhb
RSN ZHEHBIEZRLCRETLHREICI > TERRDIBAN D
D, HFERFI/PI~FRET, DRORETWQTL TR 2o T 72
W, BB TEENER FPLPERERNTIAATHY  FEF K~

_21_



FIRHEZT#E LY, RETHLIZAY 7=/ —NLEEICHET 2ELBMT
DWHETIE, RV 7=/ —VAESGERKRE EOBERTHPELSHEb-
TWDHZ ENRRENTWD (Chagnéetal.,2012b; Khan et al., 2012)
WAL OBE TR STV AW, PPOIEHEIZ DV T D iE 1 fif
Br @ STV B &4 D4 % Okanagan Specialty Fruits Inc. 73
PPO O BAMHIIC L 0 B L7 Arctic® Apples I3 5 W @ 48 2 4 23
KRIEIZHH & iz &5 (Carter,2012), PPO N EE 8B AL HK
ThodrZehTHlaNnNg, REICK2HEEMENEDOFRITEH L
WeE2on, FREGSFHEHBAXOCELCHERXORE L DNA v —7F
— DBV AR TH D,

DATHRETICBWNWT ‘@2 x ‘v~ 7 OXEEMETHRKI
Nl ‘b 27 X, TV TALERANSHEKER-THBEL
WD ETH Y AR TITHBAEREOR T RIC, FE
BEMEREELEER L, DBV 27 OIFEBENMEIL, PPO IF M A MWK
DTS, RAOKRY) 7=/ =G aEIPbnicdbtEILLNAT
W% (Noro et al., 2009; Igarashi et al., 2016), = O & i 7= FE 18 & FF
PEIZ K = TN L 57 77 0 & <0 A I Al 2 > F 7o L o B . R
FOWEEBIER~OHFEPIFFEEINDLD, "BV 27 1 LEOH
THEHEFEMEBEIH RN U L — R IE D Al B8 7e I HE B o 2 7
LB REMATEMITAEOFTRNAMLETHDL, LrL, “HEBY
27 OIFBERFEICHT H2BEHRRNTIAPTHY , 512, FRlol
BTHEHAINEREBRSLZOMETLETHETLIHETH IO
BEMERORMHTH D,

BV 27 OFEBERMEICEHL T 2 o0BEEMERNIE XD
o, 9. BRERICLD DBV 277 OKIY 7=/ —VAES
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AR B & D W IE PPO AR RICEH b2 BERE O & HiEE LD
AEERH T OoND, b O —DlF, BRBEIZE W T, 55N
RET AR 7=/ —VEES PPOEHORTZSI ST T L
WREBINT-AEETHDL, ChET, DBV 27 OXkHkF
R AN AT I QEOB - §ray 1 Tl S I = A A

AECTEHTRANBEMICETIRRENERG 8B HKEXNOEH O -
DIz, ‘bR 27 Lt EMEARET LB (Fl-165 LY ‘“Z 97 A

7)) AERBL L7200 FiEMIZOWT, T O #H o
MRS L, BEBEEREICOWT QTILM@IT 24T 7=, WEHHRAE
IZ oW T, BE#H (Millidou et al., 2012; Guardo at al., 2013; Sun et al.,
2014) TIHEREOD vy P THAEBRE LML TV D2, KHFET
TEVELVWVBIEEHFETH LTV FTALICKE s THENZ &EE
CHH L7z, 610, BEERICHET 2EHRBE CRITHEEME. &
NY 7=/ =G E PPOEN) KOMEFEOREEEH LA L.
ThEND QTL L RNHBEMELOHELERL -,
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MHROAE

1. #

F1-165x “® 30 277 50 K (165A27 £H) KO 257557
x ‘v 27 55MEMK (KA27 H£MH) 2 L7z, F1-165130 A
THFGEFTICB W T 1976 AR = AT T U vy AT L HE’
ARBL LT FEAEMMP DL ~RBHINTZRKETH LA, BEICHIK
S . DNADHRF SN TV D, 2000 4, 2003 4, 2005 £ 0 R E
FHEOFLETIT (REBERT —F ), FFEE 340 g, H#5E 14.5 ° Brix,
FEFE 0.8 g/100 mL TRRBHEN L RVVELORFETHD ., TV
TAHALERAETHBET 208 RHOBEREIZIK Y, ‘25759
X S5 LC  x ‘FobZx’ OXRETERK S (Soejimaetal., 2012)
H@#EMmM CTCRVWERORETHY ., 70 TFTALERERACRTITH
TCRET D,

BV 27 L Fl-165 KN ‘29 72A 57 OB 2002 FIZ
EME L. 2003 FICAMERE T AFRELZ, HMEAESERBL 2R
 CHA Y BARCEEALTC R ENEZBFEKR L. VA ZHF 5T
iy [ 55 (5 AR UL R BT BRI T ) ISR BERE 4 mx0.5 m TEME L
72

2. REREFM

FITEMOEREEKE, ZEBTHDL DBV 277 KT 2975
57OV T, TV TFAL 24 FERI%Z A 15 0O RABE R
(Index-number of brownig: INB), 24 FEflZ O KB ZEME, BHR Y

7 x /) —)VEE, PPOIEM., INHEH, REH, RH o EREE., b

_24_



E. REOT7T M7 =vEaEO 10 HAORERE « 7 L -

(Table 2-1),

2014 F KR 2015F 0 9 A A2 5 11 A EAICHT TR ERO
REOAELZRMEL, I— FTARARIGER (FHRREL AL ZAE
RS BIE . 2014) 2.5 2 FlEI oK S W T, P ER 3R MK
Lic, WEFEMICIE., REROCEZRYBRWZREATL S Z H 0, X
BN EORBEERICEZ2EFE DT ZMET LD, EREDO
mmEmEEnmORAETESG Lz, REBEEITTV FALEER
TTHRELEZRNICOWVWT, 6 B OHE CHEM L 72 (Fig. 2-1a:
INB),

T TAL 24 Fffil 2 @ INB (24-h) 1% 2014 4 J WY 2015 4712,
1553 % @ INB(15-min) 1L 2015 F DA FHE L7 RE T LIC0(E),
L), 2 (). 3 (FREE), 4 (7)., 5 () & L THEM L,
KD 3 REHMEEMBHICERA L., T FAL 24 Bl D
INB VB EICESE, FiflEZ3EmAM™ (0 < INB < 0.5), #1
ZM (0.5<INB < 1.5), 98 ZEM™ (1.5<INB < 2.5)., TN
(2.5<INB < 3.5), 8@ &% (3.5<INB < 4.5), #®EMH (4.5
<INB) IZ@mEI L, ZHICKY, KHFZETITO<INB < 0.5, 0.5
<INB < 1.5 LN 1.5<INB<S5 DOFE/MEEKIZONT, ThETNIE
ot HEAEE LB EEE FERE L, £72. 2 4 M O INB (24-
h) % H . Kunihisaetal. (2014) O HF{EICE > THERZEMN L
77

REHBEMEOFMIC T, HEHH%Z ORKFMANA S 24 K £ TOD 400 nm
D W E DEAL & AAgoofE L L THRE L TH W (AAsoo= Agoo (24

RERI %) — Aso0 (OWE[H)), 10 g DRAWEZ T A4 7 T3 mmAREEIZ

_25-



J1v b L., ZE /K 20mL %1 2 T process homogenizer (PH91/SMT
Inc., Tokyo, Japan) T 15,000 rpm T 30 MM M% . HHICHEMKZ
AW JEE L. ERE 1.5mL~A 27 0F a2—712B L T 9,700
xg CT15mpMELDBELE, EE 1l mL%Z 25 mL~A4 712 F a—
TWBLT25CT 24 MM A v F axX—hL72H, 4% (w/v) A ¥
Ui 1 mLazMx THIAMCZELESE, oK (UV-
1800; Shimadzu, Kyoto, Japan) T 400 nm @ W Y % #Hl & L T Auoo

(24 FFfH %) & Lz, Agoo (O WFRH]) OWEIZR —RFEEL T
T, Iy hEORKWIZ 2% (w/iv) A XYV UK 20 mL % 1 2
TEREFALICHBL 2405 A > F 2= FRIZFEED 2% (w/v)
ARV UEBEREMZ THRAEEZHEL -,

MARY 7=/ —ER&OMEIT, 3SmmABREICHT vy P LEZRRA
1l g 2EHIC80% AKX /) —/L3mLBMA->7 15mL F=2—7 10K
L.90CT 10 M&EML T PPOZKIFESHET, £ D% . physcotron
homogenizer (Microtec Inc., Chiba, Japan) % > T 12,000 rpm T %
L, 7mv—7% 80% A%/ —/3mL TU+v¥al RIKSE
PR KB K T 10mLICEA L72,1,600xg T 10 43 i 0 BE L .
EHEZ D ET20CTHRAF L, WAV 7=/ — /L& EIT Folin-
Denis % (Folin and Denis, 1915; Swain and Hillis, 1959) T&E & L .
KW 100g b DA THFrEGR&E L THEL I,

PPO 7f M 1L Murata et al. (1995a) O HFiEE2 & ZE L THIEL =,
RHAO0SgaRY Yol orFa—T7IC AN, KB FTH 100% 7
 F > 2 mL % /1 2 T Physcotron homogenizer % H \» T 12,000 rpm
THEE L 72, £ D%, 4°C. 13,000 xg T 5 M Lo HEL T L%
BT, LEIZ 4 mL ©% 80% 7 & b &2 TH % I = 05y B
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LTCEELZHT, WEWZ R 7 P TREZSETTE M ND X
—L L. WM ET20CTHRAF LI, BRIEHEHEICE, 78 b
Ry —28|Z KB L 5 mL @ Mcllvaine buffer (0.1M citrate,
0.2M phosphate pH 5.0) Z /X, 30 R AETF A XL T 4C,
29,000 xg TS5y m O o8t L 7= Eig%2 PPOMBESR ik & L CHE
U 7o & PRI E W O B 3R OISR O AR R IE . PPO HLEE R Al HY R 100
pL. ##i7k 1000 pL, Mecllvaine butter 700 uL. 1 mM 7 v v 7 v [ig
Wik 200 L & L7c, KInRIZ U+ — 22— "2 H T 30CTF L
A ¥ 2~ — kL., PPO LB il K % 05 M & B AT IS % 72,
30C.325nm COWLEZIEHEREBR B2 O 10 # H R T 8 2 M Hl
£ L (UV-1800, Shimadzu, Kyoto, Japan) ., #ll & ¥ > 7"V 48 (2 It il
MAEMER L CRERIEMEOFE HICH W, Murataetal. (1995a) O &
BICHEN 1 oM ORKE 0.01 DK T % Lunit & L, RA 1
gbHVICHmE Lz (Z 0 HA (unit) (TEBEEAERA & (TR D
HLDTH D),

IRFEHIL DI 27 OWHERZEHE (0) L L THEDO 2R
ML, LA HE S 2R (=) BICICHE S 7 84K
(F)EHE L THELE BEROBEOHEICIIRRNE Y =
— =T R ZEKTIEB LSO EMHEH L, BE(° Brix)
(% JE B BE £ 3 (PR-101; Atago CO., LTD., Tokyo, Japan) Till& L.
BREIXMEREZNE®R., Vo IBERE (g/100mL) ICHE L=,
R o7 b7 =& EiL Siegelman and Hendricks (1958) @ %
EEEELCHELE, 27 R —F— (0llmm) % A\ Ck i\ HE
KORBMEORE®L ST SD2T 4 A7 2B L, T T 1%HE
g A% ) — VYA 5 mL 1 C 24 FEEIREBALICHE L CREL ML
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L7z, MK O 530 nm TOWSEE 2 JE L, B & O ([ mm o
B EBEY7ZY (em?) OT7 v by T=vEBZHEHEL, T b0
¥ f % cyanidin-3-galactoside & &= ICHHE L 72,

B oA O EHMIE R v. 3.3.3 software (R Core Team, 2017) %

VT, Shapiro-Wilk test I & 0 B P=0.05 THREL &,

3. 1 8H i B oD 1E Bk

FIEHAOZMBEEL, “BV27 BRWY 2957255 OHEND
DNeasy plant Mini Kit (Qiagen, Hilden, Germany) % H\ T4 / A
DNAZ ffi il L7z, F1-165138l/F L7272, CTABE THiH . R
LTkBWksy /J ADNAZEM L, FIEHDO Y = 2 4 B 7T
X547 SSR~— 1 — (VU > Il kK401~ — B — . 7 (Pyrus spp.)
Hk146~—H—) ROIHEEO Y » AHKCAPSY — I —afEH L
oo TNHEDELITBEHRDODNAY —H —TH 5 M (Table 2-2)
Leucoanthocyanidin reductase 1 (LARI1) ¥t 5 2 VERK L 72 27E 5 @ SSR
~ — 7 — (LARssrl_02% ("LARssr 1_11) . PPOMTHIZE R L 72 448
OSSR~ —#H — L 1H$H D CAPS~ — # — (‘5563 CAPS’: forward
primer 5'-TCCCAAGTTTCCCTACTCACAA-3', reverse primer 5'-
GATTGGCGTTGATTGTGGTTTC-3', 4 iF P ¥ % Pst1Ff 3 T 4L B3
HIZLITE Y 222 bpl 550 bplc UIWF) 2B 190~ — I — %
fE HT 2 N % 7= (Table 2-3) . SSR® M4 g |X Kunihisa etal. (2014) O
FHAEIZHE - 7=, PCRIFIEFEM (IDNAY — & v — (3130 xI Genetic
Analyzer, ABI Life Technologies, CA, USA) % fi j] L T BfE.
L . GeneMapper v. 3.1 software (Applied Biosystems, Foster City, CA,

USA) #fHH LTI 7 A v N ZEITo T2, 1DD~— 1 —TH

_28-



BoOERREHINTESEIE., ~v— AV —AICEFFZ ML TXBIL
72, G H X X JoinMap v. 4.1 software (Van Ooijen, 2006) % ff A
L.¥ 7V =2— K7 A K27 v Ak (Grattapaglia and Sederoff, 1994)
WEVERR LTIz, ~— X — DT — #I1L“BC” (back cross) % [{l
i Hr £ ¥ =2 — L I E ¥ L | regression mappingi{% 12 & ¥ LOD
(logarithm of odds) 3.0~9.0CZ L — 7k Lz, WK DO IL Y 7
FNY =7 WM T 5 Kosambi~ v B J A H L CHEHB L,
8L X U 7- i EHBE (linkage group:LG) X BE ¥ @ H1[¥] (Liebhard et al.,
2003b; Silfverberg-Dilworth et al., 2006; Kunihisa et al., 2014) % %

ML TEHEESZ DT, SSREOIW NIED Z Y MEA2HER LT,

4. QTL 2 #r
165A275E I >V TIXFL-165& “HIB V27 | KA2TEHIZ D>
T ‘292759 & b2 OEHMKEH VT, INB (15
T4 %) R BEM (24FH %) MR 7= /) —VE &,
PPOTEME, UXFEMH, RFEE, ME, HE, RET7 M7 =088
ICOWTHERIEDEET — % CTQTLMEMN 247 - 7=, QTLAR# 12 1X
MapQTL v. 6.0 software (Van Ooijen, 2009) % i L 7=, FEMiEHE
SWFFERSMThHoTld, T/ o XT7 A MY v 7K
iE T & % Kruskal-Wallis (KW) test moduleZ I \» TAT\», K*fHE D t
— 7 NP <0.0005CHH>7-HEAQTLE L CIREL7Z, KW test TH H
SNT7ZQTLD % 5 F % #F i 3+ % 7= ® 12, Restricted multiple QTL
mapping (rMQM) % LLF @ FJE TIT - 72, £ 35000[H D permutation
testic LW 7 AU A4 RTHE (P<0.05) 72LODD B E =k E L .
K A2, interval mapping CHEAZ B X 2 — 7 RNy /) A

_29-



AR OQTLE L., & b L\~ — I — % cofactoriZ &% & L T
multiple QTL mapping (MQM) analysis% 1T > 72, MQM T cofactor%
BRE LR —EEEIC MICABERQTLAKRE S\ 2 & & R
L7z kT, tMQMZ ZEfii L, QTLOGEKM A OF 5 E A2 MR L.
zEL LI,
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S

1. 1 & &F il

HMEThs DBV 27 & Zo9AHI OFT VT AL 248
W%EOBEREITALNICRLR - TEBY, INB (24-h) TENLEN
0L 4 Th o7 (Fig. 2-1b), AMEIZEBNT “HIEV 27 FIHH
M (0<INB < 0.5), ‘297549 1Z®EZMH (1.5<INB<35)
EEFEINT, F1-165 COWTIEHBALRWVWEDRAET 2 Z & 1F
T&Ehhol,

165A27 2 M Tid, 2014 F 3B LB EEZE (INB (24-h) ., Rl 15
E, AUV 7=/ — vE &, PPOWEME)., MW, REREIZOWNWT
49 fE{RZFRHA L. 2015 421X INB (24-h & Y 15-min) (22T 41
fEAR, INHER MBE REEROCREY VT =0 E&IZOWT 43
BEERZHAELZ, 2004 FF XL R 2015 FED 2 0FEOHFHE T, £ 50 #
£ INB (24-h) Z&Ffli L7z, AEH D INB (24-h) T 02056 5D
FPHIZIS < oA L2014 FF I3 RO 131D 17K E 72,
2015 FF X 1/6 1272 8RN IEH|AENEMAE (0<INB < 0.5) &
H @& &7 (Fig. 2-2), INB (24-h) ®OJKFE D Eis RI1L 0.826 & &
<, RHBEMRITERHERICL > THIFINLTWD Z &R RE
iz (Table2-4), RH®BEMHICEHL Tk, £EHO 0% 5® 5 25
LN BBV 27 OfE (AAs00=0.1) LV HLEWETH-=, &
AU 7/ —)VE EIL 22.5 mg/100g FW 2> 5 137.2 mg/100g FW ®
#PA A L (¥ 75.6 mg/100g FW) . PPO #E M 1% 12.1 units/g FW
/> 5 145.3 units/g FW O FPHIZ /A L7z (9 fE 55.1 units/g FW)

(Table 2-5),

_31_



KA27 £ CTiX, ER OB E T2V T 2014 1% 54 IR, 2015 4F
IS3EEERAEL, 220FOHFAETAE 55K D INB (24-h) % FF
fili L7z, AREM T 2014 F1F 2 HEREBEMEME (0 <INB <
0.5) Toholn, 2015 4F X 0K TH > 7 (Fig.2-3), INB (24-
h) DIKRFEDOBIRHEIL 0.753 TH V| 165A27 £ H &L Rtk BB E
K D5 & Z 75 L7c (Table 2-4) . Rt EMEIC O W TITER DK 1/3

BV 27 (AA400=0.1) IV bHEWEZRLEL, AV 7 =/
— /L& &% 22.7 mg/100g FW 72> 5 148.0 mg/100g FW O & PH I 43 fi
L (948 60.1 mg/100g FW)., PPO & X 16.6 units/g FW 20 5
139.6 units/g FW (H1 Jff 49.1 units/g FW) O & PH 20 4 L 7= (Table
2-6) .

oo TOREL FieEM TEWVWSME %R L~ (Fig. 2-2, Fig. 2-
3), Shapiro-Wilk test D IEH MR EOF R, T &AL EDOIENIEE
B Th 165A27T EFMORAY 7=/ — VG &, FEE, BE,
RE KO KA27 £ @ INB (24-h) (2015 4), REEO H EB A0
Thote, WEMOMBEMEGEZ KT 5 &, 165A27 EFHIZB W T
. BHBEMNE., BRAY 7=/ — & &, PPO M INB (24-h)
EEmWHEEZ R L (%4~ HEKRE R=0.87, 0.78, 0.74), T i 6 »®
RABEMOEELRERNCTHDL I ENRE N (Fig.2-4), 2 b
DIE 1T KA27 £ M2 B W TH INB(24-h) E B Z /R L7282 (% %
B2 % R=10.73, 0.67. 0.45)., 165A27 £H LV KW@ A H -
7= (Fig. 2-5),
2.F1-165, “CZ TRY ‘HEY 2T OEHME

=35
T H X ERL TiX. F1-1651XLOD =5.0~9.0.

)
165A274 M 2 W
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“HEB V27 IZLOD=3.0TZ L —E /L CHEEMK EESRE L -
(Table 2-7, Fig. 2-6), F1-1650 # 4 #1[X X337 (326~ — H —)
MO S, MK EREII0 M, FH~ — I —HEEE0.45/% / cM
Thole, P27 OEEHKIT, 196/ (195~ — T —) »"bH
MR S, R’ cM, ¥~ — U — W HEHEE0.30% cMT
bolec, ZNOLDOMMKEZRRD 7 4 =2 %7 T4 AHNY ="
CEMKRT KR o’ o $H H X (Liebhard et al., 2003b;
Silfverberg-Dilworth et al., 2006; Kunihisa et al., 2014) & ¥@E 3 5
SSR¥~— A —% 7 U h—L L THERLIELEIZ A, FI-1650 HI X L4

WO IZ LA EOHEEEZ I AN—L TR, "B 27 OH
X BE 3 S A . 2B 7 SH A . BB 143 SH iE O sk . K& OVES 131 8 it
D KRB REFEL TV,

KA27 £ 2 Wl dE g X fEf T, "2 27245957 IXLOD =
4.0~6.0, ‘»FYH 27 1T LOD=3.0~5.0 T/ —tE 7L, #HH
Wilx % &% L 7= (Table2-8, Fig.2-7), ‘Z 57495 OHEHEMX X
293 8 (287 v — A —) MO S L, R ERE 814 cM, FH~
— 1 — [ EEHE 038 JE /cM Thotz, "BV 27 OHKIT, 186
JE (177 ~—H—) D H ALY . X EEE 806 cM, ¥~ — B —[H
BREE 031 /" cM Thole, “To572A9  OHESHMMITAE 17 ##H
HORFELTOHEBKAE I X—L7ER, "B 27 TEb<Eb
6 DORE (5 1 HHRE, 55 3 A, £ o MM, B 8 R,
13 EEHHE O K o EE L F 14 EEFEOREK) AL T

W72
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S RABEME. BABLEME. #RV Tz / —ILEERUY PPO FH
@ QTL

KW #7125 QTL fE#r o s R, A B ER'E (INB, Rt a4
P, RV 72/ —LERBEOPPOIEM) B4 25 EE QTL X, i
EHE S, BHEMB (FI-165 XY ‘2574 957) OF 16 HE
o A — 5k 2 B i S 47z (Table 2-9, Table 2-10, Fig. 2-8),

165A27 £ M TiX. KW H#riZ3 v T INB (24-h X O 15-min) &
BEHBAEMICE T 2 QTLIX F1-165 kK D% 16 # A (LG F1_16)
IZ P<0.0001 ®F E /K% TR 47 (Table 2-9, Fig. 2-8) ., tMQM
fEfr b, 2 b DOBEIZEAT 5 QTL (X KW fEHr & [F — 6 8 (2 1
H & v, 2014 4 K OV 2015 4 @ INB (24-h) @ QTL @ LOD fE (% 14.1
92, FHERILTI34KLTVT663%Th o7z, 201544 D INB (15-
min) @ QTL (X, LODMH 4.9, % 5% 43.9% ThH vV ., R BEMED
QTL /% . LOD f 9.9, % 5 % 60.5% T, T ZNIEHE 5 # D KE 5
ZitBH L CTuwi= (Fig. 2-9),

KA27 £ Tlix. KW fEHr 2 8BvT INB (24-h & ' 15-min) , #
HBEMEICET S QTL 2 "2 972495 HEKDOFE 16 HEHE (LG
Ko 16)1Z P<0.0001 O F E/KETHRH N7, £/ INB(15-min)
IZ2WTIX, P<0.0005 ®D/KH¥ED QTL 285 15 # A (LG Ko _15)
IZf H & 47z (Table 2-10, Fig. 2-8) . 2L OB A E'E © QTL IX
tMQM AT T b [A] 55 O E B S v, 2014 F X O 2015 4= @ INB
(24-h) 2B 3% QTL %, LODfE 7.2 KT 5.9 (F 5 F 32.1% kT
40.7%) T. 2015 4 @ INB (15-min) @ QTL /X LOD f# 8.3 (& 5
F32.0%) Thole, £70. RIHBZEM D QTL iX LOD 1A 16.6, %

H R 76.9% CTH 16 HEEHA (LGKo 16) (HmH &7 (Fig.2-9) .
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WA Y 7= /) — L5 & EPPOIEME D EZEQTL S Ml Fi4E M 15 4
PEBL O 55 1638 $4 B I B i S Au 7z (Table 2-9, Table 2-10) . 165A274%
M CTix, KWHETICB W TIN5 DQTLIZP <0.0001/K#E TF1 16D
i & e (Fig. 2-8) o A% OQTLArMQMMAEHT T b Mt
., LODE X 2N £ 133Kk ’8.3 T, HE A HL D 71.4% Kk O
41.3% =it L 7= (Fig.2-9), KA27T4EH CTix. %AV 7 =/ — LV &
B O FHEQTLIZKWMHEN IZ B W TKo 16I2P < 0.0001/K % T &
U, PPOIEMEIZ D W TIX AT FHITP<0.0005 K ¥ THRH S vz (Fig. 2-
8) o tMQMMEHr To ., T b ERBEMIC, MRV 7=/ —LaE &
(LOD = 7.4; 34.2%) K O'PPO{EM: (LOD = 6.3; 41.4%) O QTLM &
iz (Fig. 2-9) . 7, AV 7=/ — VG & ELPPOIEMED
QTLA Z N TN H13HEH A (LG Ko _13) L AKX OHEEFEHAE (LG
Al 4} O'LGF1 8) ICKWHfro A THRE SN, 2 51ErMQM
fEAr Tl S e o e,

FEAEDOREIZE W T FHI6GEMEBEICHR I S 72 EEQTLIC ik
LW~ —#H —XLARssrl_11TH o7, £ Z T, LARsspl_11v —
B — DB FRICER L TABEMEYEO N %~ 7= (Fig. 2-
10, Fig.2-11) , M Bl DO LARssrl 11~¥v— 7 — 8B F+AIZ >0 T,
“HI D27 H284 bp/284 bpll | F1-165K T ‘Z H7=A 95 73284
bp/280 bpM T - 7=, 165A275 M TiX. LARssrl_ 11D E s+ 5
Bl A ZEE (INB (24-h)) OFRE S 2B L TRy, &
BRI TRaT2RMEE U2 EDO 7 V=T ICFIEZ 31
7= (Fig. 2-10a) , &1+ A3284 bp/284 bp® d 19{H K D 5 H 1418
R FIERSZEMEM K (0 <INB <0.5) . 3EMAENSEBZEMEMAE (0.5<

INB<1.5) ToHo7=DIT% L., 284 bp/280 bp™ Tix. 29 KD 5 &
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27EAR 232 < INB < SO #i[H C#Z L7, LARssgl 11D AREM O FE
BRSO Ry 2 A L, FBEME~EEBEMMEA (0 <INB<
1.5) &, BAMMEAK (1.5<INB<5) ZXKHLEZ &b, REM
ODREABEEIZTIZEZOHEHBOE ~ECTHBF IR TWVWD EEXDH
i, —J. EEELEERE (0<INB<0.5) ThHD ‘bBV27 ©
BB ICIXINB (24-h % OV15-min) O QTLIZM M S o, Z
DZENDL, “DEBV27 OLARssrl_11IZH#H 3 5 QTLIL M RE #Y I
REEEEEZON, FBEMEITEMEREE T, BEMEB TH HFIL-
165 ~T 0 EAERTHoTmDICKREBMNSELIZEEZ DR
5. THITx L, KA2THRFE Tix. AL ME & O # e 4 M 1T %R~
bEOVMAINT, INB < 15ZRTEEITDRPoTn, £HO
WHE 5 BEIXLARssr]l _11EBE M FRICE > TRSHH SN INBZX 2T
35K K O350 Lo v —F i 4y T & 7= (Fig. 2-10¢) o & D f&
Eno, REMORWBEMIZIT, LARssrl _11EZ T TR <, o
R LEBRLTCEY EBEMEEZ R T ZOICITEEDOQTLE & 8T
HMLEND D ENRIBINT,

FHBEMIZ DWW T, 165A274F Tix., 284 bp/284 bpfl d 4
TOMEN ‘b 027 LV HEWE (AAw0<0.1) R L7, F
7. KA274H T 284 bp/284 bp o &l 1K D AA4oofE 1X 0.2 K §ifi T
&Y. 284 bp/280 bp DO & L bl U CHI e R IEREM 2R L 12
(Fig. 2-10b,d) . 2O Z &b, FHOBEEITWT o R 4E
MiZBWTH, FBleEEHMHEOH —DBERK FIC Lo THIE S T
WhHEBZLNTL, SNIERRNOBEMEDN £ IC L > THIE K T
DENERDLZEZ2ONTEZEEITIXRNTHoT, AV 7 =
J — Vg & L PPOTE M @ 43 i & LARssrl 11815 7 & O 47 B 2 S B
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LTEY (Fig.2-11) . ARV 7=/ — )L E®ETIT LV EHE I Km

SR TWiz,

4. D RZE D QTL

KW fEHT 2 LD, 165A27 £ Tk, MEICEAT 5 QTL % 16
BEHME (LGF1 16) 10, B 7 by 7= a4 ®BICEAT S5 QTL A
% 9 E A (LG A1_9) IC M i =47z (Table 2-9), KA27 £ Tix.
I o QTL N & 15 8 AE (LGKo 15) (2. BEE ® QTL MR 16
BEEHRE (LGKo 16) I, BET7T v ¥y 7T =G 8 D QTL A% 9 #
HAE (LGA2.9) I, Th Tt S/ (Table2-10), W h D
HEHTH, REELOEEICEAT 2 QTLIZHG Lo T,
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=5

.2EERE
RERNOBEBREIIRY 7=/ —VERL PPOTEMICERE L 2T
HEZBZHNTWD (Giletal.,, 1998) . ARBFJE CTHFR L 72 Fi4£EH
TE., AV 72/ = VERBRIRALKCRHTBEROVWT HORBE
ELEWHBBE R ZRD b (Fig. 2-4, Fig. 2-5) . A O EE R
HZERTHL EWI>HE L LI, L2rLanb, PPOIEMEERA
FORFBEMEIZ DWW TIE165A27 EF T EWHBE R H - 7= 2%,
KA27T EH CIERRMBEWETH 72, 20 2 L 1T KA27 £ H Tl
PPOEM® QTL I o B L MEEE L1 IER CEiichE Sh iz
W, HEMEDREN T Z L FELRY, 2L/ RIT,. N 7
=/ =N E &M O PPOTEMHITIMER OBEMHICKESEZEL TW
520, KA2T £ CHEMMOoORFHHFELTWDLHZ L2 R L TWD,
200 Fi4EMIZ INB (24-h) IZOoOWTHWEEEREZ RLTEY,
CNETOHREEY (Sunetal.,2014) | RABEITEKRE TL

ELLLEBEBIEE T L Z & 2B LIt 165A27T £ H TIHER O 1/3
NIBETHY, REBOpMAIET _HoME L7z &2 b (Fig.
2-2) . BBV 27 ORHNOFB/EERITERICELET LD LR
Bntlpoto, T REM T, BEEHEEMHTH —-0#EE I
THIE S TWDAIgERNGLS ., BEMIMEELTAHAHN TS D
EEZ N,

2. 5 §H #th X

T AL T AN = @GN (Liebhard et al.,
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2003b; Silfverberg-Dilworth et al., 2006) %= Z M 3 5 & | A 58 TH
HENTEFL-165E 257249 OB IXIE1I7T#EEREZ D N —
LTEBY RFTTWLEE T2, L LR, “HE027
D2OOEEH K TIX, FH3. FIBLOFI4EHFEIIONT, T H
DHEBICERT D EREL TWVWEETO~Y— I — TELH D 5N
BEINT v~y BT TELroltlcd, 1ZIEFETOMEEN KT
boklhol, “HEV2T OHESMK T I NIEEBHE REKO
REVDEZ > TZRRIT, MEERBET T—AT 07U vy R
TV Uy R FEI NG EBETOIOMERZHINALTEY
BT gEEERraWWEZOTHLIEEZOND, Bia k., “®H
B2 THREHEARILCR TWVWAHIM BB I FIEMICBIT 5K
AR OSHEF RSV, 2 b o EEEO KT QTLR
FriciZRER e nwEEZE 2N 5,

3.B/LEM. BRIz / —ILEE. PPOEMH®D QTL

AKHBFZE TR L7 Fi B ML 165A274 [ 5048 & . KA274 [ 55 (&
ThOVEMY, A XL L TITHEA/NZ W, /NER ToOQTLMAEHT X4
G 2B oOERENES, 2o, PPOIEMEICS>WTEH
QIE SHHE (LG F1 8) X®B4EHEHM (LG Al 4) Il AEM
PARWQTLIL., GO MEE LD L, LLAaRS, BHoBE
FEEEICE L CHI6GEBEBED R —#Hl IR S N ZQTLIX . A &
PEREmWOHR ST 2008 5B (F1-165k W "2 57595 7)
T.EBEELZELTCRBENEZZEND, FoCEEENE ., JE
HICKRERIRP DD EEZ LN, MR TV TORABE
PEWZRS 9 2 QTLIZH 3, B10, F1l, F14, F15, Flek NF17H
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PHEE IS STV 5 (Mellidou et al., 2012; Guardo et al., 2013;
Sun et al., 2014) . T O DOFFRITAY 7 = 7 — /L& KL PPOIE M
CHET 2B FPARABEZSEEZTETHIL TR, K
HTCINOLOBEMICHEN LN L1X, 20 7l 2 =T
5 DTh o 7= (Fig. 2-4, Fig. 2-5),

Guardo et al. (2013) X, RAZH v L& OB IR T RHB & K
KA I A& L. PPO (apple genome v. 1.0, Velasco et al. 2010 T (X %5
10 L) DR ABEOEMER T CTHD LB X, — /5T,
Chagné etal. (2012b) THA YV 7 =/ — L AEMICBE T 5QTLZ ., VU
YAORY T =) =V AEEGRICEET 5B FOMDICHE LT
W25 (Fig. 1-3) . 7 e mr 27 YBOQTLIX., T & MEERICE T 2
hydroxycinnamoyl ~ CoA  shikimate/quinate  hydroxycinnamoyl
transferase (HCT/HQT) B Az F AL E T 2 5 IT@E SR T IS B S
Nz, 7% 0 v 7=V f~—, 500707 =V
T/ —bt ol kxR ARY 7= = EAYWDOQTLIL., & 16:H
PR EDOLARIA DI S, LARIOZ R X, R ERAD T T
RN = VR L BE N H o 72, Khanetal. (2012) & 7 T /N -3-4
— eI T YT =Y OQTLE FI16E S i LT
L.,V ryaREOTa T N T =V E T TN 3= ((+)
HTFROKLDY (L) -2 EDTHF) MBAERKIN, BRRY T =) —
LB D60~65%% (5 % (Perez-llzarbe et al., 1992; Yanagida, 1997;
Guyot et al., 1998) . AW ZE TRHENBEMN., RittBLME., AU 7
= /=)L & &K OPPOTEMEIZ B 4 2 IR R QTLAA B H S 72 5 16
B LXMW E TICHk A 2R Y 7 =/ — V4 O QTLD # 4
ENTWDHLHEIETHH-7Z, 2T 6 DOQTLD A& 1L, Kunihisa et al.
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(2014) & Morimoto et al. (2014) (2 K > T#HE S L2 R+ EME
DQTLE L —H L, 2NDHLDZ 0D F16HE B EH O LARIIE
WEICEERG T W RBEMEBE T T EEELZONTZ, £ 2
T ARG TIXLARIDO W1 IZSSR~ — F — % & it L (LARssrl 02 X%
U"LARssrl 11) . QTLf##M I 2 7= (Fig.2-12) , INB, R#H#HE
P, AV 7=/ — V& &K OPPOIE M B 2 KWHEAT O K*fil 1%
LARssrl 11~ — 7 —THRbmho7n, A7 7 A1E#H (Daccoed
etal.,2017) ICENIFX T OFEBICIFIPPOFIHFIELBRNZ b &

WS BEDLARIIZ AR Y 7 =/ — Vv E & DA H T PPOIEMEIC b 7#
WEEZLHZ, BRLELTRALRITZBEIE T D ATRENME R
RSN, L2rL., ZOQTLIZ X » T, 165A27E M 2B W TIix i
W& R GFOEBEMENTH T2, KA2TEM TR T 7z
DIFRHOIFEENED L TH -7 (Fig.2-10) , 2O &b, R
WOMBIZTRITLVHEETHY ., RAPFEBEE~HBENME L R
DA H = XLZE, KVEZLORFAEEGEL TS ETFHIEN D,
KA27THEH O R ABEHIZ N OO RMOR FIZ L » TEELZ T
TWLaEErd D,

LARGZ e & % v = Ao ERICE b3 2 85 E QS ER
TThd, VracF. a4 ar7ry T a2V ENTR KR
THWFEE T —RNLTEBY, FI3FLEMK (LAR2) K OH16% B
Bk (LARI) WZHEFET D, LARINZ, Vo a2 O EHEKRY 7= /) — )b
o CThoDdT7 I N = LEEOfMEE R FHEME L THREINAT
W% (Chagnéetal.,2012b), 7 RU TiZ, 7> b7 = & fillfit L
TIT7INY3-THha—VEERL, 7aT7 s o7 =V OfE
REMBELZPG T 2 2 L WME SN TV D (Pfeiffer et al., 2006;
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Bogs et al.,2005), £/, A FIA T, REDOTZ7IXHR /A4 O
CEEREAHIE TS B XN TEHY (Almeidaetal., 2007), U
TTHLARIVBE AR Y 7= ) — )V EEIZEEL TWDAEEITE WV,
PPOTEME D EEQTLIZ, RABAEMESLRITBAEN., AV 7 =/
— NV EEOQTLEF ULHEI6#E S L IR, VT DPPO
THESKOFEI0FERAK LICHE N H Y (GDR: www.rosaceae.org) .
Fl6F AR LICIZ A 22> T, Guardo et al. (2013) 1%,
VoI OoRAMBMPEE LA PALOFEBICEIVKRY 7=/ —
WAEFENEELES N, 2N DB PPOO B IMAZ I LTW5D &
WELTWD, AHBFZE TIEPPOIGEYED QTLIZPALL PPOD T 71213
BH SN o=, PPODREBNLARIOR#MH TH LAY 7 =
J—VEOEIMIZ X TiEMHfbS A EgERIBS 2o, 5D
Wi, ABFZE CHER L 2 FIE N TiX, PPOITKEREMIIC R EHEA T
BEL e o 7o mBEER &V (PPOIEMEREKE L 2D KRY 7= /) — b
GEICIKF LAY H D,

4 EBEMHDERHER

FAOFEBEEOEEHERIZONWT, FI6ERAKD FERH
— DQTLIZ L » THEMNHIM N TWwWDH165A27H8 M (QTL% 5 %
73.4%) OB REH W CTHEE Lz, KEHM T, QTLIXHBE M H
ToHHFI-165OEEHMK ETomrmHIn, FBEEBE TH L “d
BV27 CTEBRHEIroT, TOZ ENL, KQTLIZEB W T,
“HEBV2T EEBEET LLOKREESIK, FI-165138 £ % FE
MEMET LLOANTOESKETHY .2 OQTLIZ X » THlM# & T
WhHIFEBMAEMTISLSMERE TCOLI EHESRTL, £, "BV 27
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WIBEME o HKEIZ, “HEB V27 TR HERER TIER
<, MEFERBRICBIT2HFGEET LLOERETH D MR
mWwWeEEZONTE, TOHBELT, £, “HEBV27T OWMGOD
R AERDOR CEEFICERERPEZ DEEFIMD TRV
ERHITHND, MA T, F1-1651F “HB V27 O®%MTIERWIC
LEDLOLT, HEV2T LORXRBIZE-THEMERETH LIEBE
MErETLMEEESHEHBI I, FI-1651F “HF 027 LI@Eo
e (AT TV A7) Lo TWNWDTED, FEBHEMET L
NERAELTWE EEZDBNLD,
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Table 2-4. Genetic variance and heritability of INB (24-h)

Population Genetic variance (o , 2) Broad-sense heritability (% 2)
165A27 2.08 0.826
KA27 0.876 0.753
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Score 0 1 B 3 4 5

Figure 2-1. Scores for index-number of browning evaluated in this study. Visual representations
of scores for INB are indicated as: 0, none; 1, slight; 2, mild; 3, moderate; 4, severe; 5, extremely

severe (a). Examples of INB (24-h) of parental cultivars “Aori 27° (score 0, b, left) and ‘Kotaro’
(score 4, b, right) are shown

_54-



‘ST SUTNQLYSIP [RULIOU-UOU I0J UMOYS I  3N[eA UBIPSJAL, PUB
sjreT) SunnqlysIp [RULION I0] UMOYS OS[e aIe  anjeA uedj,, ‘Jaued yaoea ur umors a1e Js3) Apjewtou i -ondeys 21} Suisn £q paunuexa
uonnqIISIp Jo AIemIoN LT MOV, x §91-1d jo sfenprarput g ur syren owdfjousyd ymy g1 jo wopnqrusip Louanbarg -z 2am3ig

(r102) (s102) (¢102) (s102)
&) mFre (w2 Er) padwiueiuod uedoyuy (1w 001/8) Avproy (mg _}seiuod spHos 2qnjog
W S e e T 071 00T 08 09 OF OCT O 6080 L0 9050 F0 £0T0T0 o.o SIn o i v B A
o -0
L ke L.
Lot g -or .
b ocT g : i ik 2 L1
whae, £ Loy - 5,
oy T .RW E -cmw -omw
2 L TIION] - .
o o€ [EWION -d b st rwon @ P oy |
[EUHON (T L B : 5
cE 8r0 TE] uEIW
ThE R e
oF [1}3
(¥102) (+102) (r102) (s102)
(a0d § pwm) Aanae Odd (WA S p01/5w)Iu=guon jovaydijod 101 (00ryy) Smserq aomy (UII.CT) SUTLA0I] JO I3QTINIT.X2pu]
SLT OST STI 00T SL 06 §T 0O ey s wE BTy 90 €0 ¥0 £0 TO TO O CCYPEECCEE ST I C00
1] 0
< 2 9 Z
o1 MN e a ¥ o
- : e E
" g £ laf " ]
¥ = e
g v Lo £ w W &
fewon-GoN T - R . poiosuoN (q fp e
1°5s uEpaw i 010 TP oy
¢ o€ o€
(s102) (¥102) (§102) (+102)
(fpam) aum 1saareq (y2a) sum 3saary (g-+7)Eumianoiq Jo saqumu-xapu] (U-+7) Stmiamorq Jo JRQUMLFXPU]
£ T 10 TT £ F ¢ £ELroe T > CCOPFCEECTTCTTC00 CCF FCE ECT T ST I C00
Lo €5 g g S g
L. S o
5 - z
Nl . : :
L ¢ = a & =] 5
Lqoy - 1 £ & g
- oz w LTHoY ro B w e g
[ELLIOU-TON J(T b [ELIOU-TO N 2T F €T [ELLIOU-TON 2T LTy
[T~ ‘uEpaw 01~ UEpaw v 07 wEpaw

[I}3

_55_



‘[oued yoea suonnqLUSIp
JBULIOU-UON IO0J UMOIS aIB  an[eA UBIPIN,, PUE SUONNQLYSIP [EWLION IOJ UMOTS ale  anfeA Ue3JAL, Is3) Anjewtou [y -ondeyg o) Suisn £q
pauTmexa uonnqIusIp Jjo AIeuLIoN "L 7 LI0Y, « 0Ie)0Y, Jo sjenpiatput ! ut sjen ordKjouayd ying Z1 Jo nonnqrysip £suanbaij -¢-z aanSig

(v102) (S102) (s100) (s102)
() Em (a2} (22 d W IU21U02 VIR A0y (T go1/8) Apoy (g )uRjuoed spros ajgnjeg
009 005 00F 00E 00T 00T o.o 07T 00T 08 09 OF OT O " §080L090C0F0S0T0T0 0 8T LT O €T #1 £1 20 1T O1
+ oo - 0
¢ c
2 - kg re
[ oo z =z z
I ogn o o2 Fot 2 Fotg
.Q r ot m. ___NCQQ¢ T g ;D. [=9g W. F QW
gy £ : & omos T Lo [ T £ z
TR = 10 & e B
o 1 o E 0T g 1t rowoy z
[BWION T 1 |5 [PIOn- 0N -1 e [EWHOU-UON (] Lo [EWLIOU-UON] ”Q‘ouﬂoM b ez
gL7 weaw 0T ; 757 uEpew 9€°() UERIpIW 0°¢1 “UEpaw
oF g 3 0g
(v102) (¥102) (¥107) (s102)
(MAE pmm) Ayanoe 0dd (MIE 01/Fw) w00 jousydijod E10 ] (00yy) Burmosq aamp (umu-g1) Sumisoq Jo 1aqumu-k3piy
LT OCT STI 00T §L 05 ST 0 0T €Tl 00T &L 0 T 0 90 €0 ¥0 €0 TO T0 0 , CEP FCEECT TCT I E0 0
0 0
< C ¢
: z 3
= o L
o1 !
N . 1 2 t N
51 g a1 & 0307, g
015 Te et 3 LTEoy H
= =
oz LTV L or 2 0w E B
. B = . ,D. [EULIOU-TUON (]
[EULIOU-TI0A] (T Q T [EUI0U-T0N (T ‘ N [EULIOU-TON (T [0y T 11 wepew
T'6p wepem  LHOV 1'00 TEpem | OO §1°0 wepem  °¢ S
(i3 05 0¢
(s102) (¥102) (s102) (¥102)
(4222) 2um 3saarmy (yoam) aum ISaATEy (4-17) Summoiqjo Jaqunu-xapu] (4-17) Bummsesq Jo saqumu-yapu]
B T 4 0 LHE £E T T 0T & & ¢ CCPFECEECCTTEITC00 CCPPECEECTTCTITEDD
00 t o
- 0¢ 1«
= =
5 I ¥ w2 :
= ¥ g = =
& OIS a g g
g { omed B z =
53 = L = g
= LT o0g o g E
[ETIOU-TIOAL XD o [vd
01~ uEpaw
00¢ 0f

_56_



INB(24-h) | INB(24-h) | INB(15-min)| 0icE browning|  Total EEO
2014 2015 2015 géofl’ﬁjwj ggllyfhenol f‘);t{:lfﬁ’
o1 2 3 4 -0.1 02 04 20 60 100
| | L1 | I I | I T
:Tr i
~ — ™
E’g 0.86 0.79 0.87 078 0.74 [ .
=Ry [
O
= & P
g'r: @ s et "
%’g e B 0.80 0.76 0.74 0.67
=] i)
o _k‘ '
2 g C g
gﬂ I 45, 0.82 0:57 D6 .
&8 S * [ e
EE .
] - o
S
£ 3
ESE P 0.75 0.76
238 | -
= it o
g — 5
~*§ G Cs
s B s ni A [ =
o 28 = 0.72 2
O .
= &~
o igv =
Big| o O
w
] E": “

e T
012345 00 10 20 30 20 60 100 140

Figure 2-4. Correlation between six browning-related traits with flesh browning in F; individuals of F1-165 X ‘Aori27°.

Units are the same as in Table 2-1. R-value as correlation coefficient are shown in each panel.
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Figure 2-5. Correlation between six browning-related traits with flesh browning in F; individuals of ‘Kotaro’ X “Aor1 27°.
Units are the same as in Table 2-1. R-value as correlation coefficient are shown in each panel.
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Figure 2-8. Significant QTLs (P < 0.0005) for evaluated fruit traits identified in linkage group 16
of F1-165 (LG F1_16) and ‘Kotaro® (LG Ko_16) in the Kruskal-Wallis test. Marker loci and K*
value are shown to the right of each LG. The P =0.0001 and P = 0.0005 thresholds are shown by
vertical solid and dashed lines, respectively.
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Figure 2-9. Significant QTLs for seven and eight fruit traits identified in linkage group 16 of F1-165
(LG F1_16) and ‘Kotaro’ (LG Ko_16), respectively. Marker loci and significant QTLs in rMQM
analysis with significance level of P < 0.01 are shown to the right of LGs. Boxes and range lines
indicate 1-LOD and 1.5-LOD support intervals, respectively. LOD and the contribution ratio (% wvar.)

are presented after the QTL name as LOD/contribution ratio.
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ATLIZB T 5N T 02 A TR RVEITERE L DEHBRK

1% &

N7 a % A 7 (haplotype) &I, EWMDBIRAET HH DY AK L
O DNA A (ZfEHRED THENIERL LI b2 THWE
FOREBEOES) L, BEEMICHEHAL TWDL T L LOME Y
EbWVWR D NT eI T FEORGAERERNTHEDERR T
FZIEDNAY— D —DOT7 LA OESEEKEZRET 52 & THLH 2
T D52 ENTEDH NI aZATMFTIL, EREROFEAN B
BOMKRERORGCRERAE T HOEELHRBELZERET 256
EHEERIC L IERELBEFICONWTT LALOHKEY TR T 5855
AHEMTH D,

NrxYTE, v — I —FREREFRELEI LT XA
TEHT I X o T, TEINEAT S FRT ICE S B
7a XA 7 OHEE NTT 7z (Nakano et al., 2008), % 7=, Sugiyama
etal. (2010) X, Vo v avIh IR I T /4 FEMRIC
MET 28 B TFHEBEONT o X4 7HEBEERE L, Uy I T,
Kunihisa etal. (2016) RENO EHGEETH D 5L KEZOFK
RO NT v H A TN AT IR B BEAD | KB E
fbxflfE 3 2@EEEZOR KT HMELREELZHSL AL TWVD,

F2EIZEWNWT, RAKLKCRITBHEMEICET 52 FH QTL N BE
PEBL (FL-165 Y "2 9745 97) OF 16 R LD LARI i %
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RS, 20 QTL IR EM O BEM DM O KE o 25l L
TWiz, ZTOQTLIZEBWT ‘B Y 27 THFBEMET L ILDOKRE
BAMW, Fl-165 XY "2 95746957 1 IWEMR/FBEET LI O
~NTOEARTHY  EBEMILEEEE THD EHEESRTE,
e, “hBY 27T ORRERIZEILZLOTIE RS, M REICHK
TOHIBEET VLVOEREICLIbDOEE 2D, B A TIX

HRETERITEBMPBAEALELRE, 2 OREDN 8 D0k MW
B (Tl U e 2 CME LS v R CHIE . C[H
L TR = RT AT BT Ay 7 AF LY ERE ST
IZH k9 % (Kunihisa et al., 2014), SfEEKIZH WS 5 8 E X
MBI > TRRLIN, MBRWBREFOEBENEZ VLT U,
#o16 HEHEED QTL IZ2WTlE, 2 b MmN IEmENET
LV ERAL TS ZEHEIh, 207 VARBBRICH AR MR
BEOFIZEELTWD EE XL,

HHyE T2 8B FHEHBOTHGICHOIEE OB F A EE L T
D255 . BESOEHNEDIHELVWEGR D, A X THERARFET
D TWHE BRI MFEOBIE TIE, BRERkD Thd B )
W G R Es FOKFE~DHE AN 80 FLL ERA LN TE 20,
BN EWEE NS SN T2 o 7=, Fukuokaetal. (2009) %, P&
A b OEGEMEERFZREL. KR EHW Pi2] Bz T

IR ERFESEL2BEBFRGFEET A EEZH LML,
BIZFOEMBMEMEMRICESE, Z2hbooEEZEY 52 & TR
BHRTWLLRICHWMBEOIEHIZKII L TV D, KBS T

HEEHBEOBEM O QTL LFICEEICE T 5 QTL b & T

Wb (5 2%), LARI w213 E &I + Mal (Bai et al., 2012)
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L B A5 T MAPHYLLO (Orcheskietal.,2015) BN{FEET 5 2 & M
o TWD, MEBRFITEBAE L EKBUNFEL., ~T 0 #ES
EKARENSRFEOIZTEAEZHDLZ G, BRWICHEH LCEBEE L
b EBLLND, BB R FITEAM & IR D HFE L, B
DEFEEEAERTEEINE R D, LARI~— I —E R THE L2 Y
YD LBNREMDIOITIE, FEB/EMET VLS EEE K OB &R T
CEHLTEEEFREEHL VIO ZEBLRTLIERD
A
ZZTARETIH, QTL O AT u ¥ A4 TMITIZ X - TIHBEMET
VAW TLOMERESE, 2 E2ZTHNTWD mfEZ2 L0
L, IBEMEREEROIZO DL LR 5 D2FMORERE
1Tolee EBHIT.B 16 EHEED QTILEHE D N7 1 ¥ A4 T IC
D, FB/EET LLLEBMEROREERR T LV EOEFHBEARKE
HoNZT 52 a7,
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MHROAE

1. % #

‘“HIB V27, Fl-165, ‘T oA, EhobOMEICHZDHS
mfE (T U R, A= T T U vy A7 CHIET CALE
EET), RO h e ErME LT A4 E (ST, 1T v
Ay’ LN T obET OO Wk e R
N7 CET L TEMTD Ly RE— L R TR T TR
CONDT) EEICERAEREEBONT v 2 A TRHITHEN L
(Table 3-1, Fig. 3-1), F7-. LARIFEIICRE LIz T 0 ¥ A 7R
Fricix, H2ECHEHALE “HB027 OFEHOFT L, BAER
FEIZEZDO H D28 K (165A278£ H 5, INB (24-h) <0.50 No. 60,
65, 67,71, 75, 76, 81, 84, INB (24-h) >2.50D No. 68, 74, 79, 88, 92,
96,100, 101, KA274 M 7 &, INB (24-h) <1.50 No. 19, 25,26, 41,

INB (24-h) > 4.00No. 14, 18, 27, 32, 37, 40, 46, 54) ZfEH L 7=,

2.7 043 A TEM

FloFZB YRR 2MHEHE O N7 a0 X 4 TRATIT T, LARIIT 5 1 1 Bl
IZHER L 72150 SSR~ — 77— (Table 2-3) . BE# (Baietal.,2012)
DT IA~—THA U EEKELEBEICET 2Mal~— 7 — %3
\Z B9 5 MdPHYLLO~ — 7 — (Orcheski etal.,2015) Z &, #16
B REICE R T 5390 DNA~ — b — & L7~ (Fig. 3-2) ., DNA
HHE R~ =D —DOZRBRHIETE2EICE L, ~— D —FR D
NTna A7 ZRSOEF X Kunihisa et al. (2016) © F k% —
AL, WEORHE~— I —MOBEHEBREZE L THE L
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2o ~—H — I ®JEKFIXGDDHI3 (‘Golden Delicious’ doubled
haploid#13) %# / LAY — /4 A5 — # (Daccord etal.,2017) <. BE
oo 8 M X (Kunihisaetal.,2014) Z2&2ZICIEL.,. " XA
TRFELEGEITMOMICHEREE Lz, £, LARIAZL D0.1cM
UNO#EICHET SNTZI5OSSR~Y — 7 — B Tl 2 13 2 -
TW2ZRWERELL, BRERMFETCET WA T o d 47T ry s
WIEEHFEOH N B 10 cMRTEOGEG . 7 — X IT T ERRVIRD B
ToHONTurd AT Ty s ER—-OHRKRERFRODERE L, £,
HEFIEAKRDOLARIFEE O T a2 4 T ORI, LARIO M| 12 7% 7
SN 72 %H OSSR~ — 4 — (LARssrl 02} O'LARssgl _11) % i H
L. WHTHD “HPBV27", FI-165K T ‘Z 957159 TIHRES

nlenz7n 24722010 THEL T,
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1. ‘&Y 21" RUZTORRGE - REONTOR2 A THM

FlIoEHF I SN KRB AN O FEEQTLN 18 £ M H o 1E
HHH CcCoALBmBEINTZ NG, "B V2T XFEBEET LV
DHEREEEERTH, FI-165K T ‘2 57A97 1THEME/FEBE
T L Lro~TuEARTHD EHTESNT (FH28E), KE T,
AT VAP HRTLIMAEME LA O NICT S0 EHQTL
EobS ) AfEEONNT oA EEOREEE, BB V2T KO
ZTORFZMIE - R AEH W TREL T (Table3-2), ML
HB V2T KMOZOFEE~DOIFEBEMLET LV OIsHE & Fig. 3-3
IR LT, RXHFTIEENT 0¥ A7 % 0058 MEOHETF (FE,
I; VY% A,D; 22— 5T 057U x A,G;, EX,R; fLE,]) &
LARssrl 11— =MW" THRFT, “"HEBV27 1T 7TV v ¥ X7 (D284)
JeOv CHIEE® (1284), F1-1650F “ALE’ (J280) KO ‘T — T 7
Uy A7 (G284) I RT H AT rEATHFFo T, 165A27
£ Tk, EBEMEF AR (INB (24-h) <0.5, No. 60, 65, 67,
71, 75, 75, 81 % 1’84) ILF1-1657026 ‘A— AT 7 VU xR’ H
ko7 m X A7 (Fig.3-3, W —F G284) Zfk7k L TE Y,
CHEBV2T B T YU vy A7 (Fig.3-3, AL ¥, D284)
720 “HIE (Fig.3-3, X"— Y =2, 1284) oWwIFnuhrhonn7 v XA
ThEZTHMNT W, Zhick L, BEMFEERE (INB (24-h)
>2.5, No.68, 74, 79, 88, 92, 96, 100% (X101)IXF1-1655 5 ‘4L
£ (Fig. 3-3. % .J280), "B V27 o7 U v A7 (D284)
F X CENET (1284) OnTF X A4 T ERMPAL TV,
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IO Enb, “HBV27T KU165A27HE F © I8 L PEF 3
X "= 77y X7 " FTU Ty A7 F0E HES O
7'a Z A4 7 (G284, D284, 1284) D AEEZ LD LB RENT,
HBEMEDRNLERETCHDLILEZRTIE, D3O NT R
ZA 7, DFY ‘=TT VTR TR LD H
BT ORTOT VAN EBENRTFEEXLLOND, —J7. FL-165H
5 HRLE’T mkonTwx A7 (J280) ZAMEAL TV DFEAMAKT.,
‘B V2T HROIFBEMERNFEZITMHNTWVDIZEEDL LT
BMELEZ, Z0OZEnE, JLE OFFOT7T LAVITESENICER
MEZSERIT EEZ X DN,

2O AY T E. BER HmEDANT v X A7 (Fig. 3-3. EHE,
R280) & ‘Z— A F TV vy 2 HEkDONT v X A7 (Fig. 3-3,
WU — % G284, Fl-165L dbi@) # Ff > Tz, KA27HEFH TlE,
IO EAY D A= AT T Uy AT HEONT O H AT
(G284) Z k7&K L TWHF AR (No.19, 25, 26} U'41) IXINB
(24-h) <1.5CTHY ., "HHX HKkONTm ¥ A7 (R280) % fkK
L7z & (No. 14, 18, 27, 32, 37, 40, 46X (F54) |XINB (24-
h) >4.0CT&® - 7= (Fig. 3-3). 165A27HE M & FHEIC ., FE~ HE 1 2 M
FEMEREETCHY, AT TV Ty R BHkonNnT oz AT
(G284) 1FFEHBEM, "HN BHko 7T a4 7 (R280) IXHE
HrirareEraonlz, LrLAERL, ZOEMTIEFEBEET L
NEREEATHLOFEED S H | IEHBEMEE (INB(24-h) <0.5)
ZARTEEIIISENTH-TZZ D HBI6E R O EEQTLLL
AL RRNBEMRICEHET IR FRIFET D EZEZ N,
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2. FERBELOEHBR

F2EDO QTLMATIZHE W T, RAKLOCRITHEEMEIZET 5 QTL
EMEEIZRE T 2 QTL X F1-165 KO "2 957A 97 O 16 #HE{ R

T 500 E KR E Sz (Fig. 2-8, Fig. 2-9), ¥ #E G 1
MAPHYLLO K OBEO FHER T TH D Mal 215D QTL i
BEICHET D ENhoTW5D,

KEDNT B A4 T THLNE RS ‘T—NFT T U ¥
¥ A7 (HEWA—F G284) . ‘T U xR (FL ¥, D284)
B CENET (R—Y 2 1284) OIFEBENET LoV IXE AR O K
7 LV (WD) LEE L TWie, BEDOEBEMKFIZHOWNTIE, “F—
NT TV 2T R T U vy R OEGEMET LV (G284 K
N D284) X m T Vv (Ma) & HIE O EBEMET L (1284)
XK B T vy (ma) & EEH L TUW 7= (Table 3-2, Fig. 3-3), & Z
T, ZO#EEEZHMBT DD, 2 >0 Fr EHOEFKICHONT
LARssrl_11 X" Mal Blo+ M2 E L. BEH L OB EMNZ#H N
(Fig. 3-4), LARssrl 11 & Mal OB CTHEBZ N A7 1 K
DV T AT 20 6 RV 7o,

mMEMICBWT, ‘9—AF TV vy R’ ‘" TUy R KO

HIE HkEDIEBEM T L L (LARssrl 11 ~— 5 — T G284/D284
F 70X G284/1284) Lo N — T E, BAEM T Lv (1280 £ 721X
R280) Z# b7V —7 LV BERENKRN -7, G284/D284 7 )V
— 7 OMEIFX 4 oO#EBRTFE I VT OFTRbELS, TDOT L
— 7D Mal BTN Ma/Ma ThHHEWVWIFRERE—-FHLTED,
TN O EBEMET L (G284 kT D284) NEmEEtET L L (Ma)

CEHEHE L TWDHZENEREINTE, —FH. Ma/ma Bis +8 % RT
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G284/1284 7 )L — 7%, J280/D284 K T R280/D284 7' )L — 7 & [al /K
MOBMBELRBELZRLTBY " HEHEKOIEHBEMNT L L (1284)
CIERBMET LIV (ma) & OEEEBELHER TE -,
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1LEBEEREDOER

F2EOQTLMNTIC X » T, FIGEHEME O EEQTLIZHl# X4 T
WOHIIBAEMNTEEILENEBRT DI LR "IN, 165A27T£FH @
INB (24-h) < 0.5 JF 82 4 fdl & & OVINB (24-h) > 2.50 18 28 4 f#
KIZOWT, KQTLEAHE O NT v 2 A T2 EREL,. T bDONT R
ZATOHERT LM EMBLRTELE A 3OOMEME (" —
NT TV vy AT TR KRN HIE) B, EnEind
L EBIODHFEB/EET LI ERALTWVWD WM OIT ONE
(Fig.3-3), £, 2N OHOFEBEMET LT “SL7, DN D’
CEMT H, L ORmEICHAKINTE Y (Table 3-2), AQTLIZ
B4 2Ry FEBEMELELZERLT 22D TLE “HBV2T
ZREBH E L THWDLIREITRS, KVWEMREIRORIR D AJHE
DL EPRHOLMNER ST,

L2L., “®BV27 OFRERETHWS L MmE (1 Hiag
7R Ly RIT— L R7) RKA27THE M @ LARssrl _11~v — 1 —
AR T 53284 bp/284 bp M D K DK - iF . RQTLIZ 2 W\ TH 18
BT LLOFREEGERTHLICLEbOTRARNBES D 2 &
bahole, ZTOZ b, RABFEBEMELE RO, K
QTLOFHWEMT LADBREEAKE R Z LN LASZMETIED
DN MICFEET HRBHOQTLICB W TH#EY 2T L VAR
VEThDLD LR MEINT, BELEVWERLS FMEARLY v 2
Arctic® Apples?d, PPODO BB ZMH T2 2 Ll Lo THEINT
WAHZENL PPORPRENBEMEZHIE CXL2ZLITHLNTHDY,
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QTLO H 1EM TH 5, AWFFEICE W TPPOELIZQTLN M H S 1L
ol ERE LT REICHWEZEH OPPONEREMICAEES T
b B TREUDPIDEEL Do REERXH D, TDOLD

B ZECH 2 H W 72 QTLAE AT 0L R A W iBE = & I 2 H W 72 GWASIZ
EoT, MR QTLEZRET A2 LENH 5,

LEBRERVBREGFLEOEHBELEARALGERER HE’

f2 FE O R K B AR F Mal & B8 A5+ MdPHYLLOVL . AWF5E TR A
BAEMICET 2QTLA M H S N7 LARID ¥t < IZ /7 L (Fig. 2-12) |
ARLEHOE RRNEICHTAQTLL /- 0o@EHICEHE ST
VW% (Kumar et al., 2013; Longhi et al., 2012; Tazawa et al., 2017)
Chagné et al. (2012b) (X, A HRLARI7T L L D EHFIZ L - T, #
HICLL2ARAREEODEANS EEHZSNDAREE D D E THIL
THEO, FBHEERY) TOFRBETOLREREDOBRMENLBRE SN
Lo, HEEARLTEBEE T OLEND D,

F2E TCH O MNE R o T2 IFB|EMET LA IXH AR (wT) o IF
T LI EEEL TV RKQTLTOEKIZ L » THEHIAENG| & L
IEINDEREIT W ER ISR, —F, BEORRKNE RS T
MallZBd L T, Khan et al. (2012) 1 ‘U ~" & ‘74 xR %’
ZoWT @AY 7=/ —LVEEBICETLIENET LV IL, KEEICH
TLOHEMET VL LEEL TWD EHEL TV D, Kunihisa et al.

(2014) & Morimoto et al. (2014) 1X. ‘2’ kO “&HU° |

N

ONT, FHIGHEF OLRITGENET VL & mlIET b 2 8
LTV EBRXRTWL, 2Ab0EEIZEY  FEB/BEMNEY VTDOF
FETIE, BME2ABRWY IR FHRINDATEEL D D,
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A TH MBEOEEQTLILFI6EHIE O RABELMEDOQTLIE

Blomi S T v (Fig. 2-8, Fig. 2-9) . < oMW & —% L 7=
(Kenis et al., 2008; Liebhard et al., 2003a; Xu et al., 2011) , P15
ZEME L B OQTLO M B4R 1L, INB (24-h) &M (g/100 mL)
O (Fig. 3-4) ICX-oThvHERI N, Ll "T a0
fEFTICEY ., " TUTxRT KR ‘T—=AT T Uy X RO
H|EMET LA IEEBED T LY (Ma) LESE L TV 5N (D284-
Ma. G284-Ma), ‘FIE’ HMROIFHENET VAL ITEKEEOT LIV
(ma) L@ L TWD (1284-ma) Z &P B 2L 72 o7 (Table 3-
2, Fig. 3-3), "HB V27 NIHFBHEMHIZT LN DLT A R
Bz r3 ok (0.3g/100mL) | “HIE’ \CHEKTH2IEBEMET LIV
FRALTCWDL D EEZ LR, FEBEMKY VI HEDOEF R
BWTIE, ‘HE BROFBEET VALEZRMHAT L2 I8 - T,
WELRBEEKOLELRETLHZLENAIBTHILEZEZIOLND,
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Table 3-2. Definition of haplotype of chr16 for estimate of non-browning haplotype of the nearby QTL

Founders

‘Ralls Janet’ | ‘Delicious’ | ‘Jonathan’ D‘e(-;?cliieuns’ ‘Indo’
INB°=3.0 | INB=5.0 | INB=3.7 | INB=4.3 | INB=4.7

Position_GDDH |Kunihisa

Marker name 13 2014

_genome" _map”
CHO02d10a 16 554,954 22 222 223 222 222 223
TsuENH205 16 720,270 4.4 345 347 345 345 347
TsuGNHO053 16 842,899 5.4 170 166 170 170 166
TsuENH022 16 2,229,990 |7.6 91 91 91 91 91
CHO02a03 16 2,427811 |76 155 155 155 155 155
Mal 16 3,179,256 ma ma ma Ma ma
LAR1 01 16 3,352,448 164 164 164 173 164
LARI1 02 16 3,353,100 370 378 386 289 378
LARI1 03 16 3,408,452 297 297 297 300 297
LAR1 04 16 3,409,282 240 240 240 258 254
LARI1 05 16 3,410,880 300 300 300 298 299
LARI1 06 16 3,417,149 221 221 221 226 226
LAR1 07 16 3,420,638 220 220 220 220 220
LARI 11 16 3,424514 280 280 280 284 284
LARI 12 16 3,424,905 151 151 151 153 153
LARI1 13 16 3,426,986 215 215 215 268 268
LARI1 15 16 3,430,077 286 274 286 290 290
LARI 16 16 3,438,576 191 191 191 188 188
LARI1 18 16 3,440,146 282 282 282 276 276
LARI 19 16 3,442,183 262 260 262 246 246
LARI1 20 16 3,445,424 209 209 209 207 207
MdPHYLLO 16 3,762,382 pel WT pgl WT WT
CHO05¢04 16 4,367,809 (9.2 169 173 164 173 173
CHO1f03a 16 4,512,186 (7.3 229 229 218 229 229
Hil5gl1 16 5,966,413 16.7 158 161 161 161 161
TsuENHO054 16 6,209,697 [17.5 203 203 191 203 203
Hi04e04 16 6,905,393 18.9 225 226 244 244 244
TsuENH182 16 9,636,461 [23.4 267 280 284 280 284
Hi08f12 16 9,521,764 (24.3 127 219 216 216 112
Hi01a08 16 9,521,568 (24.3 90 183 180 180 =
TsuENH052 16 12,340,093 (26.5 157 157 157 163 157
CHO05a04 16 12,645,931 (32.1 195 189 195 165 164
Hi08d09 16 13,957,450 (37.3 182 185 182 182 182
NZmsEB147967 |16 15,594,538 ([35.5 173 173 173 187 173
Hi02b10 0 37.3 - 224 - - 226
TsuENH042 13 17,703,361 [40.6 164 164 164 113 155
TsuENH214 16 25,166,944 (45.5 220 222 202 220 220
Hi0lcl1 16 25,258,361 [45.1 145 149 176 141 145
CHO04f10 16 33,600,024 (43.2 253 201 195 195 317

The 10 haploty pes derived from 5 founders were color-coded. Those from 'Ralls Janet', purple / pale purple; those from 'Delicious',

orange / pink; those from 'Jonathan', green / light green; those from 'Golden Delicious', khaki / pale khaki; those from 'Indo', light blue / beige.
“Position_ GDDH13_genome: marker order according to the GDDH13 (‘Golden Delicious’ doubled haploid #13)
"Kunihisa 2015 map: marker order according to the reported linkage map (Kunihisa et al. 2014)
“INB: Index-number of browning (24-h) evaluated in 2014.

“_: no data




(continued)

Descendant
“Sekaiichi’ ‘Haruka’ ‘Megumi’ ‘Fuji’ ‘Iwakami’ ‘Himekami’
INB=2.3 INB=3.0 INB=3.0 INB=4.0 INB=5.0 INB=4.7
Position_GDDH |Kunihisa
Marker name 13 2014 | Delicious’ Dgf:i:[:'s D::’Cliel:'s ‘Delicious’ “Jonathan” ‘Delicious’ “Jonathan® “Jonathan
_genome"” _map®
CHO02d10a 16 554,954 22 223 222 222 223
TsuENH205 16 720,270 4.4 347 345 345 347
TsuGNHO053 16 842,899 5.4 166 170 170 166
TsuENH022 16 2,229,990 7.6 91 91 91 91
CH02a03 16 2427811 |76 155 155 155 155
Mal 16 3,179,256 ma Ma Ma ma
LARI 01 16 3,352,448 164 173 173 164
LARI 02 16 3,353,100 378 289 289 378
LARI 03 16 3,408,452 297 300 300 297
LARI1 04 16 3,409,282 240 258 258 240
LARI1 05 16 3,410,880 300 298 298 300
LARI 06 16 3,417,149 221 226 226 221
LARI 07 16 3,420,638 220 220 220 220
LARI 11 16 3,424,514 280 284 284 280
LARI 12 16 3,424,905 151 153 153 151
LARI 13 16 3,426,986 215 268 268 215
LARI 15 16 3,430,077 274 290 290 274
LARI 16 16 3,438,576 191 188 188 191
LARI 18 16 3,440,146 282 276 276 282
LARI 19 16 3,442,183 260 246 246 260
LARI 20 16 3,445,424 209 207 207 209
MAPHYLLO 16 3,762,382 WT WT WT WT
CHO5e04 16 4,367,809 [9.2 173 173 173 173
CHO1f03a 16 4,512,186 |7.3 229 229 229 229
Hil5gl1 16 5,966,413 16.7 161 161 161 161
TsuENHO054 16 6,209,697 17.5 203 203 203 203
Hi04e04 16 6,905,393 18.9 244 244 226
TsuENH182 16 9,636,461 |23.4 280 280 280
Hi08f12 16 9,521,764 |24.3 216 216 219
Hi01a08 16 9,521,568 243 180 180 183
TsuENHO052 16 12,340,093 |26.5 163 163 157
CHO05a04 16 12,645,931 (32.1 165 165 189
Hi08d09 16 13,957,450 (37.3 182 182 185
NZmsEB147967 |16 15,594,538 [35.5 173 187 173
Hi02b10 0 37.3 = = 224
TsuENH042 13 17,703,361 |40.6 164 113 164
TsuENH214 16 25,166,944 |45.5 202 220 222
Hi0lcll 16 25,258,361 [45.1 176 141 149
CHO04f10 16 33,600,024 [43.2 195 195 201
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(continued)

Descendant
T sugaru’ ‘Golden Melon’ ‘Toko’ ‘Orin’ ‘Redgold’ ‘Kinsei’
INB=2.0 INB=4.0 INB=3.0 INB=5.0 INB=4.0 INB=33
Position_GDDH |Kunihisa . . ) . . .
Marker name 13 } 7201‘: Dg?cl?::s’ Honathan’ Dgiosr:s’ ‘Indo’ D:?clie\:ls’ Indo’ DeGliOCI::ls' ‘Indo’ D:e}l‘i)c]i:?s’ DI:E:?;:: Dg::li:‘s’ ‘Delicious’
_genome' _map
CH02d10a 16 554,954 22 222 222 223 222 223 222 222 222
TsuENH205 16 720,270 4.4 345 345 347 345 347 345 345 345
TsuGNH053 16 842,899 5.4 170 170 166 170 166 170 170 170
TsuENH022 16 2,229,990 [7.6 91 91 91 91 91 91 91 91
CH02a03 16 2,427.811 |76 155 155 155 155 155 155 155 155
Mal 16 3,179,256 Ma ma ma Ma ma Ma Ma Ma
LARI 01 16 3,352,448 173 164 164 173 164 173 173 173
LARI 02 16 3,353,100 289 386 378 289 378 289 289 289
LARI1 03 16 3,408,452 300 297 297 300 297 300 300 300
LARI1 04 16 3,409,282 258 240 254 258 254 258 258 258
LARI1 05 16 3,410,880 298 300 299 298 299 298 298 298
LARI 06 16 3,417,149 226 221 226 226 226 226 226 226
LARI1 07 16 3,420,638 220 220 220 220 220 220 220 220
LARI 11 16 3,424,514 284 280 284 284 284 284 284 284
LARI 12 16 3,424,905 153 151 153 153 153 153 153 153
LARI 13 16 3,426,986 268 215 268 268 268 268 268 268
LARI 15 16 3,430,077 290 286 290 290 290 290 290 290
LARI 16 16 3,438,576 188 191 188 188 188 188 188 188
LARI 18 16 3,440,146 276 282 276 276 276 276 276 276
LARI 19 16 3,442,183 246 262 246 246 246 246 246 246
LARI 20 16 3,445,424 207 209 207 207 207 207 207 207
MdAPHYLLO 16 3,762,382 WT pgl WT WT WT |WT WT WT WT
CHO05e04 16 4,367,809 [9.2 173 164 173 173 173 173 173 173 173
CHO1f03a 16 4,512,186 |7.3 229 218 229 229 229 229 229 229 229
Hil5gl1 16 5,966,413 |[16.7 161 161 161 161 161 161 161 161
TsuENHO054 16 6,209,697 |17.5 203 191 203 203 203 203 203 203
Hi04¢04 16 6,905,393 [18.9 244 244 244 244 244 244 244 244
TsuENH182 16 9,636,461 |23.4 280 284 284 280 280 284 284 284
Hi08f12 16 9,521,764 [24.3 216 216 112 216 216 112 216 216
Hi01a08 16 9,521,568 |24.3 180 180 - 180 180 - 180 180
TsuENH052 16 12,340,093 [26.5 163 157 157 163 163 157 157 157
CHO05a04 16 12,645,931 |32.1 165 195 164 165 165 164 195 195
Hi08d09 16 13,957,450 [37.3 182 182 182 182 182 182 182 182
NZmsEB147967 [16 15,594,538 |35.5 187 173 173 187 173 173 173 173
Hi02b10 0 37.3 = = 226 = = 226 = =
TsuENH042 13 17,703,361 |40.6 113 164 155 113 164 155 164 164
TsuENH214 16 25,166,944 [45.5 220 202 220 220 202 220 202 202
Hi0lcll 16 25,258,361 |45.1 141 176 145 141 176 145 176 176
CHO04f10 16 33,600,024 [43.2 195 195 317 195 195 317 195 195
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(continued)

Descendant
‘Mahe7’ ‘Hatsuaki’ ‘Kotaro’ ‘F1-165° ‘Aori 27’
INB=5.0 INB=3.7 INB=4.3 B INB=0.0
Position_GDDH [Kunihisa| .40«
Marker name 13 2014 | ‘Golden | ‘Redgold” | “Jonathan’ DeGlfclf:'s Fujit | Hatuaki | “Jonathan’ DS;’:?::S Kinsei' | Mahe7"
genome” “map® | Deficious’

CHO02d10a 16 554,954 22 223 222 222 222 222 223
TsuENH205 16 720,270 4.4 347 345 345 345 345 347
TsuGNHO053 16 842,899 5.4 166 170 170 170 170 166
TsuENH022 16 2,229,990 (7.6 91 91 91 91 91 91
CH02a03 16 2,427,811 7.6 155 155 155 155 155 155
Mal 16 3,179,256 ma Ma ma Ma - ma
LARI 01 16 3,352,448 164 173 164 173 173 164
LARI 02 16 3,353,100 378 289 370 289 289 378
LARI 03 16 3,408,452 297 300 297 300 300 297
LARI 04 16 3,409,282 254 258 240 258 258 254
LARI 05 16 3,410,880 299 298 300 298 298 299
LARI1 06 16 3,417,149 226 226 221 226 226 226
LARI1 07 16 3,420,638 220 220 220 220 220 220
LARI 11 16 3,424,514 284 284 280 284 284 284
LARI 12 16 3,424,905 153 153 151 153 153 153
LARI 13 16 3,426,986 268 268 215 268 268 268
LARI 15 16 3,430,077 290 290 286 290 290 290
LARI 16 16 3,438,576 188 188 191 188 188 188
LARI 18 16 3,440,146 276 276 282 276 276 276
LARI 19 16 3,442,183 246 246 262 246 246 246
LARI 20 16 3,445,424 207 207 209 207 207 207
MdPHYLLO 16 3,762,382 WT WT pel WT - WT
CHO05e04 16 4,367,809 9.2 173 173 169 173 173 173
CHO1f03a 16 4,512,186 7.3 229 229 229 229 229 229
Hil5gl1 16 5,966,413 16.7 161 158 161 161
TsuENHO054 16 6,209,697 17.5 203 203 203 203
Hi04c04 16 6,905,393 [18.9 244 | 214 244 244
TsuENH182 16 9,636,461 23.4 284 280 284 280
Hi08f12 16 9,521,764 |24.3 216 219 216 216 216
Hi01a08 16 9,521,568 (24.3 180 183 180 180 180
TsuENH052 16 12,340,093 [26.5 157 157 157 163 157
CHO05a04 16 12,645,931 |32.1 195 189 195 165 195
Hi08d09 16 13,957,450 (37.3 182 182 185 182 182 182 182
NZmsEB147967 |16 15,594,538 [35.5 173 173 173 173 187 173 173
Hi02b10 0 373 - - 224 - - - -
TsuENH042 13 17,703,361 |40.6 164 164 164 164 113 164 164
TsuENH214 16 25,166,944 [45.5 202 202 222 202 220 202
Hi0lcll 16 25,258,361 |45.1 176 176 149 176 141 176
CHO04f10 16 33,600,024 |43.2 195 195 201 195 195 195
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(continued)

Non-browning individuals in F, population 165A27
‘Aori 27" ‘F1-165" 67 71 75 81 60 65 76 84
INB=0.0 E INB=0.2 | INB=0.0 [ INB= 0.0 [ INB=0.0 [ INB=0.0 | INB=0.0 | INB=0.2 | INB=0.2
Marker name Position_GD13H13 K“Z“(;kl“:a amer | e | s | 5088
_genome' :map” clicious
CHO02d10a 16 554,954 22 223 222
TsuENH205 16 720,270 4.4 347 345
TsuGNHO053 16 842,899 54 166 170
TsuENH022 16 2,229,990 7.6 91 91
CH02a03 16 2,427,811 7.6 155 155
Mal 16 3,179,256 ma -
LARI1 01 16 3,352,448 164 173
LARI 02 16 3,353,100 378 289 289 289 289 289 289 | 378 | 289 [ 378 | 289 | 378 | 289 [ 378
LARI 03 16 3,408,452 297 300
LARI 04 16 3,409,282 254 258
LARI 05 16 3,410,880 299 298
LARI 06 16 3,417,149 226 226
LARI 07 16 3,420,638 220 220
LARI 11 16 3,424,514 284 284 284 284 284 284 284 |284 284 | 284 | 284 | 284 | 284 | 284
LARI 12 16 3,424,905 153 153
LARI 13 16 3,426,986 268 268
LARI 15 16 3,430,077 290 290
LARI 16 16 3,438,576 188 188
LARI 18 16 3,440,146 276 276
LARI 19 16 3,442,183 246 246
LARI 20 16 3,445,424 207 207
MdAdPHYLLO 16 3,762,382 wT -
CHO05¢04 16 4,367,809 9.2 173 173
CHO1f03a 16 4,512,186 73 229 229
Hil5gl1 16 5,966,413 16.7 161
TsuENHO054 16 6,209,697 17.5 203
Hi04e04 16 6,905,393 18.9 244
TsuENH182 16 9,636,461 23.4 280
Hi08f12 16 9,521,764 243 216 216
Hi01a08 16 9,521,568 243 180 180
TsuENH052 16 12,340,093 26.5 157 163
CHO05a04 16 12,645,931 32.1 195 165
Hi08d09 16 13,957,450 373 182 182 182
NZmsEB147967 |16 15,594,538 355 173 173 187
Hi02b10 0 37.3 - - -
TsuENH042 13 17,703,361 40.6 164 164 113
TsuENH214 16 25,166,944 45.5 202 220 220
Hi0lcll 16 25,258,361 45.1 176 145 141
CHO04f10 16 33,600,024 43.2 195 253 195
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(continued)

M oderate- to extremely severe-browning individuals in F, population 165A27

“Aori 277 ‘F1-165" 68 74 96 101 79 88 92 100
INB=0.0 e INB=3.0 | INB=3.3 INB=3.0 | INB=3.7 [ INB=4.7 | INB=4.0 | INB=5.0 INB=5.0
Marker name Position_GDDH13 Ku;(;l;l:a Kinsei' | Maher | onathan® D‘Gcll:ienv
_genome* -0 elicious
_map

CHO02d10a 16 554,954 2.2 223 222
TsuENH205 16 720,270 4.4 347 345
TsuGNHO053 16 842,899 5.4 166 170
TsuENH022 16 2,229,990 7.6 91 91
CH02a03 16 2,427,811 7.6 155 55]
Mal 16 3,179,256 ma -
LAR1 01 16 3,352,448 164 173
LARI 02 16 3,353,100 378 289 378 378 378 378
LAR1 03 16 3,408,452 297 300
LARI1 04 16 3,409,282 254 258
LARI1 05 16 3,410,880 299 298
LARI1 06 16 3,417,149 226 226
LARI1 07 16 3,420,638 220 220
LARI 11 16 3,424,514 284 284 284 284 284 284
LARI 12 16 3,424,905 153 153
LARI 13 16 3,426,986 268 268
LARI 15 16 3,430,077 290 290
LARI 16 16 3,438,576 188 188
LARI 18 16 3,440,146 276 276
LARI 19 16 3,442,183 246 246
LARI 20 16 3,445,424 207 207
MAPHYLLO 16 3,762,382 WwT -
CHO5e04 16 4,367,809 9.2 173 173
CHO1f03a 16 4,512,186 73 229 229
Hil5gl1 16 5,966,413 16.7 161
TsuENHO054 16 6,209,697 17.5 203
Hi04e04 16 6,905,393 18.9 244
TsuENH182 16 9,636,461 234 280
Hi08f12 16 9,521,764 243 216 216
Hi01a08 16 9,521,568 243 180 180
TsuENH052 16 12,340,093 26.5 157 163
CHO5a04 16 12,645,931 32.1 195 165
Hi08d09 16 13,957,450 373 182 182 182
NZmsEB147967 |16 15,594,538 355 173 173 187
Hi02b10 0 37.3 - - -
TsuENH042 13 17,703,361 40.6 164 164 113
TsuENH214 16 25,166,944 455 202 220 220
Hi0lcll 16 25,258,361 45.1 176 145 141
CHO04f10 16 33,600,024 432 195 = 253 195
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(continued)

Non- to slight-browning individuals in F; population KA27

‘Aori 27’ ‘Kotaro” 41 19 25 26

INB=0.0 INB=4.3 INB=0.2 INB=1.3 INB=1.0 INB=0.3
Marker name POSition*GD?Hl 3 Kuzn(;}il:a Kinsei” | ‘Mahe7’ Fuji’ | ‘Hatsuaki®

_genome :maph

CHO02d10a 16 554,954 22 223 223 222 222
TsuENH205 16 720,270 44 347 347 345 345
TsuGNH053 16 842,899 5.4 166 166 170 170
TsuENH022 16 2,229,990 7.6 86 91 91 91
CHO02a03 16 2,427,811 7.6 160 155 155 155
Mal 16 3,179,256 Ma ma ma Ma
LARI1 01 16 3,352,448 173 164 164 173
LARI 02 16 3,353,100 289 378 370 289 289 289 289 378 289 378 289 378
LARI 03 16 3,408,452 300 297 297 300
LARI1 04 16 3,409,282 258 254 240 258
LARI 05 16 3,410,880 298 299 300 298
LARI 06 16 3,417,149 226 226 221 226
LARI 07 16 3,420,638 220 220 220 220
LARI 11 16 3,424,514 284 284 280 284 284 284 284 284 284 284 284 284
LARI 12 16 3,424,905 153 153 151 153
LARI 13 16 3,426,986 268 268 215 268
LARI 15 16 3,430,077 290 290 286 290
LARI 16 16 3,438,576 188 188 191 188
LARI 18 16 3,440,146 276 276 282 276
LARI 19 16 3,442,183 246 246 262 246
LARI 20 16 3,445,424 207 207 209 207
MdPHYLLO 16 3,762,382 WT WT pel WT
CHO05e04 16 4,367,809 9.2 173 173 169 173
CHO1f03a 16 4,512,186 7.3 229 229 229 229
Hil5gl1 16 5,966,413 16.7 161 161 158 161
TsuENH054 16 6,209,697 17.5 200 200 203 203
Hi04e04 16 6,905,393 18.9 214 214 214 244
TsuENH182 16 9,636,461 234 286 286 280 284
Hi08f12 16 9,521,764 243 216 129 219 216
Hi01a08 16 9,521,568 243 180 91 183 180
TsuENHO052 16 12,340,093 26.5 157 163 157 157
CHO05a04 16 12,645,931 32.1 195 158 189 195
Hi08d09 16 13,957,450 37.3 182 182 185 182
NZmsEB147967[16 15,594,538 355 173 173 173 173
Hi02b10 0 373 = - 224 =
TsuENH042 13 17,703,361 40.6 164 164 164 164
TsuENH214 16 25,166,944 455 202 220 222 202
Hi0lcll 16 25,258,361 45.1 176 145 149 176
CHO04f10 16 33,600,024 432 195 253 201 195

_85-




(continued)

Severe- to extremely severe-brownin

g individuals in F, population KA27

“Aori 27° “Kotaro’ 14 27 40 46 18 32 37 54

INB=0.0 INB=43 INB=4.0 | INB=43 [ INB=5.0 | INB=4.0 | INB=50 | INB=50 | INB=5.0 | INB=5.0
Marker name POSMOXLGD?HI 3 K“;O‘];Za “Kinsei® | ‘Mahe7’ ‘Fuji’ | ‘Hatsuaki®

_genome’ :map,,

CHO02d10a |16 554,954 22 223 223 | 222 222
TSuENH205 |16 720,270 44 347 347 | 345 345
TsuGNHO53 |16 842,899 5.4 166 166 | 170 170
TSUENH022 |16 2,229,990 7.6 86 91 91 91
CH02a03 |16 2,427,811 76 160 155 | 155 155
Mal 16 3,179,256 Ma ma ma Ma
LARI 01 16 3,352,448 173 164 | 164 173
LARI 02 16 3,353,100 280 378 | 370 289 [370 [289 [ 370 [289 [ 370 289 [ 370 [289 [ 370 [ 378 [ 370 [ 378 [ 370 [ 378 [ 370 [ 378
LARI 03 16 3,408,452 300 297 | 297 300
LARI 04 16 3,409,282 258 254 | 240 258
LARI 05 16 3,410,880 298 299 | 300 298
LARI 06 16 3,417,149 226 226 | 221 226
LARI 07 16 3,420,638 220 220 | 220 220
LARI 11 16 3,424,514 284 284 | 280 284 280 [284 | 280 [284 | 280 [ 284 [ 280 [ 284 [ 280 [ 284 [ 280 [ 284 [ 280 [ 284 [ 280 [ 284
LARI 12 16 3,424,905 153 153 | 151 153
LARI 13 16 3,426,986 268 268 | 215 268
LARI 15 16 3,430,077 290 290 | 286 290
LARI 16 16 3,438,576 188 188 | 191 188
LARI 18 16 3,440,146 276 276 | 282 276
LARI 19 16 3,442,183 246 246 | 262 246
LARI 20 16 3,445,424 207 207 | 209 207
MAPHYLLO |16 3,762,382 WT | WT pgl  WT
CHO05¢04 |16 4,367,809 9.2 173 173 | 169 173
CHO1f03a |16 4,512,186 73 220 | 229 | 229 229
Hil5gl1 16 5,966,413 16.7 161 161 158 16l
TSuENHO54 |16 6,209,697 17.5 200 200 | 203 203
Hi04¢04 16 6,905,393 18.9 214 214 | 214 244
TSuENHI82 |16 9,636,461 234 286 286 | 280 284
Hi08f12 16 9,521,764 243 216 129 | 219 216
Hi0 1208 16 9,521,568 243 180 91 183 180
TsuENH052 |16 12,340,093  [26.5 157 163 | 157 157
CHO05a04 |16 12,645,931 32.1 195 158 | 189 195
Hi08d09 16 13957450 (373 182 182 | 185 182
16\I7stEBl479 16 15,594,538 355 173 173 173 173
Hi02b10 0 373 - - 224 -
TSuENH042 |13 17,703,361 40.6 164 164 | 164 164
TSuENH214 |16 25,166,944  [45.5 202 220 | 222 202
Hi0lcl1 16 25,258,361 45.1 176 145 | 149 176
CHO410 16 33,600,024  [432 195 253 | 201 195
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g gl? Marker name Position GDDHI13_genome” Kunihisa_2015_map®
5 B _-=~" cH02d10a 554,954 22
R TSuENH205 720270 44
-0 TsuGNHO053 842,809 54
g TsuENH022 2,229,990 76
= CHO02203 2427811 76
) : Mal 3,179,256 :
B S _--=--"" IARIOI 3352448
2 e LAR102 3,353,100
e g LARgp1 02 LARI 03 3,408,452
N s LAR1 04 3409282
.—./ =] LAR1 05 3.410.880
[ et S LAR106 3.417,149
: LAR1 07 3420638
g LARI 11 3,424,514
& LAR1 12 3,424,905
i LARg1 11 LAR1 13 3,426,986
g ke LAR1 15 3,430,077
e LARI 16 3438576
Mg LAR1 18 3,440,146
3 “~. LARII9 3.442.183
5 ~< LARI20 3445424
- g MAdPHYLLO 3,762,382 =
= CHO5e04 4,367,809 9.2
i CHO1f03a 4512.186 73
Hil5gl1 5.966.413 16.7
TsuENH054 6,209,697 17.5
Hi04e04 6.905.393 18.9
TsuENHI182 9,636.461 234
Hi08f12 9,521,764 243
Hi01a08 9,521,568 243
TSuENHO052 12,340,093 265
CHO5204 12,645,931 32.1
. Hi08d09 13.957.450 373
\\ NZmsEB147967 15,594,538 355
i Hi02b10 i 37.3
e TSuENH042 17,703,361 40.6
S TsuENH214 25.166.944 455
S, Hidlell 25258361 451
. CHO4f10 33,600,024 432

Figure 3-2. Infomation of positional relationships between physical map for
genes near the QTL and 39 DNA markers used for estimate haplotype of Chrl6.
“Position GDDHI13 genome: marker order according to the GDDH13 (*Golden
Delicious” doubled haploid #13). “Kunihisa 2015 map: marker order according
to the reported linkage map (Kunihisa et al. 2014). -: no data.
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£4F

GWAS ICk 2R NBEBEEERFEE DB

#m
BR2EFROE IELD, BV 27 ROBNOIEBELEMEREIX
FBLI6EEMED QTLICE W T ‘= A F rF UV vy 27 “FU ¥y

A0 O CHIE HEROEBEE AT o AT ONT R E K E R
ATHOZENRBERMETHL EHEEENT, —FH T, v~ 77,
‘R FRILERANAT AL T EREEZAS TR OICLEDL T
BT Db, MORBRE QTILOEENE 2 b,
GWAS I E L AR M & oFHE)N 6 REA %l # T 5
QTL ¢ R 2HET 2 FEOOVELTHY , WIRHAIC DL %
ERT 22 ENTERVE FORFRKRICEHTIEETFRIBOLD
B &, BB L C&7 (Hamblin et al., 2011), QTL f@#rd XL 9
o BEER A ER T 20BN 2, BEFEOBEREIES QTL fi# 471
FRH TRV A HABER MR L THRIFT 5 2 & 2 e
Th b, ITERICB T, v — 7 — & HIBAR 7 L 8 Ry
(linkage disequilibrium: LD) JREEIZH D Z & ZHifEE L TED
DNA v — 7 — Ko THAN—TX DD SIL LD O R E 2K
Fd 5, MITIChBR~s— T —BEZHKT 572D, LD OFfRE
N OE 72§ M & 7¢ b (Flint-Garcia et al., 2005; Slatkin, 2008;
Uchiyama et al., 2013), LD ORRE N FHWEM TIX 7 /7 L 2K %L T
N=F LD HEER~ =0 —8IT DR LD O R E R4
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MTEmBERRE~Y— I —BNMEELRDL, £/, QTL & H O #
BEL LD OBREICEKFL, LD XKW EMRBENELS D, £<
D GWAS TIE7 /) A& a2mBETCIANA—TIZ2HO~—T—%
HFHTHILENHY, SSRY—H— SNP~—F—NHWLND
ZENZ W, SSR v — U — (T LEME T HEBIME S & < L TR B A R
b ARE THRIA A Z WA (Miahetal.,2013), T4 TlL SSR ¥~ —
— L VEHLDERNEL, "M ANV =T v FPOEEE~ vy T
MA[EE7: SNP ~— 7 —2EB SN TWS, U= Tik, Ilumina
Infinium 0 > A 7 A, Axiom % ® SNP 7 L 4 (Chagnéetal.,2012a;
Bianco et al., 2016) DB FE I N THHROT FE L2 > TEBY
GWAS IZHIH & TWwW % (Kumar et al., 2013),

REIZEB T H5GWASIZ, UV =2 (Kumaretal.,2013), 7 ¥ (Iwata
et al., 2013) F THRADOHRE N & %5, Kumar et al. (2013) (Z7F R
M 1,200 4 2,500 SNPAZ H W 72 f##T 12 K - Tl FE | 18 28 PR | L
HRFEDOEE THEMRSNPZRHE L, T 6D W SO0 BEHm o
EiEfs T E — %L Tz, Iwataetal. (2013) X, HAF 76
i FEZ DWW T 155D SSRY — 7 — | 4ORAPD-STS~ — I —F & & o
BRt1620~—H — % H W IOEE OMITIC L » T, I, 2BEH
mire . R BICAERQILZMH L, A MEZ R L7z, £7. Cao
et al. (2012) HIEEFI104FK K. S3DSSR¥— AV —z2zHWTRHNE
CRE,EKEEREZEDOIOREICOWTOMTZITWV., BEH & —
T2 OQTLE B L TWD,

GWAS Tl., Zkk B kZ b ORHEADOESF 7 — V&2 MTIC
MLAGAT Z ENATRE R T2, B X I2 B 5 < QTL f# 41 T 4 Bt 4
MoBOT VARIZER PRI ERBTERNE D R
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QTL bW LN e 2 EMELHDH, AIRD LI, VraTORA
B EMIZIE PPOEFEBEEORNFORAERZ X b 20, BIniric
SRS 1 3 = S s Ml = G A A T

ZIZTARETE., ZHRLELRERZMH VT GWAS IT X » THZE
FMEREE (RREOCRITBEE, AR 7=/ —LE&E, PPO &
M) ML, R QILZRET A2 LA E LT,
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MHROAE

1. # #

BARARTHE I L TWD2EK0 ) I fE, KON L
EATRR D86 FE « KA A BEE L. 20154 (X590 FlE . 20164 1% 85 dn fi
WZOWTImEH 2V IO EMRA 21T > 7 (Table 4-1), T b
DKL OTREIT, DWVEEAR (M9, IML, IM7, M26D 7 i1 7°)
FllE~ A R"ERICEBISRSN, DAOTHETO R ABS £ 7IX
R IR B 5 I 3R S T2 10~20F A0 b D&M H L, vk, b H
HAXEATIECHE - T2,

2. RERE QMM

BAEMERE L LT, 90 FAL 24 Bif#% &K O 15 0% @ INB
(24-h & OV 15-min) ., RIBEME (WOLE 400nm), A Y 7 =/
— /G & PPOTEMED STHE O RFERE 23l L 72,2015 4 & 2016
(R BEMEIZOWVWTIE 2016 FDAH) O 2 »FHAEL., &
EHLHACELLETHELRAREIREMEN L, MAEFIEETE 2 =
DIEREFIEZE N, RUEBEMROR —HEIE L TIT-o 7,
RHBEEIL., A 10 g2 &V B> T3 mm AREICHE L.
EEK20mLEZMAZTT Lo ¥ — T (15,000 rpm, 30 F») %%
BEHICEEZHOW TR EEHL, 1.4 mLAEZ~ A7 2 Fa2a—7I1C8
LT 10,000rpm T 10 =L L, E{HE 1mL%Z 2.5mL v A 7 1 F
2—7ICHBLT25CT 24l A v Fax—1Ek, AED 4% XX
UV BEKBIREMZ CHFERISZEIES S, X KEFH (UV-1800
UV spectrophotometer, Shimadzu, Kyoto, Japan) T 400 nm @ %% Y &
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ZWE L. R (Ao (24 FERIE£)) & L7z,

B o ERMITE 2 3= & [F B2 Shapiro-Wilk test (2 K 0 BifE P =
0.05 CHRE L, 2FMILBEL THMAEL L S8 MFED INB (15-min,
24-h) ARV 7 =/ — )& & PPO M IZ D\ T Kunihisa et al.(2014)
DFHEICHE > CTEHBEEZFHR L, £72. INBOSESIZ. ot

BLE SO ET /L (ANOVA) Z# W THE LI,

SSNP oz /214 EVYT
7 7 2 DNA OHiIHIZA Y~ F DY % L W DNeasy Plant Mini
Kit (Qiagen, Hilden, Germany) %= W\ TAT > 7=, 86 i fE D & ix 1
B 1X Apple 20K Infinium (Bianco et al., 2014; Illumina, San Diego,
CA,USA) Zf{EMH L, Illumina OFFHEN 27 v h 2 — L IHf > TR
E L7, B +% 7 — %1% GenomeStudio Data Analysis software
(Illumina) Z fJ \» T GenCall threshold of 0.15 TH##1 L 7=, GenTrain
score 0.6 LL T & % W\ X cluster separation score 0.4 L F @ SNP (X H
HTHBLTZ 722 —2HBHREL, WURLDHEZ RT b O %
BER L, /2, WEHETEZH D720 SNP b HIBR L 72,

4. ESHT T (LD) D #E & GWAS

LD @ #E & GWAS (21X 20K SNP array T 5 #1172 11,796 SNP @
ZM T — XMW=, SNP O ET — XTI Twvb SNP 1F
# (Bianco et al., 2014) (2% -3\ T, GDDHI3 & MK %] (Daccord
etal.,,2017) ~~y b7 LEMRZMEMN L7, GDDHI3 [T~ v E
Y7 E NI o7 SNP T O W T X, GD vl.0p (Velasco et al., 2010)
~D = v By 7R E 72T Infinium (AT B AL E R ICK S X
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GDDHI3 & i HIiZ~y B 7 T&ElfFEd SNP 27 7 — L LT
GDDHI3 FoOfM@EEZHE L7, I X0 EE®IES LR
o 72 SNP XN 22 B BR & . RA&MIC 11,730 SNP & fiEHT I A L
77

~— B —R® LD #E (r?) 1% R package “genetics” D “LD” ¥ #E (2
L0 WEEEEN S-Mb LN D2 TO SNP~— " —R] THMH L,
~—Hh—Mo 2l YEOEBE OB FRIZ. Rpackage “KernSmooth”
D “locpoly” e W ClRATZ A il L 7=,

GWAS [Z. R package “rtBLUP” (Endelman, 2011) ([ZFEHE I
“GWAS"HHE DR A T F /L (Yu et al., 2006) & H W TIT > 7=, [[
package ® “A.mat”#% fE (Endelman and Jannink, 2012) 1 X v . &Eix
FTRTF =2 nbEBEGRO~ M) vy 7 2AEFRHLE, £7VICE
FNLEMEED PC (EKT) O, R O “prcomp”#EHEIC L ¥
BHLEEER 10%L LD PC OzRETHIELELIE, v A
T =7 LIV 0.05 K O SNP T EHT 2~ 5 Br v Tz,
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S

1 RBEORH LERE

2015 4E 1% 59 SR, 2016 1% 85 M IC DWW TEEfli L. 2 4 &
bHAAELLEZDIESSMETH o, WTFHRDOFEIZH | INB (15-min)
Je OVINB (24-h) 120 (#&) /6 5 ($) £ THHEEL 22 (Table 4-
2, Fig. 4-1, Fig. 4-2) . FE#®E ™ (0<INB (24-h) <0.5) ELHE IR
DX, BBV 2T OHRTHoTE AV 7 =/ — LG & KO PPO
EMEL WAL BIMEIL < oA L7z, Shapiro-Wilk test TiX, 2015 4
DRV 7 =) —NEEEZERS ETORENIFEERD/MEZ LI,

HEMOMBRERZ L L. BAY 7=/ —LE&EIE, INB (15-
min) & OMBEFEE (RM) X 0.35 (2015) X 0.06 (2016) T

DIZx L. INB (24-h) &L OB 042 KT 0.27 TH Y, TV
BAL 24 B O RABEMELEOMBEN BN E N -T2, —F.
PPO JEME (X, INB (15-min) & OMBIFE% (R fE) X 0.36 (2015)
F 0 0.39 (2016) TH D DTk L, INB (24-h) & OFHEIIX 0.30 &
L 0.26&720, TUVEBALEBEKHETORABENE L OMHEN G
Mmole, MAY 7=/ —LE&EE PPOIGHE OMBIITK, F 2
ECTQTLMITICH W FiEM X R 5 Mm Th - 7= (Fig. 4-3,
Fig. 4-4),

SRR KO BERIT 2N FEREME L S8 M- RO T —
X % fEH L CEH L7 (Table 4-3), J& 35 O E 5 % 1%, INB (15-min)
(X 0.71, INB (24-h) /£ 0.73 &, B _=THEJI L7 FiE£H & FER
EmMETholeolzxt L, AR Y 7=/ —EdaEdBEERIT 0.43,

PPO {EMEIZ 0.56 TH VY . RAWEME LB L TR - 72,

_97-



2. EHETFH (LD) OHERUVERD S

LD OREZHET D720, 86 dhfl « ZHIZ>WT 11,730 SNP
DEMTF =2 fFHLTC~y——Mo ?HEEHEHBL, ~— 5 — M
O HEEE 10 kbp S L IC 2 OFEHEAEZ S ey ML (Fig. 4-5) .
ZORE. KEFIZB T LD R TWD (12>0.2) #HPFH TN
700 kbp L HEE &L, K 750 Mbp ® U > =24 ) A2 11,730 SNP %
Bl L72A GWAS TO ~ — U — & JE 13 10.9 SNP/700 kbp & 72 ¥ |
fEHTICIZ o ThorEBx LR,

— ., ERG AN OMER, AEMOE — | & ElHo0FLHFE L
FNZEIN 89%., 7.0% TH » 7= 7= ¥ (datanot shown) . % O &

LI L., PC=0TGWAS 2792 L& LT,

SSGWASIZX 2B ZEEEMRED ATL DR H

GWASIZ 11,7308 ® SNP~ —H — & 20 F OB EHERE T — ¥
(INB (24-h} Q"15-min), AU 7 = / — L& & K O'PPOTE %) |
KO2016FORWTBENET — X E2ZHWWTHERI EIITo T, Bl
L722SNPD-logio(p)E% Yok Z L ICHEEM BN EINEIWC 7 2 » b
L7 & Z A (Fig. 4-6, Fig. 4-7). INB (15-min) 22 CTIlL20164F
230 DY AR, BB ENEIC S W TIZ20164E 1215 O Yt {512,
BARY 7 /) —VERBICONTEH2NELE L H AR IZ, PPOTE
PEAZ 2D W TIX 20164 1222 D ¥ 4 K 1 B 5 ( False Discovery
Rate=0.05) Z @i 2 2 QTLA M H I iz,
FRETHRHSAEQILIC W T kTt ick bAEED S
VWSNP % Table 4-41Z/R L7z, 20154F1Z# AR Y 7 =/ — L H&ETI1D
D QTLA it & 4, GDsnp00047 (164 A (K L ¥m . -logio(p) =7.19)
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DO ABEDEWSNPTH o7, 2016FICRHWEBEN (15-min)
THRHEHINEZ3IDDODQTLIZ DWW THR LA EMENEH WSNPIZ, 212
AL SNP_FB 0598996 (& 5% Y« 4 (& £ K. -logio(p)= 6.93) .
SNP_FB 0049856 (& 10%& Y A (K F~ & . -logio(p)=4.12) Kk O
SNP_FB 0935827 (#H17&HF AL T . -logio(p)=6.30) Th - 1=,
20164F \C B H B AEME THRHE SN 7ZQTLTITILARI LIz S iz
RosBREEDSNP SNP CT 1540624 Lgl0 LAR1 _MAF40 1618769 ex
on2 (F16FEYEOME L KM, -logio(p)=5.61) 2N b A BN E
ST 2016F IR ENTZRAY 72 ) — L EEDQTLIZ DWW T b,
RK~w—H—N¥E—27 % L7 (-logio(p)=8.14), PPOILME T20164F
IR E S NT7222oDQTLTIiX., SNP_FB 0599012 (% S5& 40K L&
K i . -logio(p)=8.32 ) K& Y RosBREEDSNP SNP GA 49250482
_Lgl5 01707 _MAF20 641093 exonl (5 157 Y& 4 (K K i . -logio(p) =
4.40) R bLAEEDOEHWSNPTH - 7=,

Ihbo~v—h—#EE 7% (AA, AB, BB) ILE W THEBED
2015 A K TN 2016 0 KB 73 47 % thdg L 72 (Fig. 4-8, Fig. 4-9),
ARV 7=/ —LEED215F D QTL ICH 87 5 GDsnp00047 T
F.RRY 7 /) —VEEBEOABREFHMICAREENH 72, 2016
FElIcHMEBENZE 5 FYRMAEKO INB (15-min) @ QTL ICHEHEH T 5
SNP_FB_0598996 D i#E{s + % AA #. AB B X O BB #f TlX. INB

(15-min & OY 24-h) . PPOTEMENAEICR L > THE D, AARE T
H MR N PPOVEMENIK S (IR W T ABRE.BBRDIETH » 7,
B, RHBEMELTRARY 72 ) —VEETIEHTAEEZEN AN
o te, HO10 FLRAKICHEE 7 INB (15-min) @ QTL (238

49 %5 SNP _FB 0049856 ® 72 5 & s + B2 1X. INB (15-min &
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W 24-h) ICHAEBERENALONTED, MOBEIZ DV TILEN 72
S, H 17 BEYRGK O INB (15-min) ® QTL (2 #H 9 %
SNP FB 0935827 Ti%. INB (15-min) O A #E xR ICHEEN
HY ., AABEITBEMELE S, RWT ABH, BBHETH -7, Fit
BWEMEKRORAY) 7=/ —VEEO QTL PRS- H 16 F Y
t {K£ ® RosBREEDSNP SNP CT 1540624 Lgl0 LARI _MAF40
1618769 exon2 {22\ TiX, AABOMEIX 1 BAEOHTH -7z
D, ABHELX O BBHIZOWTOARREMELZI T2 A, R
H.RAY) 7=/ —VE&E, PPOIEHEICOWVWTIZIABHERIARILH
WEZ R L7, RRBEMRICOWTITEN o T,

PPO /&M@ QTL At S N7t 5 FY ALK D SNP_FB 0599012
IZBWTIX, PPOTEMEN AABHTAHAEICE S, RWT AB #. BB
HOETH 72, BAHBZEM (15-min) THLEL L EEm NS N,
BB HEIIfh oo 2 BEICH_XRTAHRICEWEEZ R LZ, £/, & 15 %
QKo PPO IEMEIZE#H 89 5 RosBREEDSNP SNP GA 49250482
Lgl5 01707 _MAF20 641093 exonl Ti&., BB # 2 PPO iE M K OV}

Wis 2P (15-min) TH B REME 2 5 L 72,
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=5

QEMTEDLE TS MM - RHICHOVWT S >0BELEHEERE %
PR L. 2T OREE XIS WS AE o~ Lz (Fig. 4-1, Fig. 4-2), L
2L, FEBEME (INB (24-h) < 0.5) Z#x-L720ix ‘Y 27
DHTHoT, 5 28T QTLMATICH W Fi£H & . AE T GWAS

CHWEMEEH THEREOT REZ LT 2 & 165A27 £H O
INB (15-min) 1% 0.5, KA27 £ X 1.7 T 5 DIk L. GWAS £
M1 3.0 & & W E [ CdH o 7= (Table 2-5, Table 2-6, Table 4-2), INB
(24-h) IZ2>WTiE, 165A27 £ M 1F 2.0-2.3, KA27 £ 1% 3.0-3.3
TH2DHDITx L, GWAS £ X 4.0 &£ &2 o 7=, PPO IEHEIL 165A27
LK KA27T £ TIEZEE 4 551 LY 49.1 Th o7 DI
L. GWAS £ I% 75.0-76.3 CBE ICmrolc, —FH T, AU 7
= /) =& BRIX 165A27 £ M KA27 £ | 2 8 GWAS #£[H T 81.9,
60.1. 63.9-71.5 L Z I Vo, ZOLIIT, KED GWAS T
AW fmfE - RHERTE 2EZETHWE FiEH L ki L T PPOE
PR O REEEED & VRS S > 7= (Fig. 2-2, Fig. 2-3, Fig. 4-1,
Fig. 4-2),

BB EMIZE T 5 GWAS X Kumar et al.(2013) D RE N H U |
HOFKRVDE 16 FLAKICHNMBEICET 2 QTL K4 T
W5, —F., vy B UKD TR, B 30 % 10, 11, B
14, % 15, & 16 X OFH 17 #E{H I QTL A#HEI N TV DL N
(Mellidou et al., 2012; Guardo et al., 2013; Sun et al., 2014) ., W\ §
NLIRIII~TREREOLOTHD, AP TIEEHE 5. F 10, H
15,5 16 MO 17T HFREAKICHEFEEE O QTL A H S i,
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INB (15-min) THH S ALHE 5. F 10, H 17 FLEAKDO QTL @
OBb, B S KOHE 10 FYAAROMEIL, INB (24-h) THEICIZZEL
ol b DO, mW-logio(p)EZ o~ L7z (Fig.4-7), ZTHbH D 9
L. REbEWAEMEREZRLEE 5 FREAKDO QTL CHEHEHT S
SNP FB 0598996 ® 4 & s+ » INB (15-min) F¥{EI1X. AA T
0. AB T 1.9, BB T32  Thoic, £7. INB (24-h) DOFHi%k,
AA, AB, BB T %04, 3.6, 42 ThHV, BT LA DBBEDZ
EIZRBE L TWD I &R L7 (Fig 4-9), FE48 4 M 12 H 8
LTWDT LA, B3IEONAT XA TR THNWEZ 5 20
MEMOI L, " T—AT T U vy A OHIZHEKL T (data
not shown), — 7. PPOIEMEIC O W T & 5 H Y (f L R ICAH
BEME OB W QTL (SNP_FB 0599012) At & =28, A SNP 2B
WTH PPOTEMICHEMHT 2 BT L AT, " T—LF T U vy A7
RLEC.CCEYET EAOCHENICHERL T, RABEM KT PPO
IEME D QTL M8 s FRAKOFRMEICHRID SN L, 2. B
L WEMR MU 2 Arctic® Apple TEHMHEI Sz 4o
®» PPO (PPO2, GPO3, APOS5, pSR7) ® 9 & (Carter, 2012), PPO2
O pSR7 WA QTLIWCFHET D b, PPO BNERENEBENMED K
KNEBEFDOOEODTHLIAIRBELREG W, L2ALETERD X 5T, B
EHET LV EMKPPOEMNT VIO HRKITIZERIZIT Lo T,
PPO {HEMEICOWTREEZ KT 5L, "= T T U vy R
MkO7 LV EREHEATHES DBV 27 KO “Anr—" %,

ZNLUSNDOE PPOTEMET VL EREHAS TR 77— A ML T
47 LR L TS T PPOIEMERNIK S, HIORIC K o THBEN 2
mHARBEEND D, T2 PPODEEREMENFEA T THAICKE
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K FHEHEFT DRV 7=/ — sy d. PPO IEHEHEDOKLEH & L TH
WrhrsmuabZ ot TR o TWREAREELEZEZON D,

U @ PPO ¥ > /37 (X Murata et al. (1992) 2 X » T Hf S
L., cDNABXOZ / L DNA b5 E S L TWS (Bossetal., 1995;
Harutaetal.,1998), U > I3 ® PPOIXTEKOEL T 77 IV —%F
L Tk (Bossetal, 1995), &~ / & (GDDHI3) 7 /7
—va VERICESSE ZABHIEHE S FLD 10 FLRAMKIT 18
MHTBHFEAELTWVWD, — T, X7 OBKXIKBEN TIEE—O
Ny R & Tw2uyy (Murata et al.,, 1992; Haruta et al.,
1998), Kim et al. (2001) 1TV > T DHEFET 2 >0 PPO D 3 Ji it
FraiTwvw, HRTERBELIERICH TRHRICEIEN DT 2 L
wMELTWD, EEO PPOFEMHICOVWTEH, hETE L, B,
AL LB FT 5 2 &5 (Murata et al., 1995b; Holderbaum
et al., 2010), PPO O REZ T RO EBE TEHER S LT WD A REME
BhoH, LinL., HEDO PPONWHFIETDAREBIELH DL LMD
5F BB REEDOEZREZBRELZWRE TV R ERICHE
RBELTWD PPOIRRKEICES TRV, 4%, I HIZFEMZR D
BB RBEMB, XX VL RLVOBEMITALETH D,

‘Lo’ ko= KW TU—RAX—XT X’ O PPO MK
X BB 27 kW “Aw—" 2K o 2 (datanotshown)
KT ER T~ FT—72ofEiCHRKRLTWD O, EHBO M
FOZRHER NP ESND, 26 OB\EM.IL INB (24-
h) RZEhZEN2, 47T KT37THY, WIhd “Auao—" XvE
W, KAFFE D GWAS TH LN QTL o EE F R A2+ 25 &, 2

o OMmAIX INB (15-min) THREINEH 17T HFREERKOE LT
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R EEDOEm W AABTHLZ b, A QTL O R K E s T D
HELHHLABZEORBETH D,

FloH G AR EEICITRIT AR AY 7 =/ — 5 & OQTLN
i & 4. Kumaretal. (2013) D& K& OABF 2523 O QTLAE HT
DiERLE -HLEHFICRAY 7=/ = LEBEOQTLILE WA B
T2 L bLEELTHRIEINTZ, ZOBEBITITLARIDFEL, Z
NETIVVYIOEERY 72 /) —NLThHD 7T NI F— AT
o7 v kv 7 =Y (Khan et al., 2012) . AT F o2 v 7 =
iyt Woltkiax AR Y T2 ) = VERAEOQTLAHE I N TE
» (Chagné et al., 2012b) . R BEMEDOQTLb WM E I N T W5
(Kunihisa et al., 2014; Morimoto et al.,2014) , AQTLTH & A & 1k
®» &  RosBREEDSNP SNP CT 1540624 Lgl6 LARI_MAF40 _
1618769 exon2 D KX Bm R OB E M (RHETRAY 7=/ —
NERE) X, WTRLABHEOEABBEE LV AEICELS, BT L L
NHERHBEMELOERY 72/ —LVEEICEHEHELTWVWDL Z &%
ML, BT LViE, " TV vy R "= T 7 U vy A7 “H
2, lLE KO EE oRMloT L rIcHRLTWE, ‘T
VY R, A=A T T vy 20RO CHET mok o IR B A
PET LI 2RO HEIEOFREM 2 W QTLMMT K O 7 v ¥
A THEFTHHEBLEETLLLELTRESATEBY, 260K
FER—ThbsreBExzonlz, LML . AV 7=/ —NLEBLEOE
H A8 MEIC B 3 D A O QTLIX., FiE M % H v 72 QTLM T < 1% #
W ZMEDOQTLE —FH LoDz kt L, MFEMEZ H W GWASTIT —
BHLleholeZ b, RGWASHEMICE W TIX, BB ZE M~

DEENRKEDVOIZIPPOIEMTHY AU 72/ —)VE&EDEEIL
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mhEaneEEZ BN,

INB (15-min) @ QTLIZH10F Gtk & H17HFE L EAKIZ S i S
iz, HEE{ 9 5 SNP_FB_0049856 )% ("SNP_FB_0935827 D % & {5 T
B o R BA S A IXINB (15-min) TH E Z N MR S 4L (Fig4-9) . Ai
FHIXINB (24-h) THHEBEEZ R LI, ThOOBEKICHRAY 7 =
J =@ ELPPPOIEME DO QTLIZ M SN o7 2 &b, K
TR T DM TH D W EEMED &V, Mellidou et al. (2012) &
Guardo et al. (2013) &, FHI0EHEICEABEMEICE T 5QTL:
WE L CRBY ., EH&EM T % GDP-L-galactose phosphorylase 1
(MdGGPI) LH#E L TW5D, & HIZ, Mellidouetal. (2012) [

HEEHHETWICRABEE, RAOT 22 v U (AsA) kO
TR T A a e Ui (DHA) G &OQTLZ KB L TRV . F BT
Lo TASAG B LBAEARECEODHBEAALOREZZ D, 2 H
5 D QTLT % @ dehydroascorbate reductase 3-3 (Md DHAR3-3) % 15
M+ & LTHBTTWD, 70, 55178 8 B 85 804 21213 Sun
et al. (2014) & RWBEMOQTLZ M A L TH VY . Chagné et al.
(20120) X7 v FUBEEDOQTLAZ ML L CTW 5D, RMHEELIZ
bR ®y A RBR/xTREERICE T 5HCT/HOTR . p-7 <
RANFTBE o S UBAER T IMELET-RFLTWVD
p-coumarate 3-hydroxylase NALE L TW5DH, RHFIE TIEEI17TEL G
BICHRARY 7=/ — L EBOQTLIZMHE SN - =28 R4 H
DFEMBERY 72/ —VHRKIIAHTHLZENE, K 7=/
—VAEGREBRFAEE L TWDATREMITHER TE 220, PPOIE M
BT 2QTLIXHISELEAKIC RIS, RYPEEAEKIZIE, Sun

etal. (2014) (2 X 2 RAW®BELEMEDQTLX . Change et al. (2012) Z
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X Bp-7 A NVXFTBOQTLO HENH 5 A, PPOE s+ H K IX
JESE L TV W2 (PPOTEMICHEN T 5M b NOR F+ B HFAET D
ATEEME N & 2 b LT,

LEND, AMHTEN TORABENMN (15-min X O 24-h) (1T
S FRAKDO QTL W RESEEBELTEY . ZOoFRKERFIX
PPO T, PPOWEMHZ B L CRNBEMICEELZLIFTILTND LHE
bl HE2EDO QTLMEHTICH WL FiEMTCIEBEME® 8K
FTThrHrEBXLNTH 16 FRAKD QTL (LARI) 1. GWAS H
EHTERHTEBERELOBAY 72/ —VEBICREIEELT
W7eh, RABEME~OEZEZTIZEAEARLNR ST,

S /YEEAKDO QTLIZHE VT, HFBEMRK FTHL "FT—1TF
YTV R BROT LA EREEATH O MEIT, K 86 it
fi e ZHDOIDL “HEY 277 KN Aw—" OAETHY, Thb
@ PPO {&E M 13 M8 6 THL 2> - 72 (2015 41X 6.52 & TY 21.67 unit/g FW,
2016 1% 18.27 & O 18.10 unit/g FW), “H BV 27 1358 16 FY &
KD QTLIZHO W T HHBEMT LLOFREESIKTHY . AR
T x /) —ERITEL (35.53mg/100g FW, 2 W4EEHE) . HEHE
P (INB (24-h) =0 (2015) K T* 0.2 (2016)) ThHotz, “Awm—"
T2 D QTL N EM/IEBEMT LILDOA~Tu#HELSETHY | B
U7 =) —LEgEIETET (54.98mg/100g FW, 2 22 EH ).
DTFALEZRAITDTNICHBZE L (INB (24-h) =1.0 (2015) X
O 0.7 (2016)), -~ T, 2 5 FHROK DO PPO ITHEBAEN (0.5 <
INB < 1.5) CHTL2EHERKNFTHDLIN, HFHBEM (0<INB <
0.5) ZRV.ESHDH7OICIE., B 16 FYRBAKD LARI L IEHEMET
LIVOKREER LT HOLERD DL EHUIND, &5 KOE 16 F
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Yetolko 2 SORTEMERHLE~— T —F AR IZ, FEBEMEY
YIADFRICAMTHDLEE XD D,

LU, A GWAS THR L7ZERIBILHEMN/DNRE LR LD TH Y
k- tAREO ATREE D B ETE RN, SR ITEF Y A XDH XK
R, INLDOQTLOMRERIAET HZ ENLETH D,
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Table 4-1. Apple cultivars / selections used for GWAS

. i Phenotypic evaluation Pedigree Registration / .

Cultivar / selection o » Origin
2015 2016  Seed parent Pollen parent Publication year

Aikanokaori e} @) Fuji Tsugaru 2001 Japan
Akagi o] Golden Delicious Jonathan 1975 Japan
Akane @) Jonathan Worceter Pearmain 1970 Japan
Akibae o O Sensyu Tsugaru 1993 Japan
Akitabeniakari ) @) Orin Sensyu 2005 Japan
Akitabenihoppe @) Sensyu Sansa 2009 Japan
Akita Gold o o Golden Delicious Fuji 1992 Japan
Aori 3 gou @) Toko Richared Delicious - Japan
Aori 11 O Kitanosachi Jersy Mac 2004 Japan
Aori 13 e} @) Richared Delicious Tsugaru 2003 Japan
Aori 15 O O Fuji Aori 3 gou 2004 Japan
Aori 16 @) 67-45 (Akane X Rero 11) Natsumidori 2004 Japan
Aori2l e} @) Fuji Rei 8 2008 Japan
Aori24 e} @) Granny Smith Rei 8 2013 Japan
Aori 25 O @) Mellow Liberty 2013 Japan
Aori 27 O O Kinsei Mahe 7 2008 Japan
Aori 29 gou @) Tsugaru Sansa - Japan
Benihatsumi @) Tugaru Sansa 2018 Japan
Beniminori @) Tsugaru Gala 2019 Japan
Chinatsu o) Akane Stark Earliest 2001 Japan
Cute O Sensyu Tsugaru 2003 Japan
Delicious o @) - - 1880s USA
Elstar® @) Ingrid Marie Golden Delicious 1950s Netherlands
First Lady @) Sansa Tsugaru 2009 Japan
Fuji ) @) Ralls Janet Delicious 1962 Japan
Gala e} D Kid's Orange Red Golden Delicious 1974 USA
Golden Delicious o o] Grimes Golden Golden Reinette - USA
Golden Melon e} @) Golden Delicious Indo 1949 Japan
Granny Smith e} @) - - 1868 Australia
Gunma Meigetsu ) @) Akagi Fuji 1991 Gunma
Haruka e} @) Golden Delicious Delicious 2002 Japan
Hatsuaki o ] Jonathan Golden Delicious 1976 Japan
Hida O @) Fuji Golden Delicious 1985 Japan
Himekami e} @) Fuji Jonathan 1985 Japan
Hinoazuma e} O Sensyu Himekami 2006 Japan
Honey Queen e} @) Megumi Sekaiichi 1995 Japan
Hozuri ) @) Fuji Jonathan 1996 Japan
Indo ¢} D - - - Japan
Iwakami e} @) Fuji Jonathan 1985 Japan
Jersey Mac @) NJ-24 July Red 1971 USA
Jonathan e} @) - - - USA
Kanki ) @) Sensyu Tsugaru 1992 Japan
Kaori e} @) Richared Delicious #111 - Japan
Kinsei o o] Golden Delicious Delicious 1972 Japan
Kio @) Orin Sensyu 1994 Japan
Kitanosachi o] Tsugaru American Summer Pearmain 1981 Japan
Kitaro e} @) Fuji Hatsuaki 2000 Japan
Kizashi @) Gala Stark Earliest 1991 Japan
Koukou ) O Hirodai 1 gou Fuji 1999 Japan
Kotaro O O Fuji Hatsuaki 2001 Japan

“For juice browning in 2016, we investigated 84 cultivars and selections except for 'Elster'.

b Registration / Publication year: Year of cultivar registration or appearance in commercial / test production.

- 108 -



(continued)

. X Phenotypic evaluation Pedigree Registration / .
Cultivar / selection o 5 Origin
2015 2016  Seed parent Pollen parent Publication year
Mahe 7 ] o] 5 gou (Golden Delicious X Indo) Redgold - Japan
Maoi o] Mantet HAC6 2004 Japan
MclIntosh o] - - - Canada
Megumi o o] Ralls Janet Jonathan 1950 Japan
Mellow ] o] 19 gou (Golden Delicious X Indo) Golden Delicious 1990 Japan
Miki Life ] Sensyu Tugaru 1992 Japan
Morinokagayaki @) o] Tsugaru Gala 2011 Japan
Morioka 68 O Sansa Sensyu - Japan
Narihoko o Golden Delicious Fuji 1985 Japan
Orei o) o Golden Delicious Delicious 1951 Japan
Orin ] ] Golden Delicious Indo - Japan
Ralls Janet o o] - - - USA
Redgold o o] Golden Delicious Richared Delicious 1946 USA
Rero 11 o Toko Richared Delicious - Japan
Sansa o Gala Akane 1988 Japan
Sekaiichi ] ¢] Delicious Golden Delicious 1974 Japan
Sensyu ] o] Toko Fuji 1980 Japan
Shinano Dolche ] o] Golden Delicious Sensyu 2005 Japan
Shinano Gold ] o Golden Delicious Sensyu 1999 Japan
Shinano Piccoro ] o] Golden Delicious Akane 2006 Japan
Shinano Pucchi ] o] Tsugaru Sansa 2010 Japan
Shinano Red o] Tsugaru Vista Bella 1997 Japan
Shinano Sweet 6] o] Fuji Tsugaru 1996 Japan
Shinsekai 6] o] Fuji Akagi 1988 Japan
Syusei 6] o] Fuji Tsugaru 2005 Japan
Slim Red @] o] Fuji Akagi 1995 Japan
Telamon @] o] Wijcik Golden Delicious 1989 UK
Toki @] o] Orin Fuji 2004 Japan
Toko ) o Golden Delicious Indo 1962 Japan
Trajan o] Golden Delicious Wijcik 1989 UK
Tsugaru ] (o] Golden Delicious Jonathan 1975 Japan
Tuscan o o] Wijcik Greensleeves 1989 UK
Worceter Pearmain o] - - 1870s UK
Yoko o) o Golden Delicious Jonathan 1981 Japan
4-23 ] o] Fuji Mabhe 7 - Japan
230-1 O Tsugaru Sansa - Japan

“For juice browning in 2016, we investigated 84 cultivars and selections except for 'Elster'.

bRegistration / Publication year: Year of cultivar registration or appearance in commercial / test production.
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Figure 4-3. Correlation between four browning-related traits with flesh browning
in cultivars / selections in 2015. Units are the same as in Table 2-1. R-value as
correlation coefficient are shown in each panel.
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Figure 4-4. Correlation between five browning-related traits with flesh browning
in cultivars / selections in 2016. Units are the same as in Table 2-1. R-value as
correlation coefficient are shown in each panel.
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Figure 4-5. Genome-wide LD decay estimated from 86 accessions. Plots of average linkage

disequilibrium (LD) values (1?) against physical distances in increments of 10kb. Curves show local

polynomial fits obtained using kernel smoothing regression.
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Figure 4-7. Manhattan plot illustrating the
association between SNP markers and
browning-related traits: (a) index number of
flesh browning (24-h), (b) index number of
flesh browning (15-min), (c¢) juice browning,
(d) total polyphenol content, (e) PPO activity in
2016. The x-axes indicated SNPs ordered by
physical position in each chromosome, and y-
axes indicated the -logy(p). respectively.
Horizontal lines indicate the FDR thresholds
for p = 0.05. For each trait, the quantile-
quantile plot of the cumulative observed and
expected -logy(p) values from genome-wide
scan is also shown.
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LIS T HIENTEDL, FL. TV TFTALICLABEALRSCH
ER,ARKBICLZTTIXART— M, BIRMoOM T (> B
VAT, Va—ZA, ¥ =Xy ) E~OFHEWwolo, ez H
WHLHFETEDL, ~F T BEICIVWEIATVEI I T T
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VT =V rEHEDORY 7 =/ — @& & (Eberhardt et al., 2000) O K
TSI, L, X7 TF v BWHMME, EX I IxT
vy TV — L EE Y v 3 O O BERE M A 4 (Slavin and Lloyd,
2012; Hyson, 2011; Andre et al., 2016) (2 DWW TCIXHFF SN D72,
FBEMMGICED Y TR EEO M LT, HBlREOH K% &
LTRECTET 2 REbdD, —H., " Au—" 0OX570E
WY o TE, DI H/ETLINARNY 7=/ —vEEITHERS
Nod, TV TFTALLBACLEAARNEN TCORMMBIZEHELWDS OO,

PPOIEMENM D TR |\ HIFM TIEBAE LI Wi LB
WETOZEAN DR FERBIFHN IRV v BB 5D,
HSHEKLDNI6 ZFYROAKED QTL oM AE T, RABEMICE T
LHINLDOEATOMENER TE DA EMEN R I 7 (Fig. 5-1),
Bo16 FHaA Lo QTL ICB L T, HEBERYE L MEHKR Y&
BEMFONVTLEZESLET D2, FREAFEZHBEICL TREZITD
RUTNIER B R,

RBIZCEB T D GWAS 1TV >3, v, FEFTHRMAICHRE SN
(Kumar et al., 2013; Iwata et al., 2013; Aranzana et al., 2010) . %k %
BB CEZE R E E X RIZITH LT & 72, Nishio et al. (2018)

X7 U @ 99 fLfl & VR H T, 162 D SSR ~— 5 — K N 741 @ SNP
~—H—EHEH LT 5 BEICOWTHIFZIT\, INEH L hos
AIWZOWTERIZAMZ QTL Z##H%& L 72, Imaietal. (2018) (L7
VXY 10 BEECRKICONWT, BEHASEOBH AL AL —T
v b 72 GBS(genotyping-by sequencing) (2 X » T4 5 7= 2,309 SNP
AEHL, £E, Rk, FALXPLLEI>D DB IITHONT, &

BEBEREICAZ 7 7 >0 QTL # R & L 7=, £ 7=, Farneti et al. (2017)
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TV > = 162 A AW T 9,142 SNP TREMNT L. RAE L F Y K
FICOWTEHBREMBER FELHRE LI, AFJETH GWAS T
FEMEO®BWVHHO QTL i S, GWAS R EBIZE W T HH)
R FETOLDIZENDOOTEO THERBRINTE, BB — T ¥
ZfffromEE EbICERICAHHAINA, BHEICAMZR QTL AH H
MmMERDL T EDWFIND,
NIHRBIZBT 2~ = —FIHEKITY T4 T b U TH
H1¥ &5 (Ruetal.,2015) . V> I TIXEREBHREHMEIC O W T Rvi6
(V) Bl + R ORBEBMCTCORAYZ YV —=2 7% 1,000 ff#{KLL £ T3E
E L. ~— 0 — OfF M % FAE L 72 (Tartarini et al., 2000) , £ 72,
ILFER ORI D W T, 3,000 E KD Md-ACS1 & 5 1 B ¥ E
ATV, B ARDOHHEHEIZ L > THER=T XA FDOK 60% 2 HiM T&
52 EnomENT- (Edge-Garza et al., 2010) , % 7. Kellerhals et
al.(201 )X 2 oD EAEAEMM S U v 2 kKGR LI (FB-F70TL) |
BEFEIME (Rvid L O Rvie) . 5 EATHOESEMRME (P12)
L OGN MEMEAEEZ DNA~— W — ko T&HK LA, 7 b
T HFEMAE R RREEY A4 IOV TH 2,300 fHIKZ i L
THEH, 22 FOHIBIZOZR N> TWDH (Haldar et al., 2010;
Rowland et al., 2012) . 7 A U W TIHEEBELEHEHRSLY — L ZIEH L T
NIBEHOERNEEZRK D720, 2009 F205H 2013 FICE &
kS KB 712 Y =27 b RosBREED ZAfifii s, Voo
v —F—BENMMEEINTZ, TV b U I FE MG E TIX 9,000
FAZI BRI, S, B, Rt BEICHOW T~ — 0 — &
WA ITHOI THE Y (Sebolt, 2013) | I * Y X K¥ VU v =2 F H G
TIEHREA, BRE, e -ty b, BEFEHMEIZOWVT 1,700 5
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A E xS E SN CTWD (Peace, 2013) . FH &K TIX. 2008 4
WHY 45 BERBERMEME "R 257 (Kudo et al., 2013)
DRZEHEEA 228 FHRICONT, BREFRBHREE R - (V) ITEHT
%5 DNA ~— 7 — % MW T 112 ik %84k L 7= (Kudo et al., 2009),
F2L20154EC BB 15T EHD 14 5O HMEFEAE 1,176 HIK %
RB (Rf) ~— 7 — T 563 MKIZEK., 2015 F~2016 (2 BAE
FIRPIERFE THL2HFY 28 & "I AE’ OKHFEAE 2,104 1K
% Vf K& Y ACS1 (Harada et al., 2000) ~ — 5 — T 435 {# K232
L Tk v (data not shown) . M TFEAH I 5 K% 1/2~1/4 IT#
DiAB, BEOMFELZK > TND, £ XX LAFXFTIERICY—F
—fIHEKE CER SN TZMTEDOFEH N H S (Tomita, 2009; M |
2013) , VY IRMORBICOVTHIERICEMSI N TWND Z & n
b, %o EPIMIFIND,
AMEICEIVBEEDERHKEXNERKRERTFERIHAL N E R o
e, REBOEE LIIFEBEMEEE O HIMHERO T LD
DNA v~ — 7 —BEDFEMMATEBE 20D, ARG &V & D
T&5, BlcHEodH K- F L oA K (Harada et al., 2000) . #iF
S & ikft (Costaetal.,2010), ULFEH (Liebhard etal., 2003a; Kenis
et al., 2008; Kunihisa et al., 2014) ® QTL (B9 % & A & fF & T &
e b2 &T, RAE~AE DR~ 22 IS T R7 e I A7z I~
HHEMEMEN D ERRIFRTE, FROIZEFTYV V—KIEIZTED
IR N AR E e D Z e WIfF SN D, Bl & LT, LARI, PPO i
% QTL K 0= F L A BT (ACS1) © 3 FEIZB W T, 18
MOWEMBROEBEEFREI~NT o EAKTH DL ZEBE 2RI 2

AO~—h—FKET NV ERT, THNETIE ACSI #2FH L T 1/4
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BT HDICEE > TWVWEN ARITTHICMA T LARI kT PPO
I QTL @ 2 EIZ B W TCIHBEMET LI O R EHZAGK L 72 5 E1K
IR T HE 1/64 ETHEHELZKVIATLZ LN ATRE L 72 D5 (Fig.
5-2), Luby and Shaw (2001) [ZEkOEFEME ~— I —FHEHK T
DaAaAXAPEEBL, IEHOREVWY I T FUIZB W THH B
BETCOFERMMITAY v PR ZL ., HICH -8Bz 7 HETEETRERE
BERXRBEREROHGWEETHEIRERRIRETWVWELTEY, B8 ®EKIC
Ko TRESLTH NNTOHIBWHA WA TE 5, &2k, M5 mE % HE R
L7z a., 64 R COFEENATRE & 20 # B WO B R
FHEICEED EBZOND,

BREICHWDI ZEBEEICIT, S BEOE B FRITMZ TA
Ta AT ORERXLHEHBIGEEEETILERD D, RikFRD
FHE®N, ZREEMHAEEICTENRELDIH LD, BT L - T
Mg sl EMERBIERNDEST > TWD (Abeetal., 2006) . % 16
FY R LD QTL OIEBEMET L IZE KO MMEICHE L,
BICH RO A Z2MMEICHAKINTWDLZERHALNLERS
(Table 5-1) . KfiC “HE Y 27" | ‘=~ 7 | “Hb™ | ‘@8’
Ly REI— L R ZHBEET LLORETHEAKRTH D | &
RTHBEMEOERDIBGBONLIZEB L L THIFTES, FEL
TETOHERBEET LAIE, BAEARMOIEHET L EEEH L T
HZ e, FEBEMEMAEAORKICLD EELRG TR I
LERMEIT RN EPH N E R o, —H BEEKRFIZELT
. HIE BAROIFBELEMETLILEZRVWT, £ TCOHEBEMET L
VR EBYET LVIcESE L T, BRICE T 5o QTL & @3k
NENLHIN . BREET LLOREEASEIL. BENS < £ M
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ELTHIRWARBERDY | FBEELr S EBEO MHTELE BT
B0 CHE BEOTUVARERALEEE LS, HES H
kOFEBEET VLT BBV 27 O, I TFT o Aa

TR R s T BRALTEY (Table5-1), 24 b %R
CHZTMP ATV D AREENE W, —FH T, B 16 FLAK L
I, Zofict . HEESL, BEAEREE, NEICE T 2 QTL ©
WE N H D (Kumar et al., 2013; Longhi et al., 2012; Tazawa et al.,
2017), £ DO, MEFRICEWTABEBK TEERKZITOHE
I, 2RO DOBE~OFEBIZO W THEICRIEZIT > T &
TN DD H S FBYRAK QTL OIBEMET L b MRS BEICHE 4
ODMEIZEHFLTBY, "BV 27 FFREHES, ‘v~ 7, it
R—="0 "Ly FREa—A R "Wl "= Frinry’ RO &
B> E~ToEATHEBEET LLEZBRAL TS EHESND
(datanotshown), 2O DIFEHEMT L Z kAT 5 dnfll 2 22 B
BICHW, BEMHERTEHFEICHFF LIZDNAY— T —I2 LV, B
BT VLVEBEMEELZRE T HI LT, BEETFHEBRIICES 20
FBEMLY VIOEFERNARTHDL EEZDNLD,

—flE LT, ENEE " SU 2XEHRICHNDIIEBEMNLED
BRBEKICOWTRT, ‘SU° LIFEBEET VLLEZRAT O2H %
KRBT HZET, S0 OFEAT-AEKEIFRELS X IFEBE
HEMEOBFERBIMFAFTEDL, “SL° OF 16 FERAK ED QTL X
WEM/IFBEET VAO~NT oS Th L, [FEIZIFEEENE
TV EROBERET D Ik, Fr R TIHBEMET L
ODREFEERELND, LL, S OF 5SEFERGIKED QTL
FHEET LLIVOKREEATHDLIIED, EBHEMET L LD K EHE

-131-



KEHLTZDICE., IFBEET VAL EZROBLEOREZ D72 &
b 2 EBEYRTLENDY, KB REVWHHZET LI EEX LN
AN

Vo adoMBERZMET 282 FiEE LT, 8B LI
OFHMNW|E N TWb (Flachowskyetal., 2011) . B2 5 5
FERVAMEBELEFZ2EATLIHAE REOMELZM ET 57205
FHT EREME S OR L AR 2BV IRL, HRZ2ED D LENH
LR, VI TEHIHERIIHI0FEZEST 20, FHELE TIC
YR E2EST 5, T2 T, 7 B /NO BpMADS4 & 15 1 % i 5
BT L RHHAAERR 2 BB FHABRZIZICE > TEHB L, HAAREE
E~v— W —FHBREKEHAEDEDLZ LT, AEHR, BEHKLD D
EANTIHRBHMEEERFEZRMICHBE~EAT D FEIHBILINT
BO HEENSCOREEAL BBRIFEOERELZED D L TIHHE
WHIfFSsnTWnWd, HAEMIZEL TiX., “SC° 2F8MLAiT® O
Wik oLald 2 RSO D2 RZENBLETH D2, F W B AL S
OFMIZ I BHEMTO HEEMEEOERNRLIAD D,

EHE. T AmERTOEROBERELS, ZRETHHAINT
ST NLIHIRESR Z VDB E S % CRISPR/Cas9 BRERINTZ Z
T, MAE., BE EY R SR REICEAIND XD ITho
7= (Pennisi, 2013) , = REZ F~ b (Uetaetal., 2017) X, Y
T=rEfES WY v A ENEH S (Nakayasuetal., 2018)
DANVABRMEDOH 2T FTOER~OFHBLHEE S TWD
(Tripathi et al., 2019) , U > = Ti&. Nishitani et al. (2016) 2% 7
4 b ARfaf kBESHE (PDS) EEZMIE L T un T /) A FAESG K
EEH L, ERFoREBICLDITAE VK EERL.HREEOS
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J L DNAFEHT OMTGTTT ) LimEDO KM 2 MRS L 7o, B A T
ANLHIEFEFEZ XV AL FELE L TEHRRFEAEBXEIMNEZ HWT
WOLRNEEANLHREZLZEATLINHELEDLNL TS, RA
BEMHIZITEBROBR FPBEEGT 22 RN R"ENER, v VTF T
Ly ZJATH JAREDFARBRTCHLIZEN M~ P THESIRLTW
% (Hashimoto et al., 2018) . Z — 7 v DN 2 5 & PR
KL< R2b00 HEHELZHLT I LETIEHTELZLEEZILN., 18
EREER TOMEREICL > T, BFOELME~FBEN %
frETE2EERND D,
AWML, BEEPMEL 2 EER TV, BEU EMIEY
~DIEH b #FF T 5, GDR (https://www.rosaceae.org) Web A1
FTIEV TG hkx 2T B RBICEIT D LAR K TN PPO O 18
¥ O ERCEINDAB SN TWD, LAR O LY ZEWE <
g5 NTREB IR LRMER O LBEER RV (Fig. 5-
3) £, TEETITAHBEECTH DL NEHBZE D QTL T O #E H
5, 7y 7T =vAAERKICRBVW oS a2y 7T =V 207
SV ERT HEEFE L 2 — N+ % leucoanthocanidin dioxygenase
NIEKERF & L THESN TW5D (Ogundiwin et al. 2008), 1824
PENMER SN DMIED TH . LAR X° PPO LRI OB L L D&
BFRREER S TWDHHEENZ XL, Eis 7B 5 O EE %
RBERR R BT ICL > T BEEOREKNEB L 28 50027
N, 7/ ARETCEBEFEZRET DT T e —FRARBERD,
Okanagan Specialty Fruits L2303 L 72 R 64 L # W& s T
ML 2 U > 3 Arctic® Apple (£ 2003 SE b AR BRI B # BA4A L . 2015
FIAERGAOH N EZHE THERBELZMAKBLLE, REX MUY E
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navlWolMIBIZHHAIRLIEDTE RS, ARBT DY
T ThLTEO BRI ERBMZAIHEZT L Z L BEL T RAK
MO LRBEIFIRBY, T, BELRNY ¥ HA EIL 2 FH
TRAENTZDITH L., Arctic® Apple 1% 5 FE DM IR 2 2 L 7=,
2017 FICHREREDBHB SN, By POVATRAFT y 7E DO L
b L TR Y R 2019 £ ~2020 FI221F TH 3,600 k
DAEFELZRIAATEY AR VAEAEZZHESTLELTWVWD, HAESE
?® public acceptance 2N JEF TH NV IXME T B2 piien ThH 528 BARK T
FRIIEBEHFEOLRVKE TH- THL TER T RLERD D H
X2 v, EU CIH#EE rHfzxoRFEEZHLIBODED TR,
HEERMNEESIE~OBBIIRETHY , WKIEKRDOEO Y X
LW, EEEOZWVTETS B FHEME I 2 BN 72 E)
ERERLS PR AZ AT REA T W, RO BKRFHEHE X
EM ORDBI TIE. NV A THEERTHBEX SN YR &S EREO 8
HAEEDDEFAND DN, EECEBORHEELHS 2554
VY 7T ARy hUANLVAF~OBRPEEENBEHO D, Z T A
NI2xz/ o ERZRNHL, KEFHEICE TEHEIAE
mfE T Lo X o 2MEIXAELCT, bV 27 IBEICE ML S
nTwa,

INET, EFHBATRITINIEFEHETIHELVWESZS 26N T
TTLHEBEEMBEEN, R 2ERFHEHIKE BEBEXNLH L N
EY DNA~Y—H—PHEINLZI LT, XEBEMEICKDMEH
MOA~—h—FHAEKROEIHTZ, "BV 277 1 MfETIELY

— R TES, FEBEMEY T oM LR IEH RS
TN, BEREEHEICHTH QIL TEFLWVWEIE M2 #HAA
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DETWS Z LT, ZRRIFE~HEBEMLY TR ELZZENICH
T 522 ENTEDEEZEZLN., MIEEDED EF AN AR K
EOFEHRLICE TG RERBEAMGFIND, HEHICL
STH IBELRV] &V D AN IC &Y FKEEToFR A O IA
MWL e REBABHE M ELbHFCTES, £/, HAER
MYy aor=T7REVEEETCEHMEOTFERH ML TB Y,
fFIfifEDO&H Y T & LT ~"EHKTEDAREL L5, &
FlL, RE2HPTICEIOND, FRIINR, B R WE, K
D FEICOCHKLZERSCHEO ALIRE W, 5% . AFZED MR
AAMLEEBEREICLD, BEMEZ IR L2 & 2 8 253 &
L, Vrya3oHBIEREODCEEDEMIL~EBRT 5 2 & DBH 5
n s,
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il 2

Dok, MR OEEZENREB THE 3 2O WY ICEZE R pEE
EmTHLY , ERBOENPMIAMHAbSPATHL, REEZ D v F L
e EICAELLLIRABETINAB L E L HEZR W &AM E A 5K
SHELZHERRADHZTHL, BARTHER ALY A0 H
BV 27T E, TOTALSHEODRAPBELRAWVWHARIEBE
Bt i FHEHzmESL20EE LTHFILLID, "dF
D27 1aECTIZEERBET LI ENTER Y, UL —RENTA
REZRINFEMI N R A Do e EWAENY Y IREOEH ORI
AR RKEBR FHESBCREMEOMEE . DNA v — 7 — I

HIBEBHENAAXRTH D, T TARMFIETIX, HBY 27 X
ZoHMR, HERHELOCZHELREBERERZSR L LB
TV, RENBEMORRKNER FEBEACELGKRNNZHL NIZT D
ZEEHEME LI,

kY 27T LRBEMNEARTLHHE (F1-165 KD "2 95759 7)
ERE L7 2 o0 Fr £ (165A27 £ 50 K & O KA27 £ H 55
fl k) 2 FH iz QTL I K-> T @AM ICHEET 28 E (7
AR ORI BEME, RAY 7= — &R, PPOEM) O EE QTL
NS EMEB OWE 16 #ESHBE L O LARI EH IR S iz, — 5 T,
FBEMEB THD DBV 2T ICHE R QTLITHR I &S - 7=,
165A27 £ TIX QTL D HFH RN 66.3—73.4% L @< i~ — b

BETHEBERBEODHEI IR K Lz &b, KEM
WCEBWTHAEMEITIZIEERKNFXE TH O | I EME OB RN IT
SHEEETHDI EHEINTE, QTL LITMNET IR 7=/ — )b
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AR EOBIEF LARI N BEDOEETHLRY 7= /) — )b
GEREHEL TS EHEBINTZ, FI-1651F “HF 0 27 O#%HMR
T2V LELLT, ZHROFBEE FIEKZHIA IR &
Po ., FEBEMITEROM L FERRKOFEBHELT L L OEEIC
E2b0T, "HEBV 2T MADOEARELERIZLLZbDOTE RN &
MR S LT,

FBHELET VL OREFEREHONIZT H72OHI1C, QTL fEH 2 H W
o 2 EHEZOMEMELOERMBEIZOWT, B 16 EE D
QTL i o ~NTFa X A4 TN 247V, FEBEET LA OHEKRT D
fERBEDONT a2 4 T EHE LI, BV 27 KUIEBEME F
B\ IL, ‘9= 77V YR’ TR KW HE (I
MRT2FBEET LLOWT NN EZREES TR-TEBD, &
NICETVBERERNKRLS 2D ERHALMNER ST, QTL EIFIC

IMERLOELER N EEL, KD OEBEET LR ER
T LV EEBH L TWDE— KT, HE BHROFBEET LILO
HARE T Ly EEE L T, mBET VLo KR EBRSRITER
EREmL hbdBRRH DI &b, ARICHE L7 E e B o &
MAEBRT D720ICiE, HE BRkoEBEET LARAHTH
LBz, Fl . WThOIFBEM.ET Vb B AR O IE L
TULNLEEELTEY, FBHEET LLOREKICID HENGE
B INDERMEIZTRNWZ EDRBHLNE R ST,

E7o. QTL M LI 4T L T, Bz &I 85 dufll VRt 2 H v 72
GWASIZ L » THZEZMEREE (RAKXCRITBEERE. BAY 7 =/
— V@ B PPOIGME) AT L. & 16 FRAMKUSNIC S F. 10 F
FO17 HBEROERECH 2R QTLZRE L, RFA®EMEIZITE S

- 141 -



Fgafko QTL LIl 325 PPO NIV KRESEREBLTWD L
HEIN, RKQTL T ‘@—AFT TV v x A’ HEDT LLRE
EEG LMD LT, PPO HEHLAPRAOBEENK T2 L35
ZbNnlz, Fl, AV 7=/ —LEELOCRERHBEEEICET S
QTL X% 16 FY KD LARI L2 & . QTL T @ #f % =
I, RETHLIARY 72/ —VEBEEIKTEIYE2S LARI DT L
Vi, A=A T Ty AT T vy 27 RN CHIET 03
pn AR IC N2 T AL ET RO TEYET bIRAL TV D ATRENRE S
i,

AW  BEMEEZGH T 5 RKER T E, Bk kO
AT VILVOHRKRBHA LN ERoTZENDL, REBORE &
It 25 MR E AR o H Bl R o Tl e O DNA ~ — 7 — 32 8 25 i ] 58
ED REBHEICLIL2FEBEELEEROENR T 2, BLic#HE
DHLZINEHSAROLEFEICHE T 2MA LT T~y —F — K
FA+T 22T RAE~BAEDRK 2 2 IUHEM T IF M ICEN I
BWEMEBRENAER TEDI2LEE2OND. A%IT. ZHLERNE R
DEMZMFEHAL T, 2NHDODNA~Y— I —ICXDBKDEZ MR
LTWSWMERD D,
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Summary

Flesh browning spoils both the appearance and commercial
value of apple fruits (Malus xdomestica Borkh.). Market
demand for non-browning apples 1is increasing, but such
cultivars rarely arise in cross-breeding. This makes marker-
assisted selection indispensable, but the genetic causes and the
patterns of inheritance are not known. The purpose of this
study was to identify causal genetic regions and patterns of
inheritance of the non-browning trait and how non-browning
apples might be developed in order to facilitate cultivar
development.

By QTL analysis using genetic linkage maps constructed for two F
populations (165A27 and KA27) derived from crosses between the non-
browning cultivar ‘Aori 27’ and two different browning lines, we
detected major QTLs for multiple browning-related traits—flesh
browning, juice browning, total polyphenols, and polyphenol oxidase
activity—in almost the same region (upper part of LG 16) in the
browning parents of both populations, but few in ‘Aori 27’. The flesh
non-browning trait of ‘Aori 27’ was inherited by its progeny, notably
one-third of the 165A27 population. A QTL for flesh browning detected
in the 165A27 population explained most of the phenotypic variance
(73.4% and 66.3% in 2014 and 2015), suggesting that the non-browning
trait was inherited through a single recessive locus or gene. The most

probable candidate gene in that QTL region is leucoanthocyanidin
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reductase 1 (LARI), the key gene in polyphenol synthesis. We
concluded that the origin of the non-browning factor is not a mutation
in ‘Aori 27’, but a mutation in a common ancestor of the multiple
founder cultivars, because of the incidence of many non-browning
individuals from the cross between ‘Aori 27’ and F1-165, which is a
line having a common ancestor with ‘Aori 27°.

To determine the origin of the non-browning alleles, we analyzed
haplotypes around this major QTL in the two populations and their
ancestors, and showed that ‘Aori 27’ and non-browning F; individuals
were functionally homozygous for non-browning alleles derived from
‘Golden Delicious’, ‘Delicious’, or ‘Indo’. Genes for acidity and pale
green lethal disorder lie near this QTL. We consider the non-browning
allele from ‘Indo’ to be a valuable resource for the breeding of apples
with moderate acidity, because unlike the alleles from the other
cultivars, it is not linked with high acidity. All non-browning alleles
are linked to wild-type alleles of otherwise lethal genes so there is little
risk of lethality by the selection of non-browning individuals.

Genome-wide association study wusing 85 of various genetic
resources detected other QTLs for multiple browning-related traits on
chromosomes 5, 10, 16 and 17. The results suggest that PPO on
chromosome 5 might have a large effect on flesh browning. The non-
browning allele of this QTL was derived from ‘Golden Delicious’, and
cultivars homozygous for this allele had low PPO activity and low flesh
browning. QTLs for total polyphenol content and juice browning were

detected near LARI, corresponding to the result of the mapping QTL
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analysis. The alleles for non-browning might be derived from not only
‘Golden Delicious’, ‘Delicious’, and ‘Indo’, but also ‘Jonathan’ or
‘Ralls Janet’. The QTL detected on chromosome 17 might also be useful
for breeding selection.

This study clarified major causal loci and the inheritance pattern of
flesh browning, and the origin of non-browning alleles, allowing
selection of parents, calculation of the probability of appearance of
non-browning individuals in cross populations, and DNA marker-
assisted selection for breeding of non-browning apple. The effect of
selection of non-browning apples by DNA markers linked to identified
QTLs should be wvalidated in populations with various genetic
backgrounds. Information about QTLs for flesh browning obtained in
this study and for harvest day or storability previously reported would
be helpful for the breeding of new non-browning cultivars with
excellent storability or various harvest times. In future, it is expected
that new cultivars bred using the knowledge of this study contribute to

the expansion of consumption and the revitalization of industry for

apple.
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