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Abstract: Kernel hardness, controlled by a major gene located on the short arm of chromosome 5D, is one of the most

important wheat quality characteristics and determines marketing and classification of common wheat. With the development of

hardness measuring, the molecular genetic basis of kernel hardness has rapidly progressed. It is known that Pina and Pinb form the

molecular basis of wheat kernel hardness and lacking of PINA or mutation in Pinb caused wheat endosperm become hard.

Endosperm structure and genetic basis of hardness are summarized in order to provide useful information in understanding the

formation of grain hardness.
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WA R, A o2 e BRI 2R 1/ (membrane
embedded protein body) HITHE M M. /IN32 R FLAH %
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BERL 4ERFIFUIR . Barlow 5PV SR 1 Sk UK A ik
R O R R B A, R R 2 e B 2
INFERFRLA ST, AR T, FERCGRGERE T,
TR HIEUR, LI SE R O 5 B 1 TR &S 4 R
DI R AARA, B IR —H S A Re )R,
REME ORIE A TR TL, REMIL T 3 85 AR 199,
Sy Vo TTs RO R T RO RS, M3 S T
JFi A R 532 2 IR FEAE 1) 25 5+, Bechtel 2500 &
SR T A2 R i 23 3 T s AR, TS
RIUBAE W PFPRLE T SR T, 10 AR
(RE T2 W R T O, JE— DU iF 7 LA
SEAERPRLBOK T R R . BRIk, B I 5
FUE S TERBRIR 2, TR A 406, M 52 T
VE R ORI T ) 45 e DL, VR TR
BOR AR AR b, B R R T B2 it
VEAURL, TR RRE . Stenvert 259K, FF
LA 42 B 8 P IO RS Ak S I
KHURLARE I IR/ o FERBJT/ N, B SR
HAESNE, ehmPBRiREILh, WEAS e &)
FNET, AR U AT IE S, JL R ek
TOkL 2% 5 VU R 25 kb i i oK, SR & 45 5 g
PSS o LRI, OFPRLAE S S R R R A
JTCEE RN RTRG A5 7 F0 L B A A i A9 JOORE (1 B 11 56 0
G YE
1.2 MEHZX

SRR I /N 5 KN, H 20 B AR 4
JEJ1 BERRIhFE. WIHES I IRFIEOGBEAN ], 2 S it
BT A WRES R £ Aokl s A K
AN, R ERARRGE . LA AN PRI
PR AN ek )z

SOk Ky IR PRLAE 5 f5 A T2 RIRRTE (K 2
KI5k, VT AT E R . E e e
SN KRR Ry, e 0 70— e e, 3
S0 I - 0 R ) LR B R K PST . —
INT16 WERE, 16~25 MiRAFE, KT 25 WiK#.
T AT A YL A T A e J R SR 1) — PR
RO T7 92, vl TR 2 AR R, R EE R
K 1680 F1 2 230 nm Ak NI LA IR R r
NEAS T IEATASIN , 45 F— AT 0~100 2 (7], BUE =
SRR . ST AEAR G RS 2 b, B2
FAAsem, HfZe R IE . SRS YRRl e R
95 1 55 [E AR i 0 5 5 R BLBOE (perten) XA
AIEEST, R AR AR R AR, SR Jm a4

TN 7 (R RN e A i AR 88 o ] DA ) B0 s KR T
Wi, HAR WEEFRERK & e, — R S0
T 40 Z HHRFE, KT 60 2 Wl REE, 40~60 Kk
G WERIPOE . BRI BT, ER
PEGF, STk )iz TN T 3 53 g I A Mk A
FERE A, Rz, L3230 ok
IR 52 10 11 1
1.3 BESRARE

Tt P55 3 0 55 A AR IR], LS = R AN R A
[ o AT 230 2 A2 PRSI 35 ok P s p s I - I
hRERUK B AU S TR A N
SRR, BEBAR, mi R T A RR I K.
R 2 A EAE— A G, A —3A5E R rl B
FHA R BUR WA BN, AN [R5 T e B fig
B EB, RERESZLOINME . SEONARI 1 6 RS
Fl— LU L R 576 . Pomeranze Z5WF5Y 6 1], FPpL
D ae oy € PN E A | S Ui K Y =P )i L7 O i
A B R s, (HIX e A T SD gk
S8 (1) Ha 437 15 - Sourdille 25504} 144 AN 4147 R ik
AT QTL bricBFF B, il B = 8OE AL T 5DS,
AR R AR SR 63.2%, 4 ANOROGE R 23 ) 5 AT
2AL. 2DL. 5BL Hl 6DS, BEAMMRIER R TT 21
4.0%~5.7%. Perretant 5"/ 187 AN/ XU 1A Rt
17T QTL 43 #7, WESECARIC 334 QTL 7E 5DS, W
N QTL 73 HIAE 1A 1 6D Yethtk |, FLIN ALy 2
S AR 3.0% 1 5.5%. HEEM, Nk
it 5 B 0 R RGE R 2 Ao R ], A
BN FBESZ BT R, WOFF R 2 B RS (1) — T

AR
2 WEERELRIEEEM

2.1 Friabilin EAREAINR

W FURF LA S AR AL FE A T B R S8 2 friabilin 1)
R Greenwell %52 K P/ N2 3 My e 1T 43 25 H—Fh
15kD () [ B, il SDS-PAGE K 4y, XFhE
FURTE R K VEE R T 5, FENE 2 Sk AR X
D, MAERERLNZZ Hpog AR I R IR IR X R R (1
SRR T 5D Jetifk b, BRI B 40
friabilin, H, 56 AU B 53 4 RFFRLAT L
5 friabilin & EAFLEX NG R, BT B G
friabilin FIA L AT 1) 10 £,

Rahman 25U0% friabilin 2 (50 T FEARFST, MK
JF/NFE R Rosella H2HL T friablin 214, 4k
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GSP (grain softness protein), il K73 2511 GSP il
#I0Z wBEHUAREAT Western 2438, R WA 42428
$EHL friabilin 5, EMETE S HORE 2 AT W
ZE5, AR K2 G =8 2 M 22 e flch B3 o DR,
friabilin 754 A tp ARSI B, (R AN, A5
A Pf friabilin 1978 5 LT SRR . Morris 25U 5T
KW friabilin H AT AN EZIRFLAER, JF R
friabilin 25 [ RTVA#- T H P S 7RIS TR 21 B P 458 Tl
SEFIH, IR RE T 1% ORI R R [ AT B
VEFIEST . FEHHAEEI 0, friabilin 25 (1 RIA RS
KPR E 2 B e, B friabilin 4550, kPRI
FEBEAR, G RGEZ ) SKCS e {E 2 A4 &R
$0°4-0.68 F1-0.66, EE]T 1% WE KT
PEL IS LUK (T S AR B 1 20 2 R e
KU friabilin W] GEJE tH 2 AN 8o 411 . Morris
SOHAT friabilin 48K 11 GREURSEBOR BTN B
ik OWE) SDS-PAGE 3 iy, RIL T PRh 38 H
72 0.7 kD M A i,
2.2 Puroindoline EHR AN
W45 friabilin &5 FARFFIIE RN, Bl

MATHT 4. Blochet 26PN NZE I 43 8 T —Ffn]
T TritonX-114 Q8 AR, £ AR 2R

(RP-HPLC) 4r#fr/a, tHI 6 AU, Jrp 3 /3%
HI 2 FE IR A i H BRI 2% (purothionins), 5 3 AN
RPN “peaks” Al “peak7” HA B = FRIVEME,
H “peaks” S EKZ . X “peakS” AJFHM T4 ¥,
RIMILAAEE—ANE AR X, I amah
“Puroindoline”, Marion 2£!'R#E Puroindoline J341)
Wit T — AR ER, UHAERE &2 T WA
cDNA TS, WP, —A5 “peaks” AR,
fir# 4 Puroindoline a (Pina), H—Y5 “peak7” #H
X}V, fir44 4 Puroindoline b (Pinb). PINA F1 PINB &
FUT I EATL 60%I A1 . Lillemo %"V ¥ 5@
NG BB Pina A1 Pinb 3 DR 41 H R 31 B3I
400 ML FEVEYE R 78.4%, UGS TR 400 A
TR [RIJE I R 54.8%, PP AR (L OKSE43 7 e A4 T
5T 10~20 NEFEREIEZF], FERAELFHIR
Ui, LA puroindoline & A friabilin Z5F1 N i /741
A 40, puroindoline £K H /& friabilin 25 A 3= 2 H) %47 .
Puroindoline & [1/& — P& & A2 R B E R E 5T, )&
T CM (chloride modified) #FAZKKIE. BAER/NEN
puroindoline £ H F %4 PINA 1 PINB, T ¢
FlmfE—3, X AEE R, FIH SDS-PAGE 73

BRI 2, 1M Day S5V H BN Bk B A TR,
i T PINA #1 PINB iR ZE AR, o] LA E4E B
URBEAUER IR 2553 TF, T A 3R 2 F 22 DL R
Tl i 42 [X 43 I 5K Corona 25U R pH 3.0 fFRME HY
Uk (A-PAGE) tHEEWEW] ¥ — &7 JF, KL PINA
A BRI B b 7R, PINB A A 70 0 Fofr o A 744
3 Pty Y,

Puroindoline &% [ 45 K IMBIF TN I, — 2R &)
H R A KI5 4 . Marion Z5'M4 puroindoline 5 =4
ZER AR E A (LTP) Xt E A8, BRAX
MR F XA, A A FJE R, B
LTP = 2] 45 M A BERR R AT &5 1 43 vl LAHEDN,
puroindoline £ [ iR n] BEALE 4 AMETE, &N IEE i
I (loop) ¥EHE, Trp =5 KIRAT T 28— MRS AN
JieZ R ER R, TR RIS . Lillemo 451*3@ ik
AR g, Wil PRIE T Lidiekr.

GSP-1 F AN N —Fl friabilin &£E", 25
RIEAFT friabilin [ 555h—FE A, H_HF5
ML, #EEUT SD Yoo A% Ha 35", Rahman %!
W5 E M, Gsp-1. Pina & Pinb £7 F—/N4] 100 kb )
XA N o Tranquilli 52V 5E R W, 4ifd PINA. PINB
I GSP-1 =l Hz (AR T-—> 36 kb X3P, [H]
IF7EGL i/ SAS Fl SBS Rupth &L T Gsp-1 7 4« 4%
CLrCFE ) cDNA J351 53 AL T AL B il D 414 fafk
L f#) Gsp-1 fir44 4 Gsp-Al. Gsp-B1 il Gsp-D1#%, H
W SR D g tafhk I Gsp-1 f74E 2 FiAE 55, 435
fir4 } Gsp-Dib. Gsp-Dic. Gsp-D1d. Gsp-Dile.
Gsp-D1f. Gsp-D1g Al Gsp-D1h, J& T CM %% . Giroux
SRRy, LS GSP-1 & A FERI A Ha JE ] %
WOER, ABAEJOE R RLRE PN, BN A7
B 5D B R miatl, BRI A (transcript) [AIFEH
PLAERERL/INAZ T . R Morris 28230k Gsp-1 XFFFL
TR P PR B B = AR — s 5, AR F R AMIEANTS 2
2.3 Puroindoline ZXLEE G HNFH

/N S MORFRLASE 2 (¥ 22 5 2t Pina A1 Pinb B[
(RIS ) A8 S 2R 0385 B 1), Pina A IR ER Pinb JE (K] 51
KRB & SENEZRFL RN . Gautier 25120
XA ZZ S MRIE TS B, AR T8 A2 8241 Pinb
FERI A — A7 SR A T 9AE, U N SR P 41
46 7 Gly 254 Ser, KUt IMISRATILN &4
Pinb-D1b. Giroux Z$PY7Effiz: iFh Falcon T RILT
PINA HHAMERHALR, ¥Hir4 4 Pina-Dlb,
FAN G BF A R 6y 44 Pina-Dla. MU, AZExPkERiAg
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JERINREN T — AU e B BliJS, Pinb-Dilc.
Pinb-D1d. Pinb-Dle. Pinb-D1f Il Pinb-D1g i AH4k 4
%o 35, Morris 252 E I 2E R R IL T Pina NF
A Pinb LREIZAREA, W Pina-Dic. Pina-Did-.
Pina-Dle. Pina-D1f.Pina-D1g.Pina-D1h #1 Pinb-D1h.
Pinb-D1i. Pinb-D1j. Pinb-D1k. Pinb-D1m. Pinb-D1n,
Pinb-Dlo, IX4YEB)oh 2 A7 AR, RIHHIT. 451
LR 1,

7E puroindoline 4> FHric Kl (1) 3Eat -, XA
[ A8 5 0 (¥ 43 AT tBEAT T 9T« Lillemo 25815047 T
AN 7l BRI /N 2 Pl B PR P AR S 2R A, R I i A
ff) 302 #3#Z& %, Pinb-D1b 5 171 4%, Pinb-Dic A
89 i, 26 1343 Pinb-D1b 4 14 43, Pinb-Dlc 15 2
#ro Morris ZEPIFTH A 54 &R 52 i

Pinb-D1b 574%, 71 444 14 47 41 /& Pinb-D1b 574 .
Xia 2 P7E A E 251 fy /N 22 00 A R U A PR I
Pinb-D1b (% B T i (1) 70.2%, IR T A 10 A
FhINA B o942, 4k Pinb-Dip, [RIFEE B Pinb-D1b
SER T T O WL S AR A . LAt A A R KR
TR R 25 [ S ) /N2 A T RS, Aokt
PINA Gt k2K A4 /b, Pinb RAFK M i %, o
Pinb-D1b 7EA A E K oA i) iz, oA 2R AL
54.8%, SHrprpEAACSER 2, HOCOHIE. B MR
H KA, Pinb-Dla Al Pina-D1b &P i 5 b Lb 51 43
BE 17.2%. 12.7%F1 10.0%, FEEPALERE . 658,
B KA AL Pinb-D1d. Pinb-Dle. Pinb-D1f #iI
Pinb-D1g 7EH H A MAXTR 2, HALERE D, H%E
AP AEAC AR A, WK 2,

X1 BeiE®H puroindoline a b BYRTLA | RMBINS FTILEFKIE
Table I Known mutation of puroindoline a and b, phenotype, and molecular basis
- Pirb T TR =N

Phenotype Molecular change References
Pina-Dla Pinb-Dla % Soft Wild-type Giroux and Morris 1998/
Pina-D1b Pinb-D1a i Hard Pina #2¢ Null Giroux and Morris 1998%%
Pina-Dla Pinb-D1b fifi Hard Gly-46 to Ser-46,GGC—AGC Giroux and Morris 1997
Pina-Dla Pinb-Dic fifi Hard Leu-60 to Pro-60,CTG—CCG Lillemo and Morris 2000!®!
Pina-Dla Pinb-D1d fifi Hard Trp-44 to Arg-44,TGG—AGG Lillemo and Morris 2000!"*!
Pina-Dla Pinb-Dle fifi Hard Trp-39 to stop codon TGG—TGA Morris etal. 2001
Pina-Dla Pinb-D1f fifi Hard Trp-44 to stop codon TGG—TGA Morris etal. 2001
Pina-Dla Pinb-D1g fif Hard Cys-56 to stop codon TGC—TGA Morris etal. 200112
Pina-Dla Pinb-D1l fifi Hard Lys-45 to Glu-45 Pan 20042
Pina-Dla Pinb-D1p fifi Hard AL A Bk A deletion Xia etal. 2005

2 AREMIBIIE/NEFEI puroindol ine EFEE!

Table 2 Wheat germplasm lines sorted by geographical origin and puroindoline alleles

- W OTT Soft fiff it Hard

P/ SV A - . : : - 5 5 ;

Origin Number P!na—Dla P!na—le P!na—Dla P!na—Dla P!na—Dla P!na—Dla P!na—Dla P!na—Dla P!na—Dla
Pinb-D1la Pinb-Dla Pinb-D1b  Pinb-Dic Pinb-D1d Pinb-Dle  Pinb-D1f Pinb-D1g Pinb-D1p

R, Norway 69 3 48 18

Fit M. Sweden 56 2 29 25

754 Finland 18 2 7 9

VGEK West Europe 21 4 5 12

ZRBX East Europe 15 2 1 11 1

JERX North Europe 26 8 1 14 2 1

"1 [E China 251 79 16 91 2 10

$1 T %W Latin America 29 6 12 10 1

%K Canada 14 1 11 3

ZH America 123 9 15 93 6

Jt2% North America 157 15 18 109 5 5 1 1

e Africa 9 1 2 6

BAFII Australia 56 11 12 33 2

A Ttaly 60 15 17 24 4

He[H % Other country 27 2 2 14 9

PORIRYS: Lillemo 25 !81, Morris 265, Turnbull 25, Pogna 25!, Cane 2581 Xia 257!

Data from Lillemo et al. [18], Morris et al. [25], Turnbull et al. %), Pogna et al. [29], Cane et al. ** and Xia et al. "
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Ak, Morris 25 V0 AT 48 5 B R N A
Pina-D1b I Pinb-D1c )7 & LM% LA K Pinb-D1b I
Pinb-Dic fK1iRAFEP Y, Cane 25875 o) IF 1 748
AN AT IS AR R A 28 S R RIS Pinb-D1b
F1 Pina-D1b Pk K 7Y,

2.4 Puroindoline S/hMEHRIEIREIXR

2.4.1 Puroindoline 5¥FRif#i)¥ Puroindoline & H
PN 53 PINA F1 PINB WU B i N 2 F PR A FE 1
fifie Turnbull 2P R, NZERFAERGER)E 10 d
M puroindoline £ FI & S AK, MEE 15 KJG T UH R
Hahn, BE 32 Rik Bl Nl (ARG EEKE m T
o FEANJERGLRE A, B EFRACBEA T AR . Igrejas
DR A R R 358 R 201 [ T A /N 22 7 PINA A
PINB s2Mil}, 1A PINA Fl PINB & &I Z LT
SO, R A AR DGR AR A iR, Ol 0.58~
0.72, JE RIS 4 A Hb AU T PINB 5 S FDFF L
T 52 B W A SR AR O, WFF0IE R BIFFRIEE 55 PINA
1 PINB & M B2 Sk 5C0, A R o 5k
-0.86 F1-0.80. A QTL o =R HE N i 47 Jm & B,
F7F 5D Gt iAhi i 1) £ 2% QTL L NI mta9 7 147
XA FE N B R RE R T T 22 11) 63%, fiERE PINA Al
PINB &) 77%H1 45% .

WAE—E0N Ry, Wi/ EH Pina SERARILEL
Pinb JE K P 41 A= 1) 4 P 9 AR 1 45 3 8UIN 2 IR S ik
AR, AE AN R 1R S ARSI (¥ R ma AN [R]
N Pina 3 RGP RLAE (115 ], Capparelli %517
WHERM Pina # kAR FRIL K- Y e 4 5 e kAl i
1] friabilin FiA &, EI#EH puroindoline % (3L A I
TG TERAHIZE, Pinb-D1b [Ffifizz Hh AR A 5 e kA
%, 1M Pina-D1b fIRHZE i A BERS IS, 1F 2 0F50R
Wy, $H4 Pina-D1b FEALA¥ ¥ IFL LA Pinb-D1b
SRAR AT~ (A R LA 5 48 75 o Lillemo Z5USIHL#E T & AR
AR IR T S KN, SKCS il AR 43 ) hy e
45, Pina-D1b 75, Pinb-D1b 68, Pinb-Dlc 72, {HH#KIt
AR by A7 85 SRR s R S S 1 K/ R R B R 78
55, it — BT
2.4.2 Puroindoline 5/NAEIN T PR KFRLAE L
Gy SRR PRI TR /N2 T R S R .
Dubreil Z5PHF57 % B /N 221085 th 84 b puroindoline 25
PR LR 255 AR P R T 0 T 5 s, R
Fl/NZ S FP FA R BC THORHEAT 7 4L, AETfky i
J110.1% puroindoline 215, KL EC fl FAEC (FA
FUEC #% 1 0 1 LuBR A T 156 5 A B A 43 ) T B

T 8%+ 7.4%H133.8%. 30%, FA AT 40%
Al 28.5%, XAFTHEmAL, LD
%5y, A i AR TR ERSE ChEREER
E Rt /N it BRI E TR AR /AN FE I 9507 R
LT PARIAS IR EE 2R S R, (1) PST FH 44
PUITAE 245 22 5% - Martin 25°°1 ] Pina-D1b Al Pinb-D1b
AR 149 Hy BEAEAT R M EHITST T Pina #1 Pinb
DT () AN (] A S SIS TR 0T B A st JOR A 160, ot BT 1R IR ) 5%
Wi, 3 Pinb-D1b 41/ kKLl L Pina-D1b 414w
W, WA, REERE. BRESR S, AR
BK, TR ARG, (BIRMVES A%, Cane 551
WIFSC TR R 75 /N2 dt RIS EA [ 28 A )it /)N 22
B, 20T Pina-D1b LR /N PSI AH AN /K
FLE Pinb-D1b FEPR B /N A vy, 5 HUMh 0T A1 Rt
A) B b LOJS 5 A o A A O K ok A T e AR s
puroindoline kP& 25 50 1f [41 7% B 18], AT HIT-/N 22
i IS R
2.5 Puroindoline 77 iZ14

Puroindoline & K| {2 A7 1E T/ N2 IR FIHE 52 Tk (1)
KA EYI R, AHAE TR AUKARE 8= P, Lillemo
2D B/ ) PCR 3R W% 3E A7 76 T — RN &2
(T.monococcum) /R /N (Turartu) « 597
7 (A.tauschii) F9LL T 5L R I 1L =E % (Aegilops speltoides)
o, AR B ST VR LI DY A AR BB /N 22 A i = 33X M iR
H, IXAR AT REZEZT 9000 4ERTFH 3~ AL fi T2
fE AR/ NZZ K S Bl puroindoline FER & 42 T #e2k, i —
Fis/NE (T.dicoccum) FHHT 5 22 A8 (AR BTN A A4/
MG TR, Y46, puroindoline & 71 #UR
WA NBEEFRFZ KPR rh AR R I, 3L
VEF S1E /N AR
4 FMREEMNEETIENR

WA PR PR R e, A7 KN AR i
FERWF S 7 — 2 HEE . Giroux 25PN 7 2L 7Y
Pinb-Dla # A#5if Pinb-D1b (R Ji/NAh, HHE
RO, KUEiER T friabilin &85 N 2%,
KRR L 3 R B ] 982D . Beecher 214
o [E R EY A2 1 Pinb-Dla [ 4146 ANz, A HLAE IR
FLH L, SKCS WEAE H 70 B4 25, 5 IR
A, B WA R 3.71%00 4 1.69%.
Krishnamurthy 250K 85 24 8 Pina F1 Pinb 3 R # A K
Farf, e FEDKRE AR SL U A AR 4K . Hogg 512044
/N P A R S DR N 21432, Northern 448
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SERNTERI, RN N, KPR AR, AR
A 5 LA DRI AR R [ Rk i PP G, i
Ny, $EIN PINB £ A /N 2R A 5 o /D e i
KT PINA & & AF s> RS, friabilin % &
L #7441 Pina Al Pinb RiA &A%, 5 & puroindoline
HAJLK, PINA Rl PINB A HAEHIJERK friabilin,
LR e A FFRLE BB M K. HET, 2B O
o [ /N AR 3 2 A EE ] Pina T Pinb BEAT T TERE, A%
gt 7 /N 5 RO R L R IA F AR RNA T8
FORBAM . FE IR R IE BRI g LRI EA, Il
AR E VR S R IR A AR 9507
Ty AR T 5558 FHIst A o BT IEAEREAT, b /N2
TR PR L R T RE O R B0 T kil RV ik, A
FR PR AR P O LA AR DGR 1 5 i i A A A
€, AH FRWFR R B AEY puroindoline ¥ 4%
TR SEEIRFRL I ARG R E T AT IR, XA
P RPRLAE 2RSS /N 22 S5 A 1)l A A AT
TIE 1) H AR AT A 7T R o
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