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PYOAER L LRI YO, Beta BORMSL
MEELORGHEBEYHLMCTHZ LR HBEL
o

EHFEOET b AR IO D & L
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e, THEBIURBRICHY & & L &
Procumbentes % F\~ % D HIE L\ 12, KBIFR T,
COoONS'® DA EHFHEAR L LT, BUTTER 2\,
Beta 3 X U Procumbentes DEi g % H\v 1z, T h
Lo EEY—#E LT Table 1 IiRL 72,

Beta f2i3, 8558 B. vulgaris winx, B. mar-
itima, B. atviplciifolia, B. macrocarpa, B. patula 33
X U'B. adanensis 3EE¥hs, 2hbD5 b, B
macrocarpa,B.patula ¥ X O* B, adanensis (¥ B K
BETH 5, B. maritima IFBARE LHOI,
Beta BOSHIRER Tl > TH AT 585, Bma
crocarpa (IHPBIRER N F V) TEEI, B patula
=54 SEEIC, B. atriplicifolia \ZFAEEA <=1V
iz, B. adanensis 3EFHHBomHARLA T
%,

Covollinae Bz X, B.macrovhiza, B.trigyna, B.
corolliflora, B.lomatogona, B.foliosa ¥ Y U° B.
intermedia EEh D, Thbofl/NTo7%
RS HEL, MEBSPRBOMEL LTEFT 5,
¥, TERARIEEEYERE L, SFECEEEE
£+ 5,

Nanae i3, ¥) v+ IUEHE LTS
B. nana DHNEEND,

Procumbentes vz 1L, 4 f546% B. patellaris & 2
£ 4k % B. procumbens 3 X % B. webbiana H & ¥

Table 1. Species in the genus Beta.

Section Species

Beta
(Vulgares)

. vulgaris L.

. maritima L.
macrocarpa GUSS.
patula AITON

. atviplicifolia Rouy
. adanensis PAM.
Corollinae macrorhiza STEVEN
triggna WALDST et KIT.

. corollifiora ZOSSIM.
lomatogona FiscH et MEY.
foliosa (Sencu HAUSSK.)
intermedia BUNGE

Nanae nana BoIss. et HELDER
Procumbentes

(Patellares)

. patellaris Moq.
. procumbens CHR. SMITH

jsolv R e~ o I s B e R VIR <~ IR s I« VR oo I o VIR~ I S VIR e R v

. webbiana Moq.

hb, ShoDEEOBMEDOBIRT, B. patellaris
EHFVTEERERr v 7, AA VL KREER
B, B. procumbens (3 hH 7V THERr — 7~
FHBI, B webbiana \3HF V) 7HBRSMT 5,

Table 1 &2/~ L7z COONS'® O8I, o5 v+
ABEBCRST2HEBOFHCEELLDOTH
D, BEYFNLESHLEO»OMBENRRESh
T\ b, T, Beta iOGEIMBE L - THL
(&,

FORD-LLOYD and WILLIAMS®® i3, Z$EFED
FRERERLM S X CRETFREOEEOXRIMA L,
COONS'™® O3 L 6 % E—F& B. vulgaris 17 %
& ¥, B. vulgaris, B. maritima, B. patula 3 L U B.
adanensis ¥ h T h B8, ¥7, B. macrocarpa
& B. atriplicifolia % ssp. maritima DEEIZHFEL
72o FHIZX L, BUTTLER'® i3, Kricirh#n R
SHMTHIFLEBOERLEROTEL, L, B
adanensis ® B. macrocarpa & T Fh i & 3R
BABELTCHETHERHEL B, ZDX
5 %Beta® OB EHOA—FIT D\ T,
BUTTLER? {3, (1) & OE I TR & ez flp
BETHE L, QOFDRRTHEREEN KDL TNB
&, Q)G mgEaS <, ARRE AL T
BZERFERELTHAIFTCB, Thbichz, =
hETOZ OHOEEBROMRL, FREHD
AP LE L0 ThH Y, FENMOLERERESE
DN R I & T HRIEFIFARI D Ied ot &
LRELRFRRTHS Y, ZDXOK, ZOBDOHHE
ZOWTIIEOhORIERRFROE FEI LT
50, LIFToOETE, Coons'® opExEREE LI
Tablel D45 IESNC, BRIOT 1V F 1 28
RLOULTHEE 2T L, SEFHOREGRIBIRLR
S,

$3%E BetaBiOTFT A/ LER

B1E g

P b RF T E R 2 BDETREL OEHIC
X, FvH4A4TcR7 A4y 1 2BEROBEFRD
{, THETRK6ESE 6 EETEET2949 HiFEE X
RT3 BER, 1, ABEROERIOV
THTHFHEL &R TR,

AETIE, RO, BEv+Rr7r 2%, 71
# 3 VB A v o BERREEBEERE, A4 I VEEK
KB, r A VT I/ RIFE BRIV —F
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FUHE—HEDT 4 VS A LOBEEFHIT, BR
BETFELRET S, K, BELLEETELS
DB S BETFE LA IR T BT 2=
a—x, 4vy=vBBKERESR, Vv IBEKE
BEBIV 7+ A7+ 703 a8 —EDERNOE
REPLLIL, 74V F 1 2BERES\T Beta
goBEERYHET 5,

F2H B|BRUABNZ BTG

BRIKEN L ENDO® D HERBEI, 3%D =
BE2ate 13% 05T v 7 v ¥ vkl s LT - o
BRKERREWR L, (A KEBLY 7 v & — v ERRE
BERDEBIMVYVR—e 2+ VvBBEEYEZHV
7 (Table 2),

BRI, BFR A~5 B0+ 5 BHL 3
& h 87, 100 mg~200 mg DAL A FLEKTHREL
7%, 3mmx6mm (Zu-L 10 mm) DEERE (E
¥ No. )izl 8, kEcHER L, BHELE
BF#EIZ, 72=2-¥ACO), B 7+ A7 7 & —
€ (APH), 77 & I v+ * 4 nBBREBER
(GOD), 71 % s vl KkFEBE(GDH), 1 v 2
= BB AkEEFE (IDH), vA4v v 73/ =75
#— 2 (LAP), Vv =BlikHkE% (MDH), -
AFoF - PXOBIVO7+A7x 2 sE—
+ (PGM) 0 9BRTH 5, ZFBREORBTEY
Table3 @Rl ThBLDEFEDS B, BT #
A7 7 A=, FAEIVEEAFY oGBS
KEIOA—F 28— C3KBILY F o —F o
BERT, MOBERRI LY x—exFo vEERT
R LT, BB, 5 COEBERBAT, fiET
200 V OEBET T 5 B, %% © 50 mA OEBN
TC 6 RefEifT - 720

BIW FTA /YA LERORTREN

Bt 2 R7 7 R—¥, A% I VEBRLEFY B
BEBEE, Sx I VBRKEER =M vT
I/ RTFE BRIV A FE—ET A VHF
1 ADEBEEKRE S, B macrocarpa & B. vulgaris ¥
X O B. atriplicifolia & DB T L,

& 3
1. PA VYA LERORERAT

By rA7ry2—¥: BEBAICIEEAD AV ¥
B X hie (Fig. 1. BEIEEEOR . APH-1125
KDAVEQA, 2, 3, 4, b)) HIEEEZHh, ZhbD
5%, AVF1, 3, 5KOWTEEBHEN L, v
¥ 1 %K T 5 B macrocarpa & v ¥ 3% ETH
B. vulgaris L O F, #&E2@E v F A+38) %R
L, %7 B. macrocarpa £~ ¥ 3 L 5%F+5% B.
atriplicifolia &+ O F, & X 1+38 &£ 1+5 B %R
Lic, F, O BERE S, BEH L SBRTIRBEOW
BHEECES L (Tabled), LT, Zhb
3ERDAYV VIR BEFEOXNIVBETF, Aph
1Y, Aph-IB B XU Aph-IP T Eh T 5 L H#E
BLl, i, AV F2E4ROWTULRIBENTIX
RA&lehotehl, ThboERERL, £< 0EY
ECHEIhZEBEABROLER X VI HS
LDOTHY, RELIMILBEFE LD, F—
BETED Aph-1* & Aph-1* WX B I D L HEE
L7, 72, APH-2 C11 KDV FHABEI I
5, THRB RN 2 b OTHERR THEIBTHE
THIENRLY, 1 2OBMEE T+ R 77 8 —€2
THREIN X 5 REBEFERO 2 v 7 B#EEOBH
IZ X % Multiple bands &% 2 biic,

g VAR nEERERER . BRflo 2
AT (GOT-1 & GOT-2) n¥ eI hi (Fig. D,
GOT-1 BAREEHTH - 72h, GOT-2 12 KDV

Table 2. Two electrophoretic buffer systems used in this study.

Electrode buffer Gel buffer
Buffer system Assayed enzyme
Component pH Component pH
A. Lithium-Borate 0.03M LiOH 8.1 0.046 M Tris 8.2 APH, GOT, PX
0.19 M Boric acid 0.007 M Citric acid H,0O
0.003 M LiOH
0.019 M Boric acid
B. Tris-Histidine 0.4 M Tris 7.5 0.009M Tris 7.5 ACO, GDH, IDH

0.124 M Citric acid H,O

0.015 M Histidine HCI LAP, MDH, PGM
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Table 3. Staining solutions and buffers used for isozyme assays.

Enzyme Staining recipes Enzyme Staining recipes
Aconitase 50m/ 0.2M Tris-HC! buffer (pH8.0)  Isocitrate dehydrogenase 50 m/ 0.1 M Tris-HCl buffer (pH 8.0)
EC4 2 13 20 mg cis-Aconit acid BEC.1L11 42 20 mg DL-Isocitric acid, trisodium salt
10 mg NADP 10 mg NADP
5mg MTT 5mg MTT
1mg PMS 1mg PMS
50 mg MgCl, 50 mg MgCl,
40 units Isocitrate dehydrogenase Leucine aminopeptidase 50 m/ 0.1 M Phosphate buffer (pH 7.0)
Acid phosphatase 50 m/ 0.1 M Acetate buffer (pH 5.0) EC.3 4111 30 mg L-Luecine-g-naphtylamide HCl
EC 3132 30 mg «-Naphtyl-phosphate Dissolved in 5m/ dimethyl formide
50 mg Fast Garnet GBC 50 mg Fast Garnet GBC
50 mg MgCl, Malate dehydrogenase 50m/ 0.1 M Tris-HCI buffer (pH 8.0)
0.5g NaCl EC.1.1. 137 3m/ 1M DL-Malate (pH7.5)
100 mg PVP 20 mg NAD
Gultamate oxaloacetate 50 m/ Substrate solution (pH7.4) 5mg MTT
transaminase 37mg a-Ketoglutaric acid 1mg PMS
EC.2.6.1.1 133 mg L-Asparatic acid 50 mg MgCl,
100 mg PVP Peroxidase 50 m/ 0.05M Acetate buffer (pH 5.0)
50mg EDTA EC.L1L L7 50 mg 3-Amino-9-ethylcarbazole
50 mg Fast Blue BB Dissolved in 5m/ dimethyl formide
5mg Pyridoxal-5-phosphate 1m! 0.1M CaCl,
Gultamate dehydrogenase 50 m/ 0.1 M Tris-HCl buffer (pH 8.0) 1mi 3% H,0,
EC. 1.4 1.2 1 g L-Gultamic acid, monosodium salt  Phosphoglucomutase 50m/{ 0.1 M Tris-HCl buffer (pH 8.0)
20 mg NAD EC.2.7.5 1 20 mg a-D-Glucose-1-phosphate disodium salt
5mg MTT 20mg NAD
1 mg PMS S5mg MTT
1m! 0.1M CaCl, 1mg PMS
50 mg MgCl,
20 units Glucose-6-phosphate dehydrogenase
(NAD)

NAD: Nicotinamide adenine dinucleotide.

NADP : Nicotinamide adenine dinucleotide phosphate.

FoQ, 2) AgEs R, Av Y 1%AT5 B ma-
crocarpa & A~V F 2 T % B. vulgaris O F, 3
B v FOMCREREHRL, ChboBER
BYRNIENEBETHHEBRBE L, F, it
e, MERLF RS 8 Lk (Tabled), 758
BAECERTFSMOMSRECES ST, B oul-
garis BIRFOBENFA LicH, chbixmE—EE
FEOXILEETF, Got-2' & Got-2* CHELEh T
WBEHEE LT,

FAE I VBRBERRBER: BEMD 2 2
(GDH-1 & GDH-2) »\#fhic (Fig. D,
GDH-1 3 REBTH - 124, GDH-2 1= 3 KD v

MTT: Tetrazolium thiazolyl blue
PMS : Phenazine methosulfate

F A, 2, DHREEIRL, ThHO3H, AV
1 #% B. macrocarpa <C, -~V ¥ 2 & 3 vk B. vuigaris
THEIh, BEOF, #E3, ~vF1&25%
WiV F ] E 3 OMIcEEE (H, & H)
L, ZhoDBEL Vv A2ENLEBETHIHILY
RYE LT, F @0 TR & 5 F R T,
B. macrocarpa B (1), F, % (H, &£ Hy) XU B.
vulgaris B (2, H,, 3) 2B L/ (Tabled), &
BAERYERFIECESET, B macrocarpa &
GFORENBD Lich, 3RO~V FidE—&iE
TEOXLBET, Gdh-2', Gdh-22 8 X O Gdh
-2 EHEEh T EHE LR,
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Fig. 1. Shematic of isozyme phenotypes and inferred genotypes for glutamate oxaloacetate transaminase
(GOT), leucine aminopeptidase (LAP), glutamate dehydrogenase (GDH), acid phosphatase (APH),

and peroxidase (PX).

Table 4. F, segregation for the GOT-2, LAP, GDH-2 and APH-1 isozymes in the crosses

between B. macrocarpa and B. vulgaris (SP561001-0 and Seiyo Natsuna) or B,
atriplicifolia.
I(ngggsl ? B.c:r(t)vaic?fﬁscgfpa Gti)nfo;);p € Progeny distribution in F, x? value?
GOT-2 SP561001-0 (2125 53(2121)76(212%)23(222%) 11.84**
(Got-2) Seiyo Natsuna (229 44(2121)76(2'22)28(222% 3.57
LAP SP561001-0 (L'L2, L'L®)  10(L'LYHI9CL'LD50(LL)11(L2LD 26 (L2L*)36(L2LY)
(Lap) 10 69 73 55.31**
Seiyo Natsuna ('L 21CLALY)75(LAL)77(LALY 39.31**
GDH-2  SP561001-0 (2122, 212%) 10(2'21)35(2'22)55(212%) 7(2222)15(222%)24(232%)
(Gdh-2) 10 90 46 25.67**
Seiyo Natsuna (2122, 212%)  6(2'2')68(2'22)23(212%)27(222%) 5(2223)25(2%2%)
6 91 57 33.40**
APH-1  SP561001-0 (1'1» 48(1' I1N67(I ID37(1%1%) 3.72
(Aph-1) Seiyo Natsuna (1'1» 35(2H D69 ID4T7(12 1D 3.03
B. atriplicifolia  (I'I2, 1'1®) 43(1'1Y) 14(1'1D75(1113) 5(121%) 5(I*I18)20(1%1%)
43 89 30 3.50
The genotype of B. macrocarpa was Got-2'1, Lap'*, Gdh-2"" and Aph-1'1.
1). Tested against 1:2:1 for the B. macrocarpa type, the hybrid type, and the B. wulgaris or B. atri-

plicifolia type.
** . Significant at 1% level.
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afoVT I RTFE—F: BRAKIEDA
vEQ 2 D HIREIhK Fig D, Thbod
B, v ¥ 1k B. macrocarpa T, »~V F 2 & 3%
B. vulgaris THB I hi, HEOF, #&121+2
B 14+38%2RL, ThOOREREICL 5 F,
e, B macrocarpa B (1), F, B (1+2, 1+3)
£ X O B. vulgaris (2, 2+3, 32338 L (Table
Do THAETBERTIBHESE S, B ma
crocarpa BEFOHENBA L, Tht34AD
Av FRE—BETEOWMILRIETF, Lap', Lap® ¥
SO Lap® e FEER T 5 EHEE LK,

R—FFF - BRERMO3IEDAAV VA, 2,
D EERBEDLI Fig DAV F1L2%F
3% B. macrocarpa £ XV ¥ 2 L 3% ET BB
vulgaris SP561001-0 O F, # & 13, 1+2 & » 1+
2+3BERL, ThbDREKIZRICEL S F, T
B6FEOF 12/ 7 2058 L (Table5), —

F3, AV ¥ 3DZREETH B vulgaris var. ciclal 78
¥ E ¥ & B macrocarpa DA ¥ F, T3, B.
macrocarpa B(1+2), F.BA+2+3), B. vulgaris
BMEREL 2 1Bl ~vFle2as
A—Z7ELTCHELE, LHL, MiHEOTHTHR
2 & (143) PEEIhI-Z D, AV IF1E2
DEFHOBHIC L » THELRL DT, WX
BELAVFIOFEERMNII 1OGBERL
foo R0 T, AV Y2 E3RA—RIZFEORIE
B, Pe-1': Pe-1P, vV LI3REEBEC
BT AR BBIETE, P-2iBEhTw3
LHEEL 7,
2. EFHRBR

FEL 6 BEEFEDS b, Pe-1 & Pe-2 13581
BT\, MOBREERTER LS CWEgE
DEREST 5 REETE L BEREETEOEH
%, F,(B. vulgaris SP 561001-0X B. macrocarpa)

Table 5. F, segregation for the cathodal peroxidase isozymes in the crosses between B.
macrocarpa and B. vulgaris (SP561001-0 and Seiyo Natsuna).

Phenotype in F,

1 1 1
Cross of B. macrocarpe with Phe?oPEype + + x° value
otk 2 2 + 2 2
+ +
3 3 3 3
SP561001-0 { 1+2+3 51 62 1 9 7 22
1+2
Segregation for band 1 114 38 0.003: 1
Seiyo Natsuna 1+2+3 28 78 45
Segregation for band 1 116 45 1.86(3: 1)
Segregation for bands 2 and 3 28(2) 7802+3) 45(3) 3.991:2: D

B. macrocarpa invariably had bands 1 and 2, whereas B. vuligaris SP561001-0 was polymorphic for bands 2

and 3, Seiyo Natsuna had only band 3.

Table 6. Linkage relation between Got-2 and R in several B,F, populations.

Combination of the alleles in male gametes of F,

Recombination

»

Seed parent "o o o T value (%)?

B. vulgaris TK80-2-0O 60 16 85 13.7+2.7

B. macrocarpa 16 8 37 15.9+4.6

B. maritima SP673000-0 76 32 - 137 15.1+2.3
Total 152 15 56 259 14.7+1.6

x* value for heterogeneity, x2=4.44, not significant.

1. F{B. vulgaris SP561001-0 X B. macrocarpa} (R-Got-2/r-Got-2') was used as common male parents.

2). Estimated by the maximum likelihood method.



FI%5 . Beta BO7 4 v ¥4 2 BER L R {LicBIT 2%

331

PGM

Pgm-l 11 12 13 22 .23 44

ACO IDH

()

2===-

3— - .

Awl 11 12 22 @ 11 12 22

A2 11 11 11 @2 11 111

MDH

1(+)

2--—

1= =
MdT 11 13 23 22 33 34 44 35 55
M2 11011 11 11 11 11 11 11 11

Fig. 2. Shematic of isozyme phenotypes and inferred genotypes for aconitase (ACO), isocitrate dehy-
drogenase (IDH), phosphoglucomutase (PGM), and malate dehydrogenase (MDH).

FIEMBEELCURLZTH L 3B, F, £ACHETL
fo AORR, HHFBETERECHIEEL
728, Got-2 & R ORCEEEIFED b i (Table
6)e ABLIAIXHLY AR L TRERLEIL VHEEL
frlh MEGTFEMOMARE2MIT14.7%:
1.6%TH - 70

FAH BREOTA /Y LER
FRELI- 6 BIETE, Kb Ta=g—¥, 1
v 7= v BRKEEESR, Vv T BBKERERR LU
THRTx N Ax—X BT 5 4EETE
(Aco-1, Idh-1, Mdh-1, Pgm-1) i=2>\~T, B.
vulgaris 16 }¥f, B. maritima 12 7%, B. macrocar-
pa 2 %%k, B. atriplicifolia, B. adanensis ¥ X O' B,
patula DF 1 RROEREFEL o, Inds, AEL
7= B. macrocarpa ® 2 FJifh 1 Rk H + V) T
Brafid s A EERETH 5,
# =3
1. Pa=9—¥, 1V BBKRER I
M ARBRBLU I+ R T2/ NaLI—H
FA IV L
Tazg—¥, AV7=vBRKEEE

gy

B K EBERERI T 2 A7+ 7 Va8 &~ ETH
BIhBEREARN L ZhboHERETH Y
Fig. 2 iZR L,

7a=4—+ (ACO) TR3IAXDAVYF (1, 2,
DHLRD IBHEORBAMPBERI LI, 2hbD
5%, AV F1&3 Aco-1' & Aco-12 12, AV ¥
213 BEIR T Aco-2 mFH IR T3,

A v 7 =vEBBiAkFERE (IDH) TR 3IBEIER
BRAGEEI W, ChbORBEE R, B cH
BEEYURT 5 >0 BIBETEE, Idh-1&
Idh-2 B ERh T35,

) v Bk ERESE (MDH) Tk 9 B OERRE
HBIE S hic, VAN GEYT et al® B33V 1 3, A
VF3E5 RIOFEAYFEBEOREICHEES
YIYERETHIBEHORHANOHEGREITLY, Th
LERN O THERR YR T 5 o0 BKE
LTFEE, Mdh-1 & Mdh-2 wEBER T35 L HE
Lic, MBEETED > B, Mdh-2i1-v F3
(Mdh- 2V CEE L - BN RIETFETH 5. —
7, B ORBE O TR EHER Sh T fnuneay,
RERATHE SN LBROBRRLE  OPET
BEINI-_BEGEZOLER I VERIAD
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DO THotel i, Mdh-1 CERIND LH#E
ELl,

7 AR7 2 rasz—¥ (PGM) TiL4 XKD~
vE A, 2 3, 4 bR 6BEHOREENEE
Ehic, ThbDdy, AV F1E213, BEEMEE
LFHE, Pom-1 1IZHF IR THBE™, ~v 3 &4
ZoWCIREERIT ST\ ey A3, MDH 0354
ARCREANTRESRLEROKRA, D,
Pom- 1 =B ERD EHEL,

2. EHER

ER U 4 BETEL OIS TRE L 6 &
ETEZOWT, &4 0B THREShDEET
% Table 7 &R L7, B. vulgaris TWX, T vH14E
Xv £v v v (var. cicle) D% 8 RFEXFHEL 72,
FvH 4TI, FELE 10BEFEREL, Aco-
13, Aph-13, Aph-1°, Gdh-23, Gdh-2%, Got-2%,
Idh-1%, Idh-1°, Lap?, Lap®, Mdh-1°, Mdh-1°
Pgm-1*, Pgm-I3 3 X UF Px-1I'0t 15 &G F
BBREIhL, 78V Y UTRE, Aph-IP HNEES
Nizhoted, Do Aph-1, Pgm-I' B L O
Pom-1* BBEXHh, Fv 4414 LRTto1, B mar
itima TX, B. vulgaris TEE S hi Pom-1* K
TRCOFMIREF L HIETRER IR o0
Aph-1%, Aph-1*, Mdh-1', Mdh-1*> 3 X U'Mdh- 1*
BEE XN, —F, B macrocarba i3, B. vuigaris
X B. maritima T E X high i Got- 21,
Lap', Gdh-2', Pgm-1* BX O Px-2'%HL, h

LEEEELLRoN, BiZ, Px-2 3B ma
crocarpa THHFRH b, METRER XA T null
R-chote, 4 &4k B macrocarpa X Got-2° %8
L, 2B ERMERL - 7eh, Aco-1, Idh-1, Px-1
BIOPr-2 TR2EGRMEA KRR Y, —F
BhOSBETFETII~T nERM AR L, B
atriplicifolia ¥ X O B. patula TX, B. vulgaris A%
CBE I TXCONILER T B maritima
THROLH, FxOBEBOERIFED LR
ot FRRIC, B. adanensis TR\ TLEESh
oS BETF O % < 2 B maritima THRH LA
o3, ffE TR fcAph- 1t ® B. macrocarpa "4k
BN THote Got-2' & Gdh-2' %K L, B mar
itima & Rt o1z,

S5 E £

SEROTAYFA 21 EROBEHITLY, 68
FBETEXYRELL, ShbDOEETFES, Got-
2, Lap 35308 Gdh-2 0 F, GEEDBIGET L
1z B. macrocarpa & B. vuigaris DT A VT
Hw#EE& T, Got-2 Tt B macrocarpa BEF
25, Lap & Gdh-2 T3 B. vulgaris BfEFHBEIC
SEEL T,

BEECTEORE B, BEETRESKROK
ERICTRRSE L EOEREBEEN 76 VR
HIRED 2 v s BEBEOBHY IV EL 5, .
QURIOS and MCHALL® 13, AV A & 2 fERMERE

Table 7. The alleles at 10 enzyme-coding loci observed in six species of the section Befa.

B. vulgaris
locus Sugar Swiss B. maritima  B. macrocarpa B. atriplicifolia B. adanensis  B. patula
beet chard

Aco-1 L, 2 1,2 1, 2 22 2 2 2
Aph-1 3,5 1, 3 1,2 3 4 5 1145 1,35 4 1
Gdn-2 2,3 2 3 2, 3 14+3) 3 1 3
Got-2 2 2 2 1(2) 2 1 2
Idh-1 ,2 1,2 L2 1M 1, 2 1 1
Lap 2,3 23 2, 3 10+3) 2, 3 3 3
Mdh-1 3,5 3,5 1, 2,3 45 14+3) 3 3 3
Pgm-1 2,3 1,2 34 1,2 3 42+3) 1, 2 3 2 2, 3
Pr-1 L, 2 1,2 1, 2 1 1 1 1
Px-2 null  null null 1D null null null

Underlines show predominant alleles within each taxon.

Parentheses show the phenotypes found in a tetraploid accession of B. macrocarpa.
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BT, EERFOFERL b HEELSITHIL
N KBRS e RESLY A —dF o4 —F
BETFETHEL L, LHrLAEROESE, F, L
THREIhCEBEREN G, & oEpREcHRR
NTCHEBEERD LV IEBEAREROER L b
RINhHEEERRAY Thh, BEINWCEESH
PEFRFOSEMICL o TE LR ERE Lim Vv,
LULARELECHENT AL, RESEIB
macrocarpa & B, vulgaris DEORE < inEFEREE
RRLICEZELLRD,

B LT 6 BIETFEEF, Px-1 & Px-2 (335 < s
LTEY, A+ A2AFD=RF 5K R Clarkia
Franciscana D7 L = — ABIKEREED cBEE XK
ek 5 M ERGETEAYMR L, ZOmELST
WERYEODEE LT, Got-2 R BEFEL
4. 7% DB MCHEEL, 8 1 EHEBCTE L.
R BETEIFE I, Idh-1 3 17% D% 2 i cE
BL T B, MEFFEEETEER OB Rz
VTR STk s,

FAEL I 10 BETFEBIL, B. vulgaris THZ
Shic Pgm-I* R T XC oM E LT 2B
maritima THRD SN, Fi, B maritima ik
B. vuigaris THEEB IRk - 5 BONTEE

FHREEL, £8 - FRVERKRZ 74 V¥ 1 av

SARBCCLEBRCEBERERIFE L, R
12, B. atriplicifolia % B. patula TBE I hicTX
TORMIULRET M B. maritima TRDbhic, %
it U, B. macrocarpa Tit, B. maritima Ti38]
Brhith ot Got-2Y, Gdh-2°, Lap' 38X O Px
=20 e B N Te Aph-1', Mdh-1" % X O° Pgm-1*
D3R b, Beta HoHTH KRG EEINCHTILLT
2. BT, B adanensis T, BIEIhi%L OXt
SEBEF 0 B maritima THRD LN, B. ma-
crocarpa B RH 7c Got-2' & Gdh-2' &% K& |,
Beta B DT % B. macrocarpa & ELL Tw
7o

4 {245 B. macrocarpa V3 h >V TREE ST
% Beta fioF THME—DHRBERETH 52, AE
Ut 4 BRI, Aco-1, Idh-1, Pr-1 3 XU Px
-2 T 2 fE AR & A UXILBIEF 2R Lies, Aph
-1,Gdh-2,Lap,Mdh-18 X 0" Pgm-1 D 5 BEF
EETi~7 nHEKBALRL, 2 &8 B macrocar-
pa ERNIEXDRIETFC L, B. maritima T8
BIhENIBRGETER L, — BRI, BEREGT

BHEERTHEZ LD, REREGER LY/
st EBEOBRBET X HNBNICE 3 5598870 L
fodis T, 454K B, macrocarpa IREVBERE TR
724, LA 2184 B. macrocarpa & Fh & 3R
5 AL AR2BETHELEELLRD, 4
54K B. macrocarpa 0¥, WHESHMHRAEL L 18
AONMPEERELTR TS L, ¥ ERHE
DNA OHIREFE S5, 2 & B. macrocarpa
ERELAIMBBEYET ALY RELNCE R
TwWb, ThbDOHESEL, 454 B macrocarpa
B2EERETHHZ EXEITET S,

B 4FE Beta BMEGOLEFEEE

SE1HT & El

BEO4EBEEOCHEITIL, BoSESEGEGEY
25 ETCEETH B, Bela OFABIIE I HE
A EST, SEERARF, #ENESh 5169
T Enb, ChEcEMOAHBEERETIaMRN
Wishotco

AE T3, Beta HiEROEEEEYH LI,
¥EREOBRE CESWC, BRoBRENEUEY
a5,

E28 FHEOTEHRELUVEFRYE

B. vulgaris SP 561001-0, B. macrocarpa ¥ L. O°
B. patula % Kk 8 £ U T B. vulgaris var. cicla [P8
¥EX], B. maritima 6 Ffiss X O B. atriplicifolia
LM UT 26 F, #REOTERIRMELAE L, 212,
B. macrocarpa ¥ X O'B. patula % F 8 & L T B.
vulgaris 38 & O B. maritima D& 2 R &5 L 1o
TP HBOBTREYHE L.

TEMRaMEE, =29 b v 7~ L BRETERR D
LD+ 58E (%) CHEL, FEED
b 2HoFH RO, —HEFRENER, BED
e b 15 EROBIER KN T IHREETOEEL L
TRDI, F, HEOTEHIEM G, THELESHED
7o b 5k, TR EEOFHETS S,

5 R

F,#8oEHmiat % Table8 iw/R L &z, B. vul-
garis SP561001-0 A B & L F, ¥&EX, B me;
crocarpa & DIEHERBRE, EELTEHREELRL
T2o ¥72, B. patula #H B & L F B OIEMIENE
X, SP561001-0 B E LB ERleeKT
Licds, BIEBIEETH - T. —H, B macrocarpa &



334 EERF R RE B1THE HIF

Table 8. F; pollen fertility in interspecific hybrids of the section Beta.

Pollen fertility (%) of F, hybrids of the test crosses with

B. wvulgaris

. SP561001-0 B. patula B. macrocarpa

B. vulgaris SP561001-0 — 85.4 65.8
Seiyo Natsuna 95.0< 89.6 75.0

B. maritima WB35b 95.0< 86.8 73.9
WRB37 94.5 86.1 41.9
SP581103-0 95.0< 88.7 74.7
SP581105-0 95.0< 91.3 83.4
SP673000-0 93.7 88.0 69.7
SP733050-01 95.0< 77.9 75.5

B. atriplicifolia 95.0< 89.1 77.7

Table 9. F, seed fertility in interspecific hybrids of the section Befa.

Seed fertility (%) of F, hybrids with

B. patula B. macrocarpa
B. vulgaris SP561001-0 92.0 49.5
Seiyo Natsuna 85.6 48.9
B. maritima SP581103-0 91.5 45.5
SP673000-0 not examined 52.9
Mean 89.7 49.0

o Fy #8112, %< OFHTIERRM 2 80%%
WO TFETH - 1o
. B. macrocarpa % X U B. patula L&D F, 5

DRt % Table9 /R L7, B. patula & D
F, #6E2, SAHRRCEVCETRE LR L,
B. macrocarpa ¢ D F, #M i, ZHREFROL
WHERETABEIh, BTRELTH 9% ELETL
2o

B L BTRMEMN & & IET Lz B. macrocarpa
Lo F, #fEcouvw, REERTAR—0ERERA
ZERET 5 1B %, Fi(B. vulgaris SP 561001-0 X
B. macrocarpa) % Te¥rHl & L T B. vulgaris TK80-
-0 ~RLZH L B.F, EHTHRE Lz, T O
R, TERREME Wb e b L TETREDR
WEGSEE S K, Tthie i ETRETTh LR
Rig->ERCFERT 3 LE2 LR,

3 F, YERE
F#EIVThoTHEcbEREFT»RL, B
R RRIBPDLRIEh o T, RIZ, & F, B0

RHEZBEC LD F, BREERL, EEORKRLIE

WietE R RE L1
& ®

1. PNE/ESUBBEGEDIEE

B. vulgaris SP 561001-0 35 X O° B. patula % K 8
EUMRE &L OTHTI, §iE & B maritima 1 F
48 (WB35) oiu#r R, F, BEoBELZIcER
FERD b hish - fe, —H, B. maritima WB35X B.
vulgaris SP 561001-0 7 & OV B. macrocarpa % i
BElLAfiBLoRmETTAHE ) BTEEL K

(Table10), 7 ¥/ HAERZHEHECTREL D, B
macrocarpa & B. maritima %5E4F (SP 581103-0
& SP673000-0) DT I%RIGTH o 7o bs, £D
OTHETIZI. 4%~8.3% &, ERBETEREL
7o & EOWIRARE, 6.25% 1AL (Table 11),

B. vulgaris SP 561001-0 & DAz ckic 7 1 ¥
J B L Tc B. macrocarpa & B. maritima WB35
wonC, B REEEoHREY, Bics F, #E
MO LH##NR, F, (B. maritima WB35X B. vulgaris
SP561001-0) X F, (B. macrocarpa X B. vulgaris



IR . Beta BDT A VA ABER ERFSGICE T HHE 335

Table 10. F, segregation of chlorotic plants in the crosses in which each of B. vulgaris
SP561001-0, B. patula, and B. macrocarpa was used as a tester.

Test crosses with

§P5%li%76lﬁ B B. patula B. macrocarpa
B. vulgaris  SP561001-0 - - +
Seiyo Natsuna — - +
B. maritima WB35 + - +
WB37 — - +
SP581103-0 - - +
SP581105-0 — — -
SP673000-0 — - +
SP733050-01 — - not examined
B. atriplicifolia - - +

—: Not observed. + : Observed.

Table 11. Frequencies of chlorotic plants in F, populations and x? tests for fittness to the
segregation ratio of duplicate ressecive genes.

No. of No. of Goodness of fit
total chlorotic
plants plants x2for15:1
B. macrocarpa X B. vulgaris
SP561001-0 276 22 8.09%V 2.60 10% <p<25%
Seiyo Natsuna 240 18 7.5% 1.60 10%<p<25%
B. maritima WB35 X B. wvulgaris .
SP561001-0 375 31 8.3% 2.46 10% <p<25%
B. macrocarpa X B. maritima
WB37 352 19 5.4% 3.48 5% <p<10%
SP581103-0 467 4 0.9% 23.67 p<0.1%
SP673000-0 321 1 0.3% 19.41 p<0.1%
B. atriplicifolia X B. macrocarpa 921 31 3.4% 12.65 p<0.1%

it

). Frequency of chlorotic plants.

SP561001-0) THE Lic, IZ7 4/ GREHZE
BHSEET (ch 8L U chy L RFRT 2) HE X h,
FoRGEE I HTEB TR THiE, B vul
garis SP561001-0 & Rk & O F, ¥R ORTHEE
Rkt d F, BRER, 6.255%07 1875
AR IND, TOKR, FEL 70 EEF 3ME
o7 MEESh, BEREBEREHEETO
MBECESE L (x2=0.48, df=1, 25%<p<
50%). L7tchis T, B. macrocarpa & B. maritima
WBS BRI m e v ABERTFHEEETHLE L
bR, ThEchch +.+, &F 5 &, B vulgaris
SP 5610001-0 D BET R IL ++ chuchy, L K E h

T2 —77, MBEOREFEI LG 3 R/ & O HRE
£ (Table10) & b, B. vuigaris [AHERE| & B.
maritima WB 37 12 SP 561001-0 & [& £ i +/+
chochy &, B. maritima SP 581105-0 & B. patula
1 Attt EHEEZI RIS,

TN OB %, B. macrocarpa 3 X U8 B.
patula &L OTHET, ENERELEEOKLL
7o 9BV EM 2 5 BE L 72 (Table 12), 8B kD —%
EEEERCRIE L 1ot £ 0  GERTEE TEL T,
BATEfkic > CiEmia e AE LI L 2 5, 1B
FOMEIX 10% K05 90% L L& THRL, §3EAE
&8I 3 B IE Tt oo 5B O MR B DB E M 1T
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Table 12. F, segregation of weak plants in the crosses of B. patula and B. macrocarpa with
the other species of the section Beta.
F, segregation of weak plants in the crosses with
B. patula B. macrocarpa
No. of No. of No. of No. of
total weak total weak
plants plants plants plants
B. vulgaris SP561001-0 213 0 0.0%Y 246 0 0.0%
Seiyo Natsuna 180 0 0.0% 212 0 0.0%
B. maritima WB35 249 19 7.6% not examined
WB37 not examined 215 7 3.3%
SP581103-0 433 3 0.7% 376 1 0.3%
SP673000-0 248 0 0.0% 180 0 0.0%
B. atriplicifolia 216 0 0.0% 302 16 5.3%

1). Frequency of weak plants

Table 13. Frequency distribution of pollen fertility in F, populations of the crosses of four

species with B. vulgaris SP561001-0Y.

Distribution of pollen fertility (%)

No. of

—90 —100 total plants

<1 -1 —-20 —-30 -4 -—50 —60 ~-70 -—80
B. maritima WB35 1 1 7 51 60
B. atriplicifolia 3 8 71 82
B. patula 6 3 3 4 5 7 3 9 19 31 39 129
B. macrocarpa 6 3 6 8 7 10 16 29 26 19 8 139

1). B. vulgaris SP561001-0 was used as common male parents.

Bdbhinho i,
2. F, {E¥ et

B. vulgaris SP561001-0 # 8 & L 1 4 F
HERFEOTHF, EFC BT 2TEM RO
Table 13 i&/R L 72, B. maritima WB35 & X UO'B.
atriplicifolia + SP 561001-0 D% T3, F, BfEo
%< DY 60% LI EOTRIERTR L, 50% KD ERMEE
HIIBEINIh - o, —H, B. macrocarpa B & U

B. patula & SP561001-0 O%3CI1Y, 524 TRE G
DI EEL, TEMTRE S 10% R OERRMEA S 90% L
LOEHE cEENCER LA, ¥, B ma
crocarpa & B. patula \¥ B. maritima 1 5 £ H

(WB35 & WB37) % B. atriplicifolia & DA
BTIHOTRESLTELTBEELTHEL
729,

B. macrocarpa 3 X O B. patula & B. vuigaris

Table 14. F, segregation of pollen fertility under different cytoplasms in the crosses of B.

vulgaris SP561001-0 with B. patula and B. macrocarpa.

Distribution of pollen fertility (%)

No. of

<1 —10 —20 —30 —40 —50 —60 —70 —80 —90 —100 total plants
B. patule X SP561001-0 2 2 2 1 1 2 1 2 5 11 9 38
SP561001-0 X B. patula 0 0 1 0 1 0 1 3 7 11 3 27
Kolmogorv-Smirnov test, D=0.172<D,,s=0.330, not significant.
B. macrocarpa X SP561001-0 6 3 6 8 7 100 16 29 26 19 139
SP561001-0 X B. macrocarpa 5 1 2 5 2 7 1 10 18 16 79

Kolmogorv-Smirnov test, D=0.165<D,0s=0.194, not significant.
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SP 561001-0 & DA Ho\ T, RaEED F, 5B
CRETHREOHELBE L =(Table 14), B.
macrocarpa & B. vulgaris SP 561001-0 @ 3¢ # T
i, HRZHE S CEETREE ST TRE
SEEL, MRECIsERITDLREL >, —
#, B.patula & B. vulgaris SP 561001-0 O3ZH T
i, ARG feh - 7o b Do, SP 561001-0 @
MEATTRRLTREAIBEINT, FER
HEEOFE S B. patula DHIAE T i H~E 77
E, PRSI RERTE R EAY T,

BAEN & ®

Beta ioBMMEF, 5L OF, RO 5,
1 £ FMERE B. macrocarpa & B. vulgaris, B.
maritima 33 X U8 B. atriplicifolia DR F, ¥ o
BB B X UETOMHY TR, F, tficksi3s 7
¥/, BEEAR L UTRREGOSEED, /L
< VEHEHFMNERE B. patula L HE3EOMEF,
HRIZR T 2 BREECTRBEOSEIZD L

oo —7H, B. vulgaris, B. maritima ¥ X O° B. atri-

plicifolia DREIZIY, BiED 2 BEIOEELHEE LS
bR T7AE RSB LItORERE, —ELEE
BEEIEEIhich - foo —BICH BB O 4 fHiE
EOBREWR, ThbHLOBREBEHSLOBE ¥ Rkt
B = Lk, ERkokERE, B macrocarpa B
Beta HioF TR BEMCHLL T3 Z & &R
BT 5, LichisT, £EEEOENBERINED
T4 VAL 2 BEROBITERE—F Lo,

H2ECTHRI X 512, Beta oS EINEE
ZX->TH%%, FORD-LLOYD and WILLIAMS®®
X, TRHBREME & MBI X b, B. vuigaris, B.
maritima 3 X ' B. patula A — B & h s
& LT, ¥ B macrocarpa % B. atriplicifolia %
FhFh ssp. maritima WOEREE L THEL 2,
L, BREIOEHEEERLUCT A V¥4 L2ER
DEWFEREIL £ b X, B macrocarpa % B.
patula 3% Fh, B. vulgaris, B. maritima ¥ L O
B. atriplicifolia L 3 RicnEL LT, —7F, BED
SERF—BOEBEL LCHETHI LHEYTH
55,

B. macrocarpa (¥ B. maritima 1 F & Bl 2 B,
atriplicifolia & BB B B T H 51218,
BUTTLER'® I E D@7 b, HPEREC
5%+ B B. macrocarpa % B. adanensis 1z & D 1

EETEE, SRAERYE TS B maritima %
EETAS LTS L I EHEL T, KETE
22 X - B. macrocarpa 3 X O B. patula & & D
HMoBELWAHEBEEDCHFLED, Beta HioBH LA
TR TiL7e, HTEMICE U & E &R RET 5,

BRI hIcABEEED S b, F, HR BRIk
TAE GEBO—TREERBEFZEC X VBT
&z, TORGTENT, BB L OB maritima &
WTERE L, B macrocarpa 3. B. maritima 1 %E 4
B WB35 LA UBIEFHETR LA, RAU 1 FE£E
@ B. maritima WB37 ® B. patula & 38755 T
feo TDXH N7 mr AREBETRHOSEED, &
o 1 EEERETHCS L LR L &
55,

BB EMMERRICEIIRESRL
SRR OR(GHEE

B1EY #& g

Beta fiosh T3 1 4 B macrocarpa (X EH
BEOBEERBLLPRL, ML 3EEN iR
TR T\Te, 1z, B macrocarpa L AfE & OERIHM
BF, R T o OBRERTECRE FHELTE
Hbhiz,

AZE-Ci¥, B. macrocarpa & B. vulgaris ¥ X U B.
maritima & DEBMER L # R0 BETF 58
DFENT R L VBREETFE 2R EMEEE L Ucfin
b, BEIWERESBEORELL W F, &R
HOBERE BT 5,

F28 RUSHHURORE I

B. wmacrocarpa & B. vulgaris SP 561001-0 ¥ X
U B. maritima SP 581103-0 & O3z F, (LUF, F,-
ABIUVF-B LT RIEHHRGLT, EERLE
MLED) BIUETFHR T, #EERELTHLE
+) & LT B. macrocarpa, B. vulgaris TK 80-2-0O
B & OB, maritima 2 3% (SP 673000-0 £ WB35)
WRLZH L 7« B/F, £ic>wnC, 2R CEE
LI SEERBIRTFHE L REEFOSELHEL 22

B. macrocarpa (TEFRMEETH BV Z & nb,
I DRBADOHEM R USHG, G vREL Bk,
¥ 72, B. macrocarpa LMFED F, #BELH M7 H
FREHELRT?2 o End, HERLTH#BF &
B, EREETOSMC L hHRTHFMABEE
ERLEHBEGHEEZINTELF-ALp")XB.
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Table 15.

B,F, segregation for a marker locus and five enzyme-coding loci in the male

backcrossing when F,-A (B. wvulgaris SP561001-0 X B. macrocarpa) was used as
common male parents and the parental species and B. maritima as female par-

ents.
R Got-2 Lap
Female parent
+/+ +/M 220D +/+  +/M x2Q:D +/+ +/M x2Q:D
B. wvulgaris TK80-2-O 29 40 1.75 32 37 0.36 35 34 0.01
B. maritima SP673000-0 82 170 30.73** 108 142 4.88* 152 100 10.73
B. maritima WB35 65 107 10.26** 67 134 8.01** 114 58 18.23
B. macrocarpa 21 45 8.73** 26 40 2.97 41 25 3.88
Total? 197(+) 362(M) 48.70** 233(+). 324(M) 14.87** 342(+) 217(M) 27.95**
x? for heterogeneity _ _ _
among female parents x*=2.11 x*=1.35 x°=4.90
Gdh-2 Aph-1 Px-2
Female parent
+/+ +/M  x2A:D  +/+ +/M x2Q:D +/+ +/M x2Q:D
B. wvulgaris TK80-2-O 40 27 2.52 40 29 1.75 38 31 0.71
B. maritima SP673000-0 162 81 27.00%* 113 127 0.82 116 136 1.59
B. wmaritima WB35 110 57 16.82** 50 60 0.91 101 71 5.23*
B. macrocarpa 42 24 4.91* 20 46 10.24** — — —
Total? 354(+) 189(M) 50.14** 223(+) 262QM) 3.14 255(+) 238(MD  0.59

x? for heterogeneity

2:
among female parents x*=1.11

2?=10.59* 27=6.94*

+ and M show the alleles from B. vulgaris or B. maritima, and B. macrocarpa, respectively.
1). Classified by the alleles derived from the F, hybrids.

*x  okk

, **. Significant at 5% and 1% levels, respectively.

vulgaris TK 80-2-O(Lap®*?) & F,-B(r/7)XB.
vulgaris SP 561001-0(R/R) =2\ THEL .,

BRRCTEOSEYEN T b, M
B2 L 7= B. vulgaris & B. maritima O & R <
AFEREENRD LIV &, ¥ -THEN B ma-
crocarpa TREBE I hich o tc Aph-12, Aph-1,
Gdh-2%, Gdh-2%, Got-2% Lap?, Lap® B8 XU FPx
2ml BRI F Ll L, MEAROBRETFEYX
MNeF+EEFEL, B macrocarpa BFRDOEEF
EMEBRF & L,

= R
1. B,F, o8

F-rA2%BOEHE & LB RE L% B,F,
5% Table 15 R Uiz 8B L b BER BB TFEE
1, Px-2 X B. vulgaris ¥ X U° B. maritima -C null
BTHolcZ &5, B macrocarpa ~DHEMER L
R TWL Bomacrocarpa BfnFreFl ~5 aFlipl
XAITEFT/EL Lo e,

RLZHCH B THOBE» b D i<,

R, Got-2, Lap 88XV Gdh-2 o B,F\ 7Bt B H
FoBOBBRAE L ABRR o1, DHER IS
3SEOF, HROBRE-KL, EHEHTHLR L
Got-2 T B. macvocarpa BIEZF BRI, Lap &
Gdh-2 TBI L, ¥ F, HRCEFE K
SEERIR U Aph-1 & Px-2 BT h, BFEO
BEC - TRESBEIRD DN, HiC Aph-1
T, B maritima 2 RIECRULZHL 2L EEE
T X BEAFED bt b, B. macrocarpa 3 X O° B.
vulgaris TK 80-2-O ~RELZH L L &, £hZh
DREFOBETGTFH1BRNCHBEL 70,

MR LMD B.F, 8%, ThborERL
WHDORER L & bz Tablel6 R L7, Fi-AXB.
vulgaris TK 80-2-0O Ti3, REEFEEXKR L T
DBREFECEELTE RDLh, EETER
Mot Aph-1 & Gdh-2 T B. vulgaris BEF
BRCSBUCEER LSO S BRR R
1co BHRIZ, F,-BXB. vulgaris SP 561001-0 T3,
FELSBEFEOTNTHERFHBCESL
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Table 16. B,F, segregation for a marker locus and five enzyme-coding loci in the female
backcrossing and reciprocal differences of segregations.

L Female backcrossing Male backcrossing x? for
oc +/+ +/M 2D +/+ +/M x?(1:1)  heterogeneity
A: Fi-A X B. vulgaris TK80-2-O
R 38 69 8.98** 29 40 1.75 0.71
Got-2 44 55 1.22 32 37 0.36 0.06
Lap 58 53 0.23 35 34 0.01 0.04
Gdh-2 57 54 0.08 40 27 2.52 1.17
Aph-1 52 54 0.04 40 29 1.75 1.33
Px-2 61 50 1.09 38 31 0.71 0.00
B: F.-B X B. vulgaris SP561001-0
Got-2 40 34 0.49 34 62 8.17** 5.81*
Lap 44 40 0.19 65 38 7.08** 2.14
Gdh-2 43 36 0.62 69 28 17.33** 4.86*
Aph-1 40 44 0.19 65 34 9.71** 5.91*
Px-2 40 37 0.12 52 43 0.85 0.13

F,-A: F.(B. vuigaris SP561001-0 X B. macrocarpa)
F,-B: F\(B. macrocarpa > B. maritima SP581103-0)
*, **. Significant at 5% and 1% levels, respectively.

Table 17. Differential segregation between male and female backcrossings in B.F,
populations® of B. vulgaris SP561001-0 X B. macrocarpa.

No. of No. of plants x? for
Locus families /4 +/M 1:1 Heterogeneity
) among families

Got-2
Male backcrossing 6 333 319 0.30 33.52**
Female backcrossing 4 226 293 8.65* 1.64
x? for heterogeneity between male and female backcrossings, x?=6.55*

Lap
Male backcrossing 6 385 259 24.65** 7.10
Female backcrossing 4 255 268 0.32 6.18
x? for heterogeneity between male and female backcrossings, x?=14.03**

Gdh-2
Male backcrossing 4 407 97 190.67** 23.30**
Female backcrossing 2 104 97 0.24 2.37
x? for heterogeneity between male and female backcrossings, x*=48.37**

Aph-1
Male backcrossing 5 262 226 2.66 4.83
Female backcrossing - 3 210 185 1.58 2.83
x?2 for heterogeneity between male and female backcrossings, x?=0.03

Py-2
Male backcrossing 3 171 75 37.46%* 1.74
Female backcrossing 2 143 129 0.72 0.35

x? for heterogeneity between male and female backcrossings, x?=14.82*

1. B,F, plants being heterozygous for each locus were backcrossed as male and female parents to B.
vulgaris TK80-2-0, SP561001-0 and NK150.
* **. Significant at 5% and 1% levels, respectively.
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7o, HEMER LM Pr-2 2B 4 BETFER
RESWITD B, '
HETHE THE I h e R0 ER T, Fi-
AXB. vulgaris TK 80-2-O © B,F, # R ¢t H BD
b, Aph-1 2B < 4BIGTE D 582 KR
CHBIRt- 1 (Tablel?), #ic, Lap, Gdh-2
BIOPr-2 T3, WTh#ERLZT#C B ma
crocarpa BIEFHEL B Lich’, HRHRLZTH
TREFELRSEIBB I hic, Got-2 Tix, HHER
LT CHELRER AL L T BERTHRET
BELLY, BE4OFRIREIEALRL, iR
IUHMERLZ#ECThESWTLRESHESED
bLhitc,
2. 2REFHBE

FWEL I BRECTFERCIESEBERIRD L
hisvdy, Zhbo 2BEFH/EELEL MR
Eh O EN2EETFRHELEER -1 Fi-A
TIEWBE & L1 4BF, £ > B oM
YCHRELLER, 246 C5H4bEe0 2 #ETS

BT v A BETFEEHLENLOHMFLFRR
Rirot(Tablel8), 2 oD 5 b, Lap & Gdh-2,
Lap & Aph-13 X O Gdh-2 & Px-2 C L B. ma-
crocarpa B FH EHe, Lap & Px-2 TiX B
vulgaris BETFEEHEMN, Lap & Got-2 TIRFL
WEEFEEDE LapM & Got-2Y) ¥, ThEh
it D BIE T Ao I H~GBEID 5\ B o B
L, #i2, Lap DHEERMOBETEO S &5
<BIEL 7o,

Vv E AR 22BREFHIREL &< OREBETENS
EERBERTFOELZTUCHER LZHTHIRDL
7z (Table 19), R~ Got-2 BE#Ext & Gdh-2 D 2
BETSEZ, EERLEZHECTIRITH-Ld
bbby, ERRLZECIRECT oG
., Fi-AXB. vulgaris TK 80-2-O CiX@4d i, Fi-
BX B. vulgaris SP 561001-0 T/LAFCHEEL,
BEENLOMREERICR R 51,

38 BMRRETELTEHTRMECDEE

Table 18. Two-locus segregation in B,F, populations in which F;-A (B. vulgaris SP561001-
0 X B. macrocarpa) was used as common male parents and the parental species

and B. maritima as female parents.

Locus Pair No. of plants
Female parent Deviation? G value
A vs. B A*B* A*BY AMB* AMBM

Lap vs. Got-2 B. wvulgaris TK80-2-O 18 17 14 20 7 0.72

B. maritima SP673000-0 67 84 41 59 1 0.28
B. maritima WB35 53 60 14 44 23 8.57**

B. macrocarba 20 21 6 19 12 4.03*

Lap vs. Gdh-2 B. wvulgaris TK80-2-O 17 17 23 10 —13 2.66
B. mavritima SP673000-0 88 59 74 22 —23 7.91**

B. maritima WB35 69 40 41 17 5 0.92

B. macrocarba 28 13 14 11 12 0.98
Lap vs. Aph-1 B. wvulgaris TK80-2-O 15 20 25 9 —-21 6.64**
B. maritima SP673000-0 57 90 56 37 —52 10.49**

B. maritima WB35 33 41 17 19 -6 0.07

B. macrocarpa 13 28 7 18 — 4 0.10

Lap vs. Px-2 B. vulgaris TK80-2-O 23 12 15 19 15 3.21

B. maritima SP673000-0 76 76 40 60 20 2.42

B. maritima WB35 73 41 28 30 34 3.87*

Gdh-2 vs. Px-2  B. vulgaris TK80-2-0O 20 20 18 9 -9 1.80
B. maritima SP673000-0 67 95 47 34 —41 5.99*
B. mavritima WB35 56 54 41 16 —23 6.93**

1. Calculated by (A*B*+AMBM)—(A+*BM+AMB*).

LI

, **: Significant at 5% and 1% levels, respectively.
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Table 19. Two-locus segreagtion for a linked pair, R and Got-2, and Gdh-2.

Locus pairs No. of plants

Deviation? G value
A vs B A*B*  A*BM  AMB*  AMBM
A:F,—A X B. vulgaris TK80-2-O
R vs. Gdh-2 Female backcrossing 15 23 41 28 —21 3.87*
Male backcrossing 18 11 22 16 1 0.18
B:F,-B X B. vulgaris SP561001-0
Got-2 vs. Gdh-2 Female backcrossing 26 13 12 18 19 4.81*
Male backcrossing 23 43 8 18 —10 0.14

1). See Table 18.

F,-A: Fi(B. vulgaris SP561001-0 X B. macrocarba)
F,-B: F.(B. macrocarpa X B. maritima SP581103-0)
* . Significant at 5% level.

Table 20. Segregation for the partial-sterile plants in the backcrossed progeny between B.
vulgaris and B. macrocarpa

Distribution of pollen fertility (%) No. of Frequency

Generation —10 —20 —30 —40 —50 —60 —70 —80 —90 —100 Ps F  OfFS
B, (B. macrocarpa, MB) 1 4 1 1 5 11 24 6 27 2 50.9%
B, (B. vuigaris, MB) . 1 2 3 8 8 7 21 24 26 48.0%
B, (B. vulgaris, FB) 1 2 1 5 4 10 4 7 8 28 14 66.7%

x? for heterogeneity between resiprocal crossings, x?=3.24
B,(B. vulgaris, MB, 4 families) 1 2 7 8§ 14 21 9 114 56 122 31.5%
B.(B. vuligaris, FB, 3 families) 1 3 10 20 16 17 54 57 69 45.2%

x? for heterogeneity between resiprocal crossings, x*=6.00**

"PS and F show partial-stertile plants and fertile plants, respectively.
Parentheses show the direction and kind of backcrossing, and the number of families tested.
MB : male-backcrossing FB: female-backcrossing

** . Significant at 19 level.

BEIWCREFBOFERO—> & L TEEREER
FRELTEB RN & OBHEY, F,-A% B ma-
crocarpa 3 X U B. vulgaris TK80-2-O ~FE L &
#1L7- B,F, 3 X OB, F, £HCEH L1,

& ®

B.F. % X UBF R oTEWmetto 45 B %
Table 20 IR L 7eo RLAZHED TR 9 7 8
SABEEITREL 1o, TEBRREOSE LT, A
FRCESRRTD - 7odd, BE LRI g RE
BREE IR 5 T, TERTAME A 85% Kk ik
Mo, TG EERT B L, BF T, B ma-
crocarpa 3 X O' B. vulgaris TK 80-2-O D\~ T h
~RLEHLICEE T, BERLAH 0% D
BAHAREEI BRI h, —7, TK80-2-0 ~o

HEME R LS T3, S ANFRER O BB AR L
TR~ 67% EWIN L7, B, o RaEEY
TK 80-2-0 R LA# L B,F, £Hlick\v T3,
WA AFeBEE O SRE IHEMR U e~ R L
THTEL, TR VHRTHBTER
Vlﬁ frotee
BEZECTREMORRABGEECRER Y 2 &
ELHRR, BEL A 5BIEFES, Lap & Gdh-2
CHEMR U TEE LRETIMER A ZED LN
7o (Table21), Lap T %, B. macrocarpa 5 O
TK80-2-0 DV Fh~BLEZHLLBETL~T
r A REEFEE EL, BRETENIERT S
TRMEET & 0B#EITRE X R, —F Gdh-2
T, TK802-ONRELRX¥EL LB HF DL B
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Table 21. x? test of heterogeneity for the frequency of the partial-sterile plants between
genotypes at Lap and Gdh-2 in the backcrossed progeny between B. macrocarpa

and B. vulgaris

Heterozygote(M/ +)

_ Homozygote(M/M or +/+) 2° for
Locus Generation .
PS F  PS(%) PS F PS(y%) heterogeneity
Lap
B, (B. macrocarpa, MB) 5 10 33.3 22 16 57.9 2.46
B, (B. vulgaris, MB) 9 18 33.3 15 8 65.2 4.99*
B, (B. vulgaris, FB) 16 9 64.0 12 5 70.6 0.20
x? for heterogeneity between resiprocal crossings, x?=5.33
B.(B. vulgaris, MB, 4 families) 15 94 13.8 41 28 59.4 40.85**
B.(B. vulgaris, FB, 3 families) 24 39 38.1 33 30 52.3 2.60
x? for heterogeneity between resiprocal crossings, x*=17.34**
Gdh-2
B, (B. macrocarpa, MB) 8 7 53.3 19 19 50.0 0.05
B, (B. wvuigaris, MB) 20 13 60.0 4 13 23.5 6.18**
B.(B. vulgaris, FB) 13 4 76.5 14 11 56.0 1.85
x° for heterogeneity between resiprocal crossings, x2=11.36**
B.(B. vuigaris, MB, 3 families) 45 100 31.0 3 25 10.7 4.82*
B.(B. vulgaris, FB, 2 families) 16 20 44 .4 12 19 38.7 0.23

x? for heterogeneity between resiprocal crossings, x2=32.91**

M and + show the alleles from B. macrocarpa and B. vulgaris, respectively.
Parentheses show the direction and kind of backcrossing, and the number of families tested.

MB: male-backcrossing

vulgaris BET + B CAREEI BRICOBEL,
FHIER T AT RMRET & OBEIVRE &
Ric, Lovl, WEETE: L, HEERLLHET
AR RET & OEEBFR T TR » 1,

EAE B ®

B. macrocarpa L MO HER T, BELL
SEERRRTEL REGFEOT N TRE B
BERHbhl, B FoEEOTEL, BRMER
RETLELEBREXh, ThzTtedBEERR
&13,58,65.68,70)’ Eéwﬁ%ﬁﬁhaﬁ), &%ﬁ%ss,ee,%) 35
IO = OBRMEM R ven 2 OTH
TR 0 X 5 et L RBEOBEEER CFEET
LB EPHEINT V5, FLETHLMCLILL
51z, B. macrocarba & Belg S5 fhifE O BEIZ 136 4
BAETEBEENFET S, Tibb, F, B8ORS
IVHETRBITRTH Y, F, tRciz7are s n
SEELT, L LAECHE LR LTIt
WMEFNS 5L 6 BRICES § CREHRIRAD S

FB: female-backcrossing
* **. Significant at 5% and 1% lavels, respectively.

h, RIhEREFBEOS L, F, #EORB
FHEGLBETEROBETE L LEELLRD,
RUZHEMROBRIZF 5B, F, ¥E2TEHEH
HVCEIETERELTRIEZMT ORIV KELR
£, ZLOBEFECF #E2ETEHE LA L
SEFCHBLICY, TERRE L ZERESBL
1o ZOX S HHEERLLHICOLIBEINLRY
SEBEORRE L LT, TEM R0 Sk
&5 % X OTER L R OME A i X 5K
HEBFOBIRMIBREIM SR T\ 5, BEEET
B R L LTS, FE LA 5BET
Brh, Lap W IRBFHNERTLEEZ LN
TREEET, —F Gdh-2 w3 TFEa5reEf
T5LEEZLRATRERETY, ThXZhEHEL
T, TREBETFO b, BBTHRC/ERT
LDEEBETFREGN, BEETHEGEBCRE LS
FRITZ D, MERBRETEOS S, Lap T
BIREINWCRESENF, #EOIER TR EE
FERULAEE2bRD, Fi, FHEEETEERE
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BETF L OESEIRIIT, HER LTH CIREET
Bolel bink, A DEELHMOMBETRLES ©
BEIh LS hEEREF I sARZERBTE
RT5BIRMRZED, TREOCSE EFRBCETT
WA TFEEE B,

—77, Lap @ MOBEFEOBE, RESH
DEHEMFEE L LCF, FAREEET & OBEENE
Zbhi &b, BRINCRESBOERE
LT, ZRRELR EAEOMEFHEERLR
Fhiliss v, ULal, R-Got-2 DEHEX &
Gdh- 2 O%f, R LT, B2 0BEFS
BEXEETHho b bbby, BED 2 EET
SEERS Vv A BRETEALEN OO LER
CRItote, 20X 5 RBEFOTEFA LI
BABTHEIWLF, BBoBTFOBs TR
LR AR D L 5 i, F, #EoMER BT O
ZEEOBORERLTLIERETH o &tz
7, BEINEETFIEOERTHEZER N
BREFOERIBREDRICER LI L BE LM

Vo B, BRBETELYREMEERL L TB ma-

crocarpa DEFRMEH LB L& 2 5, R-Got-2
DEBEH I ARMEERE TS, —7F, Gdh-2 8
X O Aph-1 3B F OB AR5 5 R
FHHEGET B EHTEENRD, LIcd T, Th
LOBEGFETREIN-BESHEORRYHELH
1Z3 B2y, B. macrocarpa O B HEFEH F, #E
R ABETFAREORGEE L CERTAC
ERDBETHA D,
BRTSEOEICIN L, BEEBETERO 28
EFLEELHTEE» SO L LIXLIERRZ-
foo B IC Lap OB ORFETEEDSEE £ 565 < B8
B, —fr, THOFPHATIE, B4 0BEER
TEE IR EERNTEOREZS Y, EREGET O
VBRI IR X T RN H AR L T 5%, Lap
THBEINWE-EESEDL, RICHER L IIEHEIESE
DHEFERTHDTIRRL, TREFCEGHBIE
WHBRE LI AR THBEELL LS, B
ki - L CHVCERRRTEORGITI, B
—DEBEE TR ERO4EREE YT 58
EF @) PEVESHL, BcoBRERTENE
HhDEEY LB LILEEZLRD,

ek, BRI LRSS T o RIEREL LT,
¥ —B G F E O XL E A T [ o AR FE fipeaneseero
2, BERCETIOHERGT I 2 BRETEMOME

H{ER9415758,59.69,9090) pigf b X W T & 7o, RUKHE
HRTEEIhLET v 2k 2RETTHIT, &
EBoBRS IR THEBEEENR s REA bl
BT 58K 0BEFIETEdBZ &, ¥, B
macrocarpa LAURED ¥ 7 A DEAIZERFIO & e
BEFEILR D Z L BB TRET 2,

B6E EETEOFLOREHIE

E1E M E

Beta i3, fhfiicl~omRoA<, BRMCA
BEEMCRIEBECE RS 51219, B macrocarpa
& B. adanensis 3.1 48 ©, BENFECHHEL,
BT HREEIET 5, B atriplicifolia & B. patula
b PRI M EBRTET 58, RIFARET C
BFUREXELERYBRT A EEETH 5, B
maritima DEBEFEIBACER L, BELFE 125
B3 1 5E4R L HFEEM S L OBECER YL
ETEREERYEL, 2FEEYTHHT VA
ZRWTh, EKREREOKDLC 1 EERHIEE
Th, 2O 1FEMI—FOBEEREFCEREA
T 555 28 BAfED 1 E4EF O BREEE I
LT E R T,

ARIETE, Beta $IFEEOEE BN & L OBES
WoREHEEY, BREGTE: R RETEYLRA
RER L U X T %,

E28E 1 FEWHORIEHEIE

B. vulgaris SP561001-0 Z3EBOEE Lk B
maritima 1 T3R5 (WB35), B. atriplicifolia, B.
patula 3 X U8 B. macrocarpa & DXHF, £H, 7
& O B. macrocarpa L #hE - BETECER 2 LEE
T % B. maritima ZF4E (SP 581103-0) D% # F,
ERIRHRAL 2.

ZhoF, £0%, BRMBIOF #ELLb T
BREATN—<—Hy BEL, WL HHBEEL
8, 6 A LA, LB EX¥EFRABEBCEHEL
7o 9 A LA, BEMGOHE LBEEYHAEL .

b5 S

1 EF4%# & B. vulgaris SP 561001-0 © F,
MEIVCThIERAE TS Z L <HTEL, M
BB ER A LEE L WIHERERE (LT,
1FEBR LT PERECHLEETH - .

F, #0144 B 0 5% Table 22 1R L
120 B. atriplicifolia * SP 561001-0 DA #-cit, BA
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Table 22. F, segregation of annual habit in the crosses of B. vuigaris SP561001-0 with four

species of the section Beta.

R/—- r/r Total x? for
. Heterogeneity
)
F B R F B R F B R 31! between groups
B. maritima WB35 65 14 25 27 4 4 92 18 28 1.63 2.25
B. atriplicifolia 59 23 27 2 86 25 0.43 5.51*
B. patula 132 20 3 50 6 2 182 26 5 57.87** 0.41
B. macrocarpa 82 5 3 58 3 140 6 6 35.93** 0.22

1) Tested against 3:1 for the bolting plants and the non-bolting plants.

F: Flowering plants
* *x

. significant at 5% and 1% levels, respectively.

TEEE E RSB0 = ¥y FMEKINIZITI | 1 KO8
L, 1E£BI—NOoBHEET IR I AT
7o B. maritima WB35 & SP 561001-0 @ 3% 4 T
i, WS - BTEEE L €y MESIIIL, HEL
T BTECE b e o e BHEADEE L, MEEED
SEIERTHBCES L, BIEEAEE
A1 (x*=5.11, p<6%) AEEALL, Li
Mo T, B. maritima WB35 O 1 £t
CEBTOBETFHELEL, “hbn) b—/ik

B: Bolting plants without flower buds

R : Rossete plants.

B ST 2 BB F LT TR, B patula
8 X O B. macrocarpa & OFTHTIE, B2 &L 0%
izt~ m ¥y MEGOHEER, ThEh 2.3%%
I3 9%EELIET LI, EleihbOTHT
v, EEIEIFER L fabs - e MU BETE L 7@
7, ERIFEL MU MBE LEBETEL 7@
iz s, £FEEHCM:EFTHOSEREMTS -
e

FvHA0 1 FEBRI—NOBEEETETF B

Table 23. G test of heterogeneity for the frequency of flowering plants among genotypes at
five enzyme-coding loci in F, populations of the crosses of B. macrocarpa with B.
vulgaris SP561001-0 and B. maritima SP581103-0.

Enzyme genotype

G value for
Locus M/M M/+ +/+ heterogeneity
F N F N F N among groups
B. macrocarpa X B. vulgaris SP561001-0
Got-2 52 0 69 7 21 3 8.23*
Lap 10 0 66 3 66 7 2.55
Gdh-2 10 0 86 4 40 6 3.96
Aph-1 46 2 63 4 33 4 1.38
Px-2v 111 3 31 7 9.05**
B. macrocarpa X B. maritima SP581103-0
Got-2 58 19 89 37 20 9 0.68
Lap 29 7 95 30 43 28 6.64*
Gdh-2 6 3 97 37 64 25 0.13
Aph-1 50 17 83 34 34 14 0.33
Py-2v 137 42 30 23 8.52**

1) Tested between M/— and +/+ because Px-2 was not expressed in B. vulgaris and B. maritima.

F: Flowering plants N: Non-flowering plants
*, **: Significant at 5% and 1% levels, respectively.
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Table 24. Test of significance for the difference in the lowest node with a seed ball” on a
central stem between the R/— and #/7 in the crosses of B. wvulgaris SP561001-0

with four species of the section Beta.

R/— v/r
I;\)Il:nfsf Mean SD I;)II(;'HS Sf Mean SD ¢ value
B. maritima WB35 50 13.5 4.9 22 10.9 2.9 2.31*
B. atriplicifolia 58 12.5 3.4 26 1.1 1.9 1.96
B. patula 103 13.7 5.3 40 11.0 4.2 2.89**
B. macrocarpa 76 6.3 3.4 63 4.2 2.0 4.32**

1). Presented by the number of nodes.
*, **: significant at 59 and 1% levels, respectively.

FTEXN, RBETELE 15.5% 0HH % ficHEEL
TWBS, 22T, ThoBFEEORT5 1 F4#
BFET v A DOBEETEOEREY, REBET
BEoBE#EERYBEL TR L, TOKRE, B
maritima WB35 8 X W B. atriplicifolia &
SP 561001-0 33T, BABHKROBRETFO A
B (r/r) THEE (R/~-) cH~BEEEFE N
HL, REGFELIIALHEED 1 F4ARETE
ORIz EEA D b (Table 23),

B. macrocarpa O 1 FEFHOBLREHE Y, 5B
FEBECTELYREESRE LB LA, BELL?2
RHEMCHBIEEAFEENERICR LY, B mar
itima SP581103-0 & @ & # T, B. vulgaris
SP 561001-0 & DZZHE L ~BETEMEE O FE 2B
L

ERECTFEMOMIEEGERE BT R2AKD
GCBREDHER Table 24 =R L7, BELASHE
EFEED 5 B, Px-2 & B. vulgaris X B. maritima
Tl BICH -7 Eh b, B macrocarpa BIET
DrERE~TF e HARFTES, Thbrild
TN Lizo SP561001-0 & OXHETIL, Got-2 &
Px-2 ¢, B. maritima SP 581103-0 & OAHETIE,
Lap & Px-2 ¢, BLBEEHECER BB TR
ZENRADONI, WTHORGBFETS, B ma-
crocarpa BEF O 2R P53 ~7 v B TB
vulgaris B B\ ~3 B. maritima BETF O+ =Bk
~EITEEGEENS L, ThoBERBETFEONE
1 EEBHES T2 EETOFESTE I
tzo Uto bt T, B. macrocarpa © 1 E4£F i34
2 EHRiru LEHOBBEFIBESEL, Zhb
D5, Pr-2 LHEETAERETF MBI B

BB L2, o 2 BETFOoHREBREERTRER
BT ERGH oI, ¥, Got-21314.7%DEH 2
i RBETELEHTSZ L2d, B macrocar-
pa & B. maritima WB35 <% B. atriplicifolia & FI¥
, 7v940 BRBFLERULL-BETFEETS
T ENHEINT,

E3E BREEMORTHEIE

B. maritima WB35, B. atriplicifolia, B. patula
3 X O B. macrocarpa DEETEE M D BIGEHEE %,
B OB A7 B vulgaris SP 561001-0
LORHF, £ECBER L,

Bk X OoBEGOMIEE S, £E4kox
ZEoEFOMNBII VEELL, ¥, ko>
iz, F Tk e v +MEARHE L 120 EFHR
Lo BERENTB LI E0 b, FBER
BRTEMMR I DV CORIT » T

i 3

BEMTHHHTBRECIREH 1 84£THS
B. macrocarpa i, HBEOELLRLIMTTOE
BEBTTl, mEy PEBRT A ERSHEL,
2.3 DRSS HRRTED A E oo BULKR
K55 B. maritima WB35 & B. patula ¥
EFMMI, FhER6.7E7.2T, BAERTHS
B. atriplicifolia DB FEHHAIIZ9.6 TH oz, —
H, 245 TH 5 B vulgaris SP 561001-0 OB FHi
iz, MEBEYHBELEDS, FWI13.38T
@ il f:o

B4Rk & B. vulgaris SP 561001-0 o F, #f 0
BHFMAL, ThZhARO BEFHOERERL 1,
F, R OBEFESHLOHES M ITEKNTH b, BN
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B CHEN RERIRD LRI,
REBEFEYEBEER L LB ERY Table
25 125R Lo B. atriplicifolia & D3R 3 M
T, REBEBETFEORFALABCEEENADLL,
Thi, Bl (R/-) ch_FEERRORETF
DxEH (r/r) TEFHEHEL, B vulgaris
SP561001-0 & = h HEARE OB I nIE
MM OER, RBETEEBHETSEEHEET
FEOCEFINCER IR T B Lot &
7z, B. macrocarpa & B. maritima SP 581103-0 &
DREEERThH, RBETELEMT S Got-2
DFEHCRFEOEFHBEETOFELBH LR T
59,

HaE E 3

B. vulgaris SP561001-0 * £ B OB E L 14
EHAEREOLHE, WROBN L b, Befa Hi%F4
BOEHFEM R I UBEEEORGERBELYENL
oo BAELI 4D 5D, B maritima WB35 B X
O B. atriplicifolia @ 1 4F4 B (3 H B A B i 7058
CRBCIR IR TE), BT R BETFELE
FET 5 —WNOBETFLELV L L HOBET
23, AT R BETELEET 5 —ROBETH
BiE L C\v i, VY410 BEETFS R BETH
EHEBELTWAIENDL, ThbD2BIIFT VA
D BEGRFELHRNRUL BEFERE L,
—7, B. macrocarpa % B. patula © 1 4B D
BoEER, SBERTRAEBTERSEEL, &
BERRR DA LT 5 BERE Y HET 5 0 1H
BTh ot WD 5 B, B. macrocarpa O 1 4
HrowvTiy, BREBRTELEGES L L CHER
Ltk h, Got-2, Lap KX U Px-2 L E§ET 5
Pl LA TRV LENOEGET ORENTIE IR
o THADBDS S, Got-2 IRBETEBLEHETS
Z &6, B macrocarpa b B. maritima WB35 %
B. atriplicifolia X Rf§iz, v+ 1 ® BBEF &M
B2 VIEUL L 1FEBETFERET 5 EE L
¥ (-

B, 2o 1EEBEF0RE I, B atri-

Dlicifolia %k %, BAERBM ST 5 EBEET

B PEHL e, COBET, 15E43E
FL REETFELOBCEHEPBRIETE b
B. patule & B. vulgaris SP 561001-0 DAZHE iz 4>
ThIDOAIZ LMD, 1E4BETFOLERE

OREFREIEZLRRV, LithsT, ThHEFE
D 1 FEBECHRIEBY OS2, Thih, R
UEME FoMERD 5 WELLEETF &) «©
FoThtebINTWABT ENSMot, ZhbD
R, MEEY , s E S MR ER
FlLoERCIXe, L ABELREHTSOEE
PECHLBEELHREYRTZLE2TEL, byEen
a8 R a9 OEEFERE KL,

R 5 50 EHECRE IR SR TFOMEBME R,
B« ORI BEORESEMNSIREL, SMbD
BRECTRBMEBRETFERELLERL B LR
Id, Livl, 74 V%1 2 BEREFEEEOEN
BENLH LML 51T, Beta HioBEBTHALR
5 1 EEBH~OHIETHRICE L EZBR
52 Emb, ThbORETHARENEETTH D
LREZZL v, £, AUESFHLECMBET ST
v A O B BETFH, MUNERRATI® IZ & » CHiE
RN b BREEAL L TUEKSh I 2 EE
ThE, FVFAEELIRLELAED 1 F4AEN
2, F—EETFEOPTRAERL UTEUAE
HERENTHD 5,

HEFORTRATRIFBRES TR, Al
A ROBHBEEFY O LI, BFEBLEOER
TR L b FRIhi \ARRERSEN, BEO
BETHLVCEIEBERYRCTARARERKLFE—O
BEFECTEIRTHHZ E034 7L, R
FEERRIZTH55EROBIT, FARRERIZILD
BULCERIAELLL Y 5 L3, RffitElo
EEEEYEMT S ETERE,

FTE REEE

Beta BOFRMSLOPIEL, ZHRMME:PER.
WRHEO By, #Eer / 25l %
ANCED LR TE, Zhbd Z0BORMKSL
YEFETE ECHSRREY S LT ELN, KER
B L BIh T b, ¥z, Bete Bi0OESH
RERBIRIC O\ T, BEE B, vulgaris &
hddb b, PO L T o, TOELEE
D—23, EOZOHMOFEHITE W TKey
character & L THAWSH R T X IEROMEER, &Y
PR OWEBYECRSRIERE TS ER
ST, SEREROBREIIBE SR A R TR LG e
Mol EBKERFERTH 5,

AGER, 74 V¥4 L2BEREDCICEREREED
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fENT %38 U, Beta SiER 0BG LM 2 HFE 5T
M5z &—2DAME LT,

Beta iBH07 4 v ¥4 ABBRLEBTLIER
B. vulgaris, B. maritima ¥ X U' B. atriplicifolia ®
SEIE WL ORETRHAL, A&FHERK
Hoted, 1EEDOBRMERE B. macrocarpa 132
AL3BTREERIhLVWLFHRBET LKA
L, Chb3BEELL Rk, B, B. ma
crocarpa L OB, F, #BoOH 5k, F,
HRTO7 e/, FEEMEE L LR EED
SEER Y, BLVABEREENREL T\ o, —]IZ,
SEEROEMEEEOBE I TH S ORIERNS (LD
BEYRBRTZZEND, T4 VFA(2EREES
K ZhbBEOBELME R, SAHEEECEITRRE»D
L& R, B. macrocarpa iL Beta HioPThHED
BENCRLD LEZ bR,

B. macrocarpa Z#F BIB BB &, B mar
itima 1 4B =2 B. atriplicifolia & —E R4
iT5, Ll, BEIEHOEG-LHIZEOBFRMEH
L, ThooMoBEFREAFFLRTH
%1219 BUTTER' 1, WREEEO KL, h
LOENRER LB R Y 2T B maritima %F 4R
PHETREHL LI EHE L2, KRR CcEL
NicT7 A4V F1 L2 BRSO ETEEEOREITER
LERIZ, ThbDOBEOETM s ta iR mREL
p oo

— Mo T A YA AL, RERCERC=E R &
AL, ZORR, EEERELy 2 At
SEBOT7AVFA L BREBNOCESR T
5335667 B gpacrocarpa D 4 fEEFII S 7 ) THE
3T % Beta Hi— D BREHGHTH B D, 2D
4 24k B, macrocarpa 3, HEL K%L OERERE
FET~7F aBIERFHAMEPRL, 2EHBCHERENR
$YBETF N, B vulgaris % B. maritima T
BANLHUBBETFEREL T i, Lithi-T,
4 254K B, macrocarpa %, 2 {54k B. macrocarpa &
¥ Az, TREXRRLY /A2 EFETHHE?2
fZEThBEHEI R, TRy 41545 B ma-
crocarpa DBE T HPOREETEY RERK
DNA D#IBRERSID bbb TR I TV %,
DX, TA VYA LEROBENY, Beto Hi%
MoOBGHEFRELEMET 2 HEFREV- 25,

REMMe BRI, BEREOFEO s
3, EHH B E LTOMUIZBIE L 2 LB

BRroBERNRHEYEET I ENRERTH S,
%< OB, RisEROREENG, BRHAR
e X 5EBTFREAGOBIM I VEH TR
e ¥, BroBECEST54 OEEBETFH
RS ET s Enb, EBETHAHEOEKRTR
RO EEFIZ X 2EEND 5\ IRHEN 8
BEZFRTV, oA, EETOIHEOREERE
FREOBIHNEE LV OIRES FTh v, Lk
L, BEOHWEOAKERT A ZOFETE, &H
DEPEHORFR, &y s RT3 GED B
WILBETF 3 oRoBEFREZTSBELATT
BT E v, AR TR, ERCHEET L8
RBETEOERYEEMEHRL LCHHL, &R
HEBRCR T BALRAEOTEHCHE LY
TTHE OB LT L,

Beta iR R BEN AL EELLR
% B. macrocarpa O 1 EEBHOBEEEY, T v
Y+ A% X OB maritimg BEEB L OTHEL H R
WL h, SEREROEN YL IIBET 58E
TFROFHEIIRE I WD, BREGTEEOHE
gEatticxy, 1FA£BNI D ROXTERETED
EEREHTWSZ Edbho e, RICHEHEIMHEER
LM OB, b, BREE FEORSHIIF,
HEOTREPESHEOEE, SRS EOEHE
BEECESE T4 RBETHEVICEEL TE
Y, B. macrocarpa ¥, {8l = OBGTFEONBEF
B RO b3 E#EFE L& T B. vulgaris  B.
maritima & Rig o1,

CoX5, BEEHELCAVCLEREETE
ik, %< OB BE T HEETHAEVICEEL
Tk, Thiz, F,® B, F, ©X 5 isEEowmEst
Ko, MEVCEETNEE R X b R EE K ek
LTItk b, ¥, BEIhLE
P OBHEROFTH, HICAERE - HEVEK
Bi53 s BET L EEEEBES T2 BETFOEE
BAfRIL M-V linkage® & LCHIb R, HMEHRRD
EROBECHIFET S,

BEE#E LAV EBRERTEO S,
IR NRBELILBRELEMNETR L b b
3, LELEMOBEFEOSTHECEKE LI, 20
I 5 hBETIECR LN L EROREME, &
M\~ 7o B. macrocarpa & B. vulgaris ¥ X U B,
maritima D% 7 A PESCHERIO L IR EFE
PHRBZ ERTRELI S,
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FAELBERETTER, Got-2 ik B ma
crocarpa D 1 A B CHTER R4 ST 58
EFREEL T, —OEEHROBRORE Y,
USSR OMBESERTF YAV TR L&
Z %, B. atriplicifolia, B. maritima 1 483 X O
B. patula V%, FhFh B. macrocarpa TRDH LT
1EARETH5CIBEEN ST 2BETF &
HE A EULCBRETFE2RET O ERHELNE
Teote, BIRD L5, 1FEHEMITLEET )
LETLHIHEL L EELLhAT LG, Thb
DHEBTRD SR AETBE IR MBS
THERETE BEXRULTREMNEETTH
3LTH5LD, BLAENEHROBEDSLOBET
FHRAERE L THBRELEE LA,

Beta SifERICIL, e EkOERNLHEES LI
HHER T EWSD, Zh b Y oRERAED
BB ESEAEL TV IO b TR
2, 1FEEES X OBEIERRE TR+ 5851
DR, BxoBERASTLERCTETI N
Db LT TRABROBR L L CRULFESE
BERY 5 % X5 e Rtk DORIBRMERIM 2 REF
THRZERRELLS, 20X hEBEHFRORRL
fLOBEHBF IOV TIPLLILRD LT, Bl
BERTFHOEHBROLIHERLER T L LD
WEETHA I,

LLEn X512, Beta Bizk 574 V¥4 2ER
DN, BRI OBREFRELEDOREA T <,
LROGERE L (CEREZROBESB LT L
THERTH %5, B. vulgaris & B. macrocarpa DF&
BMEENRTHLA L LR RETE L B4 i
MR h b 5BIGF & OEEFRIS < DER
TETHLhehE, TANKSLEY et al®® 2% b
< M CRUA L S fERME it i k1 p B
B FEZESWEEVESPHAREORER
BYMRAHETH B,

wk7 A TCRFAL > 2 EEBERH#E D EL,
T ESEBEL T L T, SHBOFVIAE
BEELIBE, BRERTEORGERE L TO
FRETARTHS, MERETHBT v TIE
 OBEFERCTETRHE « FHHEICSRR LR
FET Y, BREGTFELEEESRL L CHRR
SFIAT 2w, BAERGYESEFT EHIH
DBERILETHS5, DB, 7V~ RER
MAOERRL Y, WABTRGLYEEET S B.

macrocarpa D X 5 TCEBEFEBOFIH A E I H
5o

F8E B

BROES I, &L OfFY CREBFROMKE
MHEHI RT3, L EOERMEHDO—>TH
B VHARBWTH, FHEBHM-CHEEER Y
BEHMEOHRRIBEEO GERNERIEIC 0T
» o, ERFEGECTHRERE L Lol
WAL T %, BAEOROBEGHELERR < F
A+ s, BREOEGBMRYAIRCTEL, R
Stz frds B E L X OBREHAE 2 285
DT B ENBETH L, AR, BESTE
(TAV¥A ) OEFHCERL, 74V F1 A
RO b R ERETELROEERL L
TREBN LY T v A L X ORGER O/
RRE L,
Boht-fBRAUTOX>REH IS,

1. BetafinT7A /YA LER

FTYHA L EOREBHFEETHREI NI F 3
VA ¥ o BEREREER, r oV T I/ RTF
F—, Frg i vBRKRER BETr A7
B =¥, BIVA—FFX—-ET74VFAL2DH
BT, 6 BRBETFEXREL .

RIE L1z 6 BETFEES, Pe-1 & Pr-2 H38 M
LEARGTEYHR L2, ZomELS. —h
b OREFRECICMIBIRL 2, ¥, Got-2 1
BERET (R) & 14.7% 0% 2 Mol 1,

Zhb6BETFECML, 7Taz=g—+, 177
= vERBRKEEER, Vv T BRKRERS I U7 4
AR arg—-LizBBET S 4 BEFEIZO
T, 6EIBRHEDOEELFEEL

COMOERETDH B B maritima 15Kk
BENFEFEL, B. vulgaris, B. atriplicifolia 35 L O
B. patula THEINIHUBEFOREAET
THHEBEBCHREI W, —7, 1 LK E B
macrocarpa (3 LI A BTCIREB I h -0 F e
TERETFEYSEEL, MEEELI Rt ¥
B. adanesis 3, B. macrocarpa i R T hHo T
Got-2* & Gdh-2' #%K L, Beta iodTd B ma-
crocarpa L HBELL 7o,

Beta oM~ D HREBETH 5 4 1445 B. ma-
crocarpa it, RWEL K 10 BETFEH 4 BETET,
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XD 2 fEERBET B B B. vulgaris DX R FRH
BT AR BEFI6RE~TeBERALRL
o LB T, ZO4EERMIZELD Y/ 2D
LiedE 25k LB 2 bR,

2. Beta EITERH4TEREE

EHEOLMEESY BT L &R, B vulgaris,B.
maritima ¥ X % B. atriplicifolia & B. macrocarpa
@Fﬁlﬂ:, F1 %EDE%%E%@%%ZQ@&, Fz '@:ﬁ
DT NE, FBESER L OTRREROSEN, *
1z, B. patula & F3iE 3 BORICEEREAL X OB
BEBhoFEIEEShI. ThbOERIL, 717
FA LEROMWTIER E—FK L, B macrocarpa H'
Beta fioHh T K BEHSELLTV5Z &%
REL T,

B, 74 YFAT LAERE X CEFAESE OE
¥R 0, Beta SiIFFERED 1 FEBWOHENRET
Bz Tz bR,

3. EMMBERAOERYIE L EEEEORTEE
B. macrocarpa & B. vulgaris DEBMEERL K
HERICR\ T, SBEBREFEL RECTEDNS
BT Ll s, BELLTRTCOEBGETER
RESEPRD bR, SBETFEOSEERAD,
RLE#oBRII b ERY, £ DBA, F, ¥
PUEBEE LR L CRESEHELLY, &
THELUHER L ZHTREERCHBEL I,
WIArBE TS SRR ETEYREAERERE LT
F, EREE RN LR, Lap 88XV Gdh-2
ETEBAREEET L O EE R D DI, &
hoD 35, Lap & BT 5B ETRERBTE
PR T A BETFEHEEZN, Lo THREIRL
BEFESHo—RHEEZ DRI,

¥ 7., BEERETERO 2 BREFSEL, LiTL
5 v AIBETFHRERNLOMFLE R, &
FEOBREGTEEGLEPBE D A LAV THREL
Too LI, HADBEFETHEINRE
S, B—o4EEECFERT O TR, B
S HEFERIC L AEBEEOHEEMNBRLIL T
EULTwbEErBII,

4. HEFEBUOHEORIGHEE
B. maritima 14 4 B, B. atriplicifolia, B. patula
¥ X O B. macrocarpa DEFEMH K L OBIEEH

DRERE YRR L,

B. macrocarpa @ 1 4E4 75 & QT BETE B DB IR
B Y, BIIEET S S BREGTE Y LEAER
LUTHEN Ui, S0fED 1 483, Pe-2, Lap
BLOGot-2 L BET DV v L=X
DEBBELET G wE¥REh Tk, ThbD)
b, Lap 8 LU Got-2 wE#ET 5 1 FEBEBEFD
BB, THCACESFEROBEETRICIVE
Tsote, ¥z, Got-2 3 R BEFELEFETHZ &
5, B. macrocarpa b B. vulgaris © 1 £4ERT%
Y+ % BB GEFLERNEUL - BEFEET
HEEzSRhI,

B. atriplicifolia © 1 FE£F M z—xt OB ER
Fiz, ¥, B. mavitima 1 E£H o 1 FEBM TS
K LB THOBETFEIEI LTV, RBET
BE & DB T OREE, WL, B macrocarpa R
i B. vulgaris ® B BEF EHE UL 1 ELE
BELTERIEE LI,

B. maritima 1 5 % ®, B. macrocarpa ¥ £ O' B.
patula \=i¥, RBEETFEEEYTZ 1 EEEETD
FEECTEE R B ST 5 EERETFIEE LI,

TAYVHFALBREPEFEEEOMHEN LY, Thb
O 1EAFEBISTHESL LIz EELbRB T
Einh, ThHLERTEDbhiFE—E Lo 1
EAEBYCHIEER BS T 2 EFETI, R—#EE
FHEOFTRAEROFBRE L CHBATLLD O
EEzZbhil,

IhbDOBRITEILE, BEOMESMENT v A
AOBRBEHELOBRER TR, BEREAD
BENELOEREE LTELRIE, EhbD
BERREPRC TR b LT RFRATR Y
H£UB L0 koA RZRFLT-22 8%
REEL 72,

5. LEoRBrESE, V4 LERFEED
Rt ZBh U Te, Beto @R 0OEEHEREY
Loz L, b W BEELDOBEEELENT S
L TCORBEERL L TOT A V1 2EROER
iR = D
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Summary

It has long been recognized that conventional and

intensive breeding would eventually result in the

exhaustion of genetic resources in cultivated plants.

In sugar beet, B. vulgaris L., one of the main field

crops in Hokkaido, most of the desirable traits for
its yield improvement have been found mainly by
selection within the species. The wild relatives are
thus expected to be genetic sources for sugar beets.

The effective utilization of the wild germ plasm

should be based on the extensive information on the

taxonomy and phylogeny in the genus.

Species relationships in the genus Befz have been

discussed through various aspects such as crossing

affinity, morphology, karyotype, and reproductive
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barriers. Although each of these approaches has
provided valuable information, there are still sev-
eral problems left to be solved.

In this study, the author examined the isozyme
variation in this genus, and discussed the
phylogenetic relationships based on isozymic data
and also on reproductive barriers found among
species. In addition, the genetic bases for species
differences were discussed based on the results of
the linkage analysis using enzyme-coding loci as
chromosome markers.

1. Isozyme variation in the section Beta

The variation in nine enzyme systems, aconitase,
acid phosphatase, glutamate-oxaloacetic tran-
saminase, glutamate dehydrogenase, isocitric dehy-
drogenase, leucine aminopeptidase, malate dehy-
drogenase, phosphoglucomutase, and peroxidase,
were examined.

The six enzyme-coding loci, Aph-1, Got-2, Gdh-
2, Lap, Px-1 and Px-2, were identified from the
genetic analysis for electrophoretic variants in five
enzyme systems, acid phosphatase, glutamate-
oxaloacetic transaminase, glutamate dehydrogenase,
leucine aminopeptidase, and peroxidase. Out of
them, Px-1 and Px-2 were found tightly linked
with each other, and formed a compound locus.
The other loci inherited independéhtly, of which
Got-2 was linked with a recombination value of 14.
7% to R locus for red hypocotyl-color which
belongs to the first linkage group.

As to the ten enzyme-coding loci assayed, B. vul-
garis, B. maritima and B. atriplicifolia had most of
alleles in common, and showed a high genetic iden-
tity with one another. On the other hand, B. ma-
crocarpa had many unique alleles which were not
detected or at least were rare in the former three
species, suggesting that B. macrocarpa may be the
most different species in the section Befa. B.

adanensis, while only slightly different from B. vul-

garis, B. maritima and B. atriplicifolia, was the most
similar to B. macrocarpa in the section.

A tetraploid cytotype of B. macrocarpa showed
heterozygous phenotypes at five enzyme-coding loci
which were observed in the diploid hybrids between
B. macrocarpa and B. vulgaris. This accession had
both of the alleles which were predominant in each
of the diploid B. macrocarpa and B. vwlgaris. In
general, polyploid species additively express is-
ozymes observed in their diploid parents because of

their codominant expression. The hybrid
phenotype found in the tetraploid B. macrocarpa
may suggest that it has evolved through amphidi-
ploidization.

2. Reproductive barriers in the section Beta

Reproductive barriers were examined in the inter-
specific F, and F, generations. The barriers obser-
ved were the partial sterility of pollen and seed in
F, hybrids, and chlorosis, weakness and sterility in
F, generation. All these barriers existed between
B. macrocarpa and B. vulgaris, B. maritima and B.
atriplicifolia, whereas no reproductive barrier was
recognized among the latter three species, except
for F, segregation of the chlorosis in a cross
between B. vulgaris and B. maritima. In addition,
B. patula gave weak and sterile segregants in the
crosses with these three species. These results may
suggest polyphyletic differentiation of the annual
species in the section Beta.

Of the barriers, the F, chlorosis was partly
controlled by duplicate recessive genes, ch, and ch,.
The chlorosis genotype was polymorphic among the
species and also within B. maritima.

3. Distorted segregation and genetic basis of
reproductive barriers

Genetic segregation of the R and the five
enzyme- coding loci, Aph-1, Got-2, Gdh-2, Lap
and Pr-2, in the backcrossed progeny of the cros-
ses between B. macrocapa and B. vulgaris or B. mar-
itima were examined. Transmission of the B.ma-
crocarpa alleles into the progeny was strongly
dependent on whether F, hybrids were used as male
or female parents in the backcross. Distorted seg-
regations occurred in most of the markers when F,
hybrids were used as male parents ; consistent devi-
ations from the expected 1:1 ratio resulted from an
excess of the B. macrocarpa alleles for a linked pair,
R-Got- 2, and a deficiency of the alleles for Lap
and Gdh- 2. Anomalous segregation also occurred
for Aph-1 and Px-2, depending on parental strains
used in the backcross. In contrast to these results,
the expected Mendelian ratio was observed in all
the markers except R when F, hybrids were used
as female parents.

Because of the lowering of the pollen and seed
fertilities in the F, hybrids and no zygotic lethality
after germination in the backcrossed progeny, the
aberrant ratios appeared to arise from a linkage of
the markers with genetic factors affecting
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gametogenesis, pollen functions and embryo devel-
opment in the hybrids. Of the markers, Lap was
found to be linked to a gametophytic gene respon-
sible for the abortion of part of the pollen grains.

In addition to the distorted monogenic ratio, two-
locus segregation often deviated from the expected
ratios from random association of the alleles. It
was thus suggested that the causal factors of distor-
tions might have complex multi-factorial and
multi- chromosomal genetic origins.

4. Genetic basis for the differetiation of growth
habit among species

The genetic basis of annual and early-flowering
habit of B. macrocarpa was analyzed with the five
enzyme-coding loci as chromosome markers in the
crosses with B, vulgaris and a perennial accession of
B. maritima. The annual habit was found to be
controlled by at least two or three pairs of genes
proximal to Got-2, Lap and Px-2. Of these, the
effects of the genes linked to Got-2 and Lap differ-
ed between the crosses examined, suggesting the
existence of a gene interaction with the genetic
background. In addition, a major factor affecting
the early-flowering habit of B. macrocarpa was as-

sociated with the chromosome marked by Got-2.

The annual habit of B. atriplicifolia was controlled
by a single dominant gene linked to the R locus.
The annual habit of an annual accession of B. mar-
itima was controlled by at least two pairs of genes,
one of which was linked to the R as well. Thus,
these two species, together with B. macrocerpa, had
the same or a similar gene for the annuality at the
first linkage group. Further, the annual accession
of B. maritima and B. patula had a gene responsible
for the early-flowering habit proximal to the R, as
B. macrocarpa did. These were not the homoeologous
genes originated from a common ancestral gene,
and might result from a paralell mutation because
these annual species were considered to have
evolved polyphyletically.

Based on the results obtained in this study, the
phylogeney of the section Befa and the genetic bases
of the speciation and character evolution were dis-
cussed. In addition, the usefulness of enzyme-cod-
ing loci as chromosome markers was emphasized
for the breeding and genetic research in sugar beet
and its wild relatives.



