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1. [FL&HIC

BB IR e R el 723 B 2 -0 1 MO KA 2 ik 5~ 2 1 7-Hid) O IR AR IR
Th b, ¥R IN DB E 00 2 R EF L CHE R 3 2 7217 CHlRAY i L8123 vl e
Thh, IEMETENTZEmKEDOET VREINTE, £, VA XFTAFITL D5
FAEMFRIEIC L T, ARAOMKE I a=r—varz VRN LMRTMZRD
TV D FEB LA S v > T & 7= (Higashiyama and Yang 2017) . =D —F5 T, L&D
PR T O FEARNIE D Sl SR X T & A ST 23 A TV 2R, ARFR LIRS IR i K48
R aA XF AT E OEH L ISHIEIZ DWW TR T 5, S HICZnEAIS, fE
WMIDATES AT LA AED & 2 D RS E ORIRZ BT 5,

2. TEMEDEE L BiaEE
TER BT R 2R T 723 5, 2 O 1 fHOREHIIL 2 ik 3~ 2 # - O HEMERE IR T

%, AEMEOREIXIERT, YA XFTXFTOLEEREM ETI 55720 Fum HET 5

(Boavida and McCormick 2007) . fE¥YE DRI TRIRAFHIZABMIZHE KR L, 1E0E
DI 2 5 & D NI T HEEE R 7y B 72— A (B-1, 3-glucan) (Z& AT HIIABEDIREETHD T
n—A7 77 THEZIEDLND (X1) . EHEOHRICEDETERFEHR TR —ATT
TNTERR S DRGSR, Rl Z B I E 0% AWM RTET 5 2 L1c b, 1 kO
AR DAL D~ HMANTHLIE CH 2 WEITEEIR B > T\ 5, D7D, (EHE DOKRE Y
ZRERKT D AREANAZ & - TS, BRI R R “HIEOA VTR T D L O RFER DD
LAV, RO G L o 1E D L 5 IOV TRBEZDIREVIEICEEE NI IRBEIZ 72> TR
D, Lo LIcHBE L BT 5, Rl & B 2 G D 7o MR & TR AR SR HAL

(Male Germ Unit: MGU) & JIZN TV 5, v rA XFRFOMKE TMGU 1%, #ICTHE
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BAaSEBRIC U, KRR 2 S Z il 7o KB CHElmll~1T9 %, & 2 T MGU 13/ AR
L722S 5, 1B Jesmn 5 100 um BN -7 E 28122 S5 (Zhou and Meier 2014)

FEBRE (IR AT A S SE U NE RN ET D, W/NE DT T 22 RfET % End-
binding protein 1 (EB1) @ GFP @il L AR — & — R TIXAURO®E N> 7 FABRBEI N TN D
HOD, FORF/NZ — AIRIEFEL T STV 7220 (Cheung et al. 2008) , ZD—JF
TIEWME ZRHEET 2RWT 7 F U MR, fERE MmO 7 4+ /v O T T A&
By Se AN 171 CTuvD  (Cheung and Wu 2004; Cheung et al. 2010) . FLE, ks & BrEh<
LHE—F = OBME LTIEME THRIT 27X 14777 IV =287 5 Kinesin
with calponin homology domain (KCH) 232 51T\ 5, A XD OsKCHI 1 in vitro FEERIC
KoT, BUNELT 7 F UM T LAHEAER L, FRVEIE (F1569.17+ 1477 nm s°
N Ewpo< W LzEhE (F242+13.42nms") O 2 FEEOW  IALIES) £ BREI+ 5 2
EDRENTUVWS  (Schattner et al. 2020; Walter et al. 2015) ., ZiUHIX[FE— DO/ NE A2 L—L
ET DT U T ARKEWT T CRIFICHEBLT 2 2 &0 n, — R UNE & T 7 F U EHEO LR 2
WATOGEDFEET, b9 —HPFATOLEIIICT 2 LHllsh TWD, HEDRZRS
T mA~OEE PR OE X BT 52 EvD, KCH 240 L7258 £ €7 L3 grE S
AU7= (Schattner et al. 2020) , ZHIC KD &, 7T AMmAEEME NI T 727 7 F 2 fikiE
W& BRI KCHL A L, 612, MMz X 5127 &2 LIELW L 7fh$ N X r
v MROUNE EHEAERT 5 2 & T, RO RiZEES T FTRE & S b,

VIO A THEE S MRS OME | £ 7 /WX TH L b DD, ZHITERD
NCRIBEZ I Z DGR TH D, 1 20 Schattner B D F5E 9 2 F5HIIL O FEEE S 2 47~ Ik
DU NE R Z — AT E KRB CRELT DRUNE LR —F — R TIEIBIE SN TE LT,
BEO ATHEHRONANZFEL TWAHIEETH DR THS (Cheungetal. 2008) . & 9 1
OlE, Fa DA VWY AP Ko TRUNERES 2358 LI EmE <, Billoxrdm
M ~OIEENKRDOILRNT & 2B L TR, Ko =222 SehmBRE) /) D5y INE IR
MRBINDRTHD (RERT—F) ., —FHT, vVaxy R aTIEEAT X 5
INEBEAREIZL > TMGU BENH T s Z & b #E ST % (Heslop-Harrison et al.
1988; Joos et al. 1994; Astrom et al. 1995; Laitiainen et al. 2002) . 8/ NEIZE S %22 T
WL DR T, 7 VY L ICEEBE R BT AL 5 5,

3. FEHELEEINTNEMEDEL
MRE R & e — & — & X E
D EIRITRTZIH S DN 2 o TRV R
T, o O®E IOV THARDITE,
A2 BB TR WO T 7o —Fn Gf%ﬂw RE
e/ I IR AT SC-cal )] I ) | -
L bz, Fexld, RS TERE
MO AT R TREOMWE &2 H o7 1. B AWK E SC-cal WEEHBRADIEHRE
5, FOEEIZ AN & RO/ O ARSI & S ek X R
HEER A LE IR E DERE T EARTS

HO-RTST 15l REX

S 3
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oo TOREMHEERZYIT 28EFHY — 1 E LT, hu—2AEH#ERZETHD
CALLOSE SYNTHASE3/GLUCAN SYNTHASE-LIKE12 O BEMERERE TUHETRIAS BAK cals3m (25
H L7, REHMHRT cals3m 3BT D &, Dl EHFPEEEZI LM = 2 2
==y a ERETELZ ENbho TV A (Vatén et al. 2011), FEHAMIAEFRAIZI LT 2
HTRI0 O 7' 2 E—% — Tl cals3m BIE T 2B A L@l A BI5 T SC-cal % b ST EnHA
ER LT, ZOWEMZMAT LIZE 24, @ ITHIIREE ST & A SR S e WS o &
Wz, @R —ANER-T L2 L AR L, S5, IEHEEHE ST L MRS
BB ORI IEE VY, MGU O &Y TRERE O BN e~ Lk S T
NEEINT- (K1) (Motomura et al. 2021) .

Fex DMEH LTz SC-cal FWEHRHA T, FEAMIROEE KBNS & Z S d BRI A 7
ZZANZONTIEE LS Do T, Tk TREMIBEZSE > NESRERDO LR —2—L L
THEEOWIET, BMOIEE T 7 N ~ORTEY 7TV E A SEde 2 v BiMflibhn
T& 7z (Lietal 2013; Wudick et al. 2018) , SC-cal WE s R Z T D &, LAR—H—X
VRV EONEIERFIEDBEENK T35 Z ERbho7- (Motomura et al. 2021) , it
DOHFFEIZ L > CTHNEEBRIZ T =4 Mo ) VIREICE AR T AT T 4 T 4 ZHO
ZERHLMNTI 5T D (Gilles etal. 2021) , BF 5 <, SC-cal DIEBUTIEHIEA S DFH
HIERAZIES S Z & TRERER 228 S, 1608 COlmssiiEh 1 O3 A LB 51
DY 7 — MIEEEZRIT L LRSS,

4. SC-cal IZ& % POEM F&E

SC-cal FEHIRDIEK 25Ky LT LR TIE, 12 & A EDOIERE BPIRER~BE L THE
WEH L T2 b 00, FERITAELRE S W D20 LB BER Sz, 20L&,
RERIIAE EFRADIRVRZ MR & T 5 &, ORIERT L2 b bMnE o7z
(Motomura et al. 2021) , [RIERDIRERAE K IZ Pollen tube—dependent Ovule Enlargement
Morphology (POEM) & LC, SAFRESI ZFF/=7a\W kEin 2 1E 5 2 BRI & 25 LTIk
BROBIERTHE SL TV 5 (Kasahara et al. 2016) ., POEM L 7= 1 A X+ X FOIRERIZ TR
LA B IS, BRILEFOEE OFEDOHNFEIND, L, RN a—LfilEA %2
DRI A% 21— N4 2% MEDEA 85§ DZFAKT POEM 23584 25 &, RZMOLEIZHE
L5 BN RO EH3 % (Kasahara et al. 2016) , £ ®D7-&%, POEM (%
ZREIRAF LW 738 (7RI 7V R) ZRTFHEEY TEBRT H7DDOFERNY & LT
MHFEEINTND, vrA XFTXF O POEM [FMERD DT N2 K EFHET 5| E /2o
7S, A FOLGEITMEEN R E PR LT, FRMENTICEMED Y a 2 BT &
DRI ITWD (Honma et al. 2020) . HIRIEIR 5415 53 POEM (Z K 5 > = BEAEPE I SAEY A=
FEDOF T FAEE L CHEBICET 5,

R DI, RIS HEOREHIIEE % 27 ' T % GENERATIVE CELL
SPECIFIC1/HAPLESS2 D& {5 1 k4% = &L CPOEM #%# % L C& /=, SC-cal TEE L
ROFERD TR T 518, FMIICRE 2 R TBEMO SRR ZRILTYH, [FEkD POEM #
HINRDEGFTE LA 9, FlxiX, BB 7RI OMIaEm R EZ T 285 R 42 2 —
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RN9"% BONOBOI (BNBI)¥ X O BNB2 O —H/RI#EX°, £ O[FRIFRE CH¥RET % Li-RHLI-LIKEs
(LRL1)/ DROPI ¥ S 0N LRL2/ DROP2 O —FE/RHIEIL, MR RRE Z 5| L, K&K
DI b O &Rk &5 (Zhang et al. 2017; Yamaoka et al. 2018; Hisanaga et al. 2019) , =
USRI O RABITIEME O ER El2iTT & A S22 L7220 (Zhang et al. 2017; Motomura
etal. 2022) , 7-72L, BIEEELZFIAT 2 POEM #FE T, ®5 L3 2MMnEbS -
N, HEA VY 0 7 ORRER EERNE L 725, %t LT SC-cal 7¢ 51X, TR e
S LTV A HEMTEIC A S POEM Z35E T& 50 LvZew,

5. BhVYIZ FFHREEERETHRET SBYERRE-

T AETEOMI A F1X 19 AR OBEEZEORANGE XL H L RVWELZ 65, L
L, T ROBERED T OMNB AT HIFEE b /D70 <, RBEMI CITMIG A OIS 4 b 4
FHARAL CIXF o9 & WO EE B2, IR SRS IR AR FIH O M) 72 5T 5
25, ARE R OB SCE — F# — 0 F OB FIRER B 2 PHERIZHARD Z & TRAIZH B9
27257259, — 5T, SC-cal IWESHKROIIINEIZE MO BEEME 2 R EED 1 21
BROLMATH D, FEOFx OB TIE, PNEERSSZRERIZICLEEZ I b s+
LENRFEN A SN L TR Y, RIS T 2 RGOS &V O UL EOEE A
DT LRI (Sugietal 2023) A1, RTES N7 BROBEIRE O 208 C T,
NEBI B3 AER & - D B 72 MU % (5 D D IFgEx R~ L R 35 2 L i S5,

SC-cal THHE X LD POEM OALFI IR T Do Tviewy, filt, RO IRERIEK D
FHE S ATRE LR G K - O [FE OHEC, INlIL & Rl o i F 7200 352k L7256 081is
TRBURNT N L S, BERIE K OAFRIC B 72 LR 7 — 2 N EFE L T 5 (Takasaki et
al. 2022; Zhang et al. 2023) . N HDOT —X ZIEHT 5 Z & T, WERIEK DAL % 5 D
POEM O EAKFEIANET 725 5, WHET v T U IMEBN DA FDRALTY a iz /EbHE 5
POEM (%, AT B DR OWAEME 2 R 5, Fox ITBBIAR 2 ARk 9 2 Ml i opkee
BEUWETDH LT, BHEOEEZREEBZ I A AT A a2 S DM AR E 2181,
Z OBEERSGE AR A T E o, AR TR MR ORE KB O E R Z Y TR, R
BEPBEET, TmNEEREBOMERE ORI ORI L TWD, ZORBNG, Ml
WA AF LW BEERY 726 & O K BE D3R S 7= (Motomura et al. 2021; Motomura et al.
2022) . FEABREERE RIBORFTRIL Z O K 5 R AT O KR FE~OBERICE £ 5T, 4
%, THRIZ ARV aEE~LERT 2000 Lt 200, MYATELE ORA
DYERT 5 Z L 29 5,

e

ARHEICHTZY, HALIRIE ORI e 8484 (JP20H05778, JP20H05781) 12 &L %
CXEATHEEE L, £70, EEHEOKLFEIIEE TH D NmEERFO T — 13 o
THhEEEEE L, OB TEHILR L EFET,

D. Maruyama - 4
BSJ-Review 14:6 (2023)



FE B IRk 14:7 (2023)

5| FSCHR

JeAT— 3k, ARG (2022) T w1 A X T XA E ORPERR & T 2RI LI AEk & KAl
R DFE L E TDIED Y . Plant Morphology 34: 69-76.

Astrom H, Sorri O, Raudaskoski M. (1995) Role of microtubules in the movement of the vegetative
nucleus and generative cell in tobacco pollen tubes. Sex. Plant Reprod. 8: 61-69. doi:
10.1007/BF00230890

Boavida LC, McCormick S. (2007) Temperature as a determinant factor for increased and

reproducible in vitro pollen germination in Arabidopsis thaliana. Plant J. 52: 570-582. doi:
10.1111/5.1365-313X.2007.03248.x

Cheung AY. Wu HM. (2004) Overexpression of an Arabidopsis formin stimulates supernumerary

actin cable formation from pollen tube cell membrane. Plant Cell 16: 257-269. doi:
10.1105/tpc.016550

Cheung AY, Duan QH, Costa SS, De Graaf BH, Di Stilio VS, Feijo J. Wu HM. (2008) The dynamic

pollen tube cytoskeleton: live cell studies using actin-binding and microtubule-binding reporter
proteins. Mol. Plant 1: 686—702. doi: 10.1093/mp/ssn026
Cheung AY, Niroomand S, Zou Y. Wu HM. (2010) A transmembrane formin nucleates subapical
actin assembly and controls tip-focused growth in pollen tubes. Proc. Nat. Acad. Sci. U.S.A. 107:
16390-16395. doi: 10.1073/pnas.1008527107

Gilles LM, Calhau ARM, La Padula V, Jacquier NMA, Lionnet C, Martinant JP, Rogowsky PM.
Widiez T. (2021) Lipid anchoring and electrostatic interactions target NOT-LIKE-DAD to pollen
endo-plasma membrane. J. Cell Biol. 220: €202010077. doi: 10.1083/jcb.202010077

Heslop-Harrison J, Heslop-Harrison Y, Cresti M, Tiezzi A. Moscatelli A. (1988) Cytoskeletal

elements, cell shaping and movement in the angiosperm pollen tube. J. Cell Sci. 91: 49—-60. doi:
10.1242/jcs.91.1.49
Higashiyama T. Yang WC. (2017) Gametophytic Pollen Tube Guidance: Attractant Peptides, Gametic
Controls, and Receptors. Plant Physiol. 173: 112—-121. doi: 10.1104/pp.16.01571

Hisanaga T, Yamaoka S, Kawashima T, Higo A, Nakajima K, Araki T, Kohchi T. Berger F. (2019)
Building new insights in plant gametogenesis from an evolutionary perspective. Nat. Plants, 5: 663—
669. doi: 10.1038/s41477-019-0466-0

Honma Y, Adhikari PB, Kuwata K, Kagenishi T, Yokawa K, Notaguchi M, Kurotani K, Toda E,
Bessho-Uehara K, Liu X. et al. (2020) High-quality sugar production by osgcs! rice Commun. Biol.
3: 617. doi: 10.1038/542003-020-01329-x

Joos U, Van Aken J, Kristen U. (1994) Microtubules are involved in maintaining the cellular polarity
in pollen tubes of Nicotiana sylvestris. Protoplasma, 179: 5-15. doi: 10.1007/BF01360732

Kasahara RD, Notaguchi M, Nagahara S, Suzuki T, Susaki D, Honma Y, Maruyama D. Higashiyama
T. (2016) Pollen tube contents initiate ovule enlargement and enhance seed coat development

without fertilization. Sci. Adv. 2: e1600554. doi: 10.1126/sciadv.1600554

Laitiainen E, Nieminen KM, Vihinen H. Raudaskoski M. (2002) Movement of generative cell and

vegetative nucleus in tobacco pollen tubes is dependent on microtubule cytoskeleton but

D. Maruyama - 5
BSJ-Review 14:7 (2023)



FE B IRk 14:8 (2023)

independent of the synthesis of callose plugs. Sex. Plant Reprod. 15: 195-204. doi:
10.1007/s00497-002-0155-3

Li S, Zhou L-Z, Feng Q-N, McCormick S, Zhang Y. (2013) The C-terminal hypervariable domain
targets Arabidopsis ROP9 to the invaginated pollen tube plasma membrane. Mol. Plant 6: 1362—
1364. doi: 10.1093/mp/sst098

Motomura K, Takeuchi H, Notaguchi M, Tsuchi H, Takeda A, Kinoshita T, Higashiyama T,
Maruyama D. (2021) Persistent directional growth capability in Arabidopsis thaliana pollen tubes
after nuclear elimination from the apex. Nat. Commun, 12: 2331. doi: 10.1038/s41467-021-22661-8

Motomura K, Sugi N, Takeda A, Yamaoka S. Maruyama D. (2022) Possible molecular mechanisms of
persistent pollen tube growth without de novo transcription. Front. Plant Sci. 13: 1020306. doi:
10.3389/1pls.2022.1020306

Schattner S, Schattner J, Munder F, Hoppe E, Walter WJ. (2020) A Tug-of-War model explains the
saltatory sperm cell movement in Arabidopsis thaliana pollen tubes by kinesins with calponin
homology domain. Front. Plant Sci. 11: 601282. doi: 10.3389/fpls.2020.601282

Sugi N, Izumi R, Tomomi S, Susaki D, Kinoshita T, Maruyama D. (2023) Removal of the endoplasma
membrane upon sperm cell activation after pollen tube discharge. Front. Plant Sci. 14: 1116289.
doi: 10.3389/fpls.2023.1116289

Takasaki H, Ikeda M, Hasegawa R, Zhang Y, Sakamoto S, Maruyama D, Mitsuda N, Kinoshita T,
Ohme-Takagi M. (2022) Elongation of Siliques Without Pollination 3 regulates nutrient flow
necessary for embryogenesis. Plant & Cell Physiol. /n Press. doi: 10.1093/pcp/pcacl51

Vatén A, Dettmer J, Wu S, Stierhof Y-D, Miyashima S, Yadav SR, Roberts CJ, Campilho A, Bulone
V, Lichtenberger R. et al. (2011) Callose biosynthesis regulates symplastic trafficking during root
development. Dev. Cell 21: 1144-1155. doi: 10.1016/j.devcel.2011.10.006

Walter W], Machens I, Rafieian F, Diez S. (2015) The non-processive rice kinesin-14 OsKCH1
transports actin filaments along microtubules with two distinct velocities. Nat. Plants 1: 15111. doi:
10.1038/nplants.2015.111

Wudick MM, Portes MT, Michard E, Rosas-Santiago P, Lizzio MA, Nunes CO, Campos C, Santa
Cruz Damineli D, Carvalho JC, Lima PT. et al. (2018) CORNICHON sorting and regulation of
GLR channels underlie pollen tube Ca?* homeostasis. Science 360: 533-536. doi:
10.1126/science.aar6464

Yamaoka S, Nishihama R, Yoshitake Y, Ishida S, Inoue K, Saito M, Okahashi K, Bao H, Nishida H,
Yamaguchi K. et al. (2018) Generative cell specification requires transcription factors
evolutionarily conserved in land plants. Curr. Biol. 28: 479—-486. doi: 10.1016/j.cub.2017.12.053

Zhang J, Huang Q, Zhong S, Bleckmann A, Huang J, Guo X, Lin Q, Gu H, Dong J, Dresselhaus T, Qu
L-J. (2017) Sperm cells are passive cargo of the pollen tube in plant fertilization. Nat. Plants 3:
17079. doi: 10.1038/nplants.2017.79

Zhang Y, Maruyama D, Toda E, Kinoshita A, Okamoto T, Mitsuda N, Takasaki H, Takagi MO.
(2023) Transcriptome analyses uncover reliance of endosperm gene expression on Arabidopsis
embryonic development. FEBS letters. /n Press. doi: 10.1002/1873-3468.14570

D. Maruyama - 6
BSJ-Review 14:8 (2023)



B IRk 14:9 (2023)

Zhou X, Meier I. (2014) Efficient plant male fertility depends on vegetative nuclear movement
mediated by two families of plant outer nuclear membrane proteins. Proc. Nat. Acad. Sci. U.S.A.
111: 11900-11905. doi: 10.1073/pnas.1323104111

D. Maruyama - 7
BSJ-Review 14:9 (2023)



