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the Diatom Skeletonema sp.

HYEONG KYU KWON!, HYUN JUNG KiM?, HAN-SOEB YANG? AND SEOK JIN OH>*

'Korea Inter-University Institute of Ocean Science, Pukyong National University, 45 Yongso-ro, Nam-Gu, Busan, 608-737 Korea
’Department of Oceanography, Pukyong National University, 45 Yongso-ro, Nam-Gu, Busan, 608-737 Korea

B A= 73 SAEFF Cochlodinium polykrikoidesSt T35 Skeletonema sp.2] S 71 GFe st o] & El
TS Sl S AATAE ettt C. polykrikoides} Skeletonema spi= 25 7

9lof| TRkt %% 7] Aaot 7] 15 o] &-sto] dAslGlet. o= &5 7] Ah T F7) Qlo] g °§ O}:o]g
07 Zgsh= A T sk AEeko g 2hg-sk Aot} Urea®} glycerophospahte(glycero-P)2] &4~528 A

HoRHE TEH WY (Ks) w2 C. polykrikoides?} Skeletonema sp.°ll H|d|A] W k& HSIG o=
Skeletonema sp7} C. polykrikoides®l| B3I~ urea®} glycero-Pe} 7= 7] Go¥Ael thst 3 do] =55 © U]ﬁh:‘r 3}

ARt Skeletonema sp7} F71 Gl tist % ﬂ/‘*ol ESAE C. polykrikoides?} o (poax/Ks) 01 =0}, 252 4
G 2A(<Ks)ellH E82 07 urea Y glycero-PE &5 7hsst A 0% UERG T webA] dduljof 271004 %‘ =3t
Lz 97] ojokedo] o] -2y} A oA F870 97 ] GFAe] T 5 vEC R C. polykrikoidesi= Skeletonema

spate] AN FEId oAl 3lE AeR *E%‘%E}.

We investigated the interspecific competition between the harmful dinoflagellate Cochlodinium polykrikoides
and diatom Skeletonema sp. based on the utilization and uptake of dissolved organic nutrients. C. polykrikoides
and S. costatum were able to grow using dissolved organic nitrogen (DON) and dissolved organic phosphorus
(DOP) as well as dissolved inorganic nitrogen (DIN) and dissolved inorganic phosphorus (DIP). This result
indicates that the utilization of dissolved organic nutrients may play a role in surviving strategy in the DIN or
DIP-limited environments. The half-saturation constants (Ks) of urea and glycerophosphate (glycero-P) calcu-
lated from uptake kinetics experiment of C. polykrikoides was lower than those of Skeletonema sp. This result
indicates that Skelefonema sp. have higher affinity for dissolved organic nutrients, such as urea and glycero-P, than C.
polykrikoides. Although Skeletonema sp. have higher affinity of dissolved organic nutrients, C. polykrikoides
could effectively uptake for urea and glycero-P at sub-saturating nutrient concentrations (<Ks), because affinity
coefficient, a (. /Ks) of C. polykrikoides was higher than Skeletonema sp.. Therefore, C. polykrikoides by utili-
zation and effectively uptake of dissolved organic nutrients under monoculture may have an advantageous posi-
tion in the interspecific competition with Skeletonema sp. in the low nutrient environments.
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3l AR ZF Cochlodinium polykrikoides} T35 Skeletonema sp.2] E3F74 AN &

3l T Fdde 8 7] JdPT 85 ) ddgewE F
Erju]| AxRi= 8<5 §7] H4(DIN; dissolved inorganic nitrogen)2}
4 F7] Q(DIP; dissolved inorganic phosphorus)®} 7> #| sk
FFdolH, 2= oY 7] ERERE 7HE EgtEeltt. dyt
Ao AFEHIES 85 7] YUFHE Aol o] 83, 8=
7] o] K=t S M= 5 U] EAlShs thekst 7199
4= 771 A4 (DON; dissolved organic nitrogen)?} 2= 77] 1
(DOP; dissolved organic phosphorus)®} 22> 7] AUAS A7l
o185 ITHAntia ef al, 1991). o213t €& #7] GFH- wlAl
Z5t dhelelote] tixpakgell LJgt HliE (excretion), F&ZE =]
AA2E Yl S0 RE Ty T8 AEE AX sdoR A3,
1 Z/gL vg- B3EkaL thefsith(Antia et al, 1991). 53], A4 &
Aol DON 8<= % 22 (DTN; dissolved total nitrogen)®] 89%
(Berman and Bronk, 2003), DOPS] 7-%- €<= % QI(DTP; dissolved
total phosphorus)®] 75%(Benitez-Nelson, 2000)%] A3 FH]E 2o @
8l8] 8 7] el vjsiM =& TS HolP|% dlel, DIN
== DIPZF Al 37404 DON Et= DOPY} A& 2310
P73l T3 JUE FFLY 7FsAel it

obA, 8l QFEEET Cochlodinium polykrikoides= -2tk

SRk ohet ) oAkl i, Aivch, BIA S, Guatemala®l
Esg kAt SolA A AAI{ R AXE o= Fo= Hr
8l A3 E 27131 QIUH(Yuki and Yoshimatsu, 1989; Whyte et
al., 2001; Garate-Lizarraga ef al., 2000; Park et al., 2013a). $-2|1}+
2ol A= 19821 Zlalwtoll ] x5 @gst ol vid o534 mic}
2] kA sl AAANA A7 P YE A SAEE
afaL Slrk. 53], A 20130l 1995192 746919 o] §- #H 1L
TFEQI oF 24991 919] =418 WRYAIFITH(Park ef al, 2013b). A TF
25 Skeletonema 52] & 32 D FdE AU, Wivk Rl
oizl 715eell siAl S she A oE Halwo] itk
(Hasle, 1973). Skeletonema %2 52 ©|A7lA| Skeletonema
costatum™ FLAABIF O, HF EFI1HE HLEE Skeletonema
Foll= oF 200F 02 w8l Fo] EFH = A oE A
tH(Hasle, 1973; Lee et al., 1997). $-2v}e} aAtox £ sl=
Skeletonema %5 \<= S. dohrnii, S. marinoi, S. subsalsam, S. japonicum
2 S popicunP] ZH k= 202 A Ith(Jung et al,, 2009). &
3], Skeletonema %2] &2 C. polykrikoides D77} Ut B2 WHAYS=
Al71el & @A 8% ShH(Lim et al., 2002; Park et al.,
2009). Skeletonema sp = C. polykrikoides?} 352 $-488 Kol
7~82°) A EHSE S, C. polykrikoidesSt ERAZE A
O7]= Aoz BuEnl QICHLim ef al,, 2002; Park ef al,, 2009). &=
Sk Lim ef al(2002y>- ©| 7 F2| E427} 537t 7378 <l Ayt
o2 RUsIAT, 0|2} o] C. pobkrikoidesSt Skeletonema sp.7;
Bl Edske A, o] T H2 AlgkE A 2 F1E el s
ARAEAC e & T ok

73782 vllEr 2] (competitive exclusion principle)el]l =W, F-
Abst AJEA 298 7HE 52 sLs Al disl A= 4
Aek wf @2 gb Fylo] AEo] kAN, AA| dlfelA] A&
ZHIE A2 AsE AR § W2 Fo| ¥Est

I

7] 999 F8 233

(Gauge, 1932). ©|¢} 72 QS Al-g3HA 07 Wslel= AAgh
7ol 2]&l] WAYSH, “Paradox of the phytoplankton’o]2} &3t
ChHutchinson, 1961). T8+ 2lAAENA| 2] Frisl= 4L =1¢le] o
AIAQl T WA, AEEH A= AR Aol dE=
n|RIT}, T e SRS TRkt QRIS BRIl fEkE vt
7] wiEell AW Aol Aamks o] geto] AEEFIES] B4
IAE ©g 3715 ot SFAIRE Richerson er al(1970y- H] 33
737 ©]&(non-equilibrium competition theory)ol] <-4+ S
o] g-ato] #73 e whe} Wslel= AEEFdaEe] S Al
Aoz F el FaE Ao daprt s eiA elA
A 7Fs § Ze GRSl o|AHH @ Foll tigh A 5
Ao 1 AR AN FEA 2 AEAES ol3lsh] 9
A wi-g- Fegh golrk. wbA]  ATtelA= AgtaloellA
AR F8A Al AT il SPARZER C. polykrikoidesS}
THEST Skeletonema sp.2] T voF Z7A8MNA €& 77] Uil
gk o]8 4l Frede] AuE nldoR T AAWAE et
silon, olydt Aas &% FARES Fdb] 93 ARz

Bt S5,

-

HU
0

H 2

C. polykrikoides?} Skletonema sp2| £2| 3 FA[HHY

C. polykrikoidesi= =3 F3}8t7]< ¢ 8 A = =4 ¥H(No.
LMBE-VIPIA 5= B2J3t 25 Bohllo} o]83]3) 01| Skeletonema
sp=> 2013 49 ARER] A& @191(34°5530.59'N, 128° 12'17.77'E)%]
X85 pasteur pipette(@ 50~100 pm)= ©]-&3lo] F&]5}
STk, FElgt A= o] FelTE o] &5te] 3~43] WHE A|H 3lof
e FE Gt AR wiAE w8l 2] (36°00.02'N,
130°42'55.0"E)S BFEo 2 3 2 uj#] S o] €38} © v (Guillard
and Ryther, 1962), selenium(H,Se05)°] #F5%7F 0.001 uMo]
A H7FsISth(Doblin et al., 1999). ¥lF2T 9} HE-2 T 4
23} Alof] 233 R= 27191 20°C2} 30 psu O, 3FERE- 300 pmol
m?s' (C. polykrikoides2] 73-F- 14L : 10D; cool-white fluorescent lamp,
Skeletonema sp= 12L : 12D; cool-white fluorescent lamp)s ol 4wl
S ST B3t C polykrikoides®) Skeletonema spai= AM 9 &Y
AE o] gslo] Ftsh 2 3619 0 (Provasoil ef al., 1959),
4'6'-diamidino-2-phenylindole(DAPI) XIS &3l Al3Eef tfsk
F1t31S 1353130 KPoter and Feig, 1980). B<0] 22} 2948 17]
Qe BE AE 719 119H202 kpa, 30 min) B! AFE(120°C, 3
hy$- ARESFlom, BE A8 Fadlela 3313

g

C. polykrikoides?} Skletonema spl2| & 77| EA
771 212 0|8 A

| 7] Aagt 771 Aol dist A8 Fo] Axde S
Hn| A& o] g3t A4 A7) od in vivo chlorophyll B333tS
Fg31 o, MEUTE= jn vivo chlorophyll 3330} Al EHE2
2 AR E E2HQIT) o]gi st WS g AlolA
A F7o] 7hsst Bl FEE o] gsh]el AlEdEe] 1S 9
ShalrREL] ZlE7} glo] 7] HiPdelE Al 4] & 4= qleH,
o] S A1458] A2|E 5= QIthBrand er al, 1981). S7E in
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Fig. 1. Relationships between cell density and in vivo chlorophyll
fluorescence of Cochlodinium polykrikoides and Skeletonema sp.

vivo chlorophyll 33312} A2 Alo)e] HAIE Felslr] 8, 2t
Zre] A g Ak sdst 28tlA tigddr1r 2
7] wjeFstSiTt. vloke MEE 55 XS F3l ofe] dAlg
UE 2 ZABK, G339 %A (Model 10-AU-005, Turner Designs,
USA)E in vivo chlorophyll 3°3%kS 73150}, QFg41Q1 47ks &
7] A3 wllekE MRS oF 5 53t el WX|gE 5 Ss)
Ao (Brand et al., 1981), 2 A¥} MEZUEL} FFzk Alololl=
FANCE w9 = Fodo] ERIEITHFig. 1).

C. pobkrikoides®} Skeletonema sp.2] A4~ Y (nitrogen source)]|
gk ol g-ses oty flsl 7] A4l 3E, 7] da dow
urea 1537} dissolved free amino acids(DFAA) 1752 ©]-83}SICH Table
1). T3 1 Y(phosphorus source) &2 F-7] 91 4%, 77] 1o 2
nucleotide 65, phosphomonoester(PME) 652 ©]-8-5}THTable 2).
Ao ARgE uix)E= AFE9(AK; artificial Keller)S 7|HFo 2

OF&}FA]

o\_H'—Q-éjﬁ

Table 1. Nitrogen compounds used in this study

Nitrogen source Abbreviation

Nitrate NO;
Inorganic nitrogen Nitrite NO,
Ammonium NH,4
urea Urea Urea
Alanine Ala
Arginine Arg
Aspartic acid Asp
Glutamic acid Glu
Glycine Gly
Histidine His
Isoleucine Ile
Organic nitro- dissolved Leucine Leu
gen free amino Lysine Lys
acid (DFAA)  Methionine Met
Phenylalanine Pal
Proline Pro
Serine Ser
Threonine Thr
Tryeonine Try
Tyrosine Tyr
Valine Val
Table 2. Phosphorus compounds used in this study
Phosphorus source Abbreviation
Orthophosphate PO,
Inorganic phosphorus Metaphosphate Meta-P
Pyrophosphate Pyro-P
Tripolyphosphate Tripoly-P
Adenosine 5-monophosphate AMP
Adenosine 5-diphosphate ADP
.. Adenosine 5-triphosphate ATP
nucleotide .
Cytidine 5-monophosphate CMP
) Uridine 5-monophosphate UMP
p%ggsi)r}lllg- Guanosine-5-monophosphate GMP
rus Fructose 6-phosphate F6P
Fructose 1, 6-diphosphate FDP
phospho- Glucose 1-phosphate GI1P
monoester Glucose 6-phosphate Go6P
Glycerophosphate Glycero-P
Ribose 5-phosphate R5P

HE L1 vix]o] v (Keller ef al., 1987), A4S HFET7} 250

UM(NH, = 20 puM), 198 25 pMo] B 22 A8t} 2429
slskEo] A7k wllA] 5 mLoll AR B3l Al W] AA T

Q& 1A MEE 9F 100 cells mL'0] %5 HE3I3IT). o]
oA R FUS AIZHA 10A)ell in vivo chlorophyll 3
Faks S7g515th. MIES] <45 (u; specific growth rate)= Ul
942 Hol= 7I7F Bk B3 2 (1) ol83ste] Allet

AL triplicate®™ T3kl oH, A& R Hargk

E]—- = T
o Yepifiglon, Hws] oFE hake 7k Al AlLlsilct.

‘Q ofd ok
o
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HEAN, M
Ny, N tiidd71old 27190 A7 329 A2 % (cells mL™)
At TIFA78719] AR (day)

C. polykrikoides?} Skeletonema sp2| HX|H|YZS S5t urea
2! glycerophosphate2| EHi[H & A

AEELAEY YUY T VR wE BT T JU
sl &SR, Aol GY pooks: 7HA= A% 11 A7)
of| whe} 2}tk Eppley ef al., 1969). W FF&Ee
ojFde F7H vl U W F S SAE AR =
7843 (surge uptake)s Ko™ A3l Jorde] W7} gl A
ZF Yol A3 sfokstth(Harrison et al., 1989). webA Jkd &4
AYE TP Aol LA T2l A WskE getsigict.
A, A Ao} Q1S 1ZA717] Q1 A B )1go] g
2] 92 AK JF3NFE 7REeZ 3 LKA C. polykrikoidesSt
Skeletonema sp= APABISE SISATE. AI3EL] Zd7go] Ak w7hA] ul
& Ak A urea 6 M} Q1 € glycerophosphate (Glycero-P)
3 iME SHE L1aiR]ol] Al 2 3= Q1 2B C pobkrikoides)
Skeletonema sp5 ZVZ; A& 3FI T Urear= Wl U71A1(0), 10, 20,
30, 45, 60, 90, 120, 180, 240+, glycero-P+= 0, 15, 30, 45, 60, 60,
120, 150, 2405 ZFz}: vljekols Aja3to] ureas} glycero-PE =
43t} Ureat diacetyl monoxime HS BPE O 2 v eks}
%10 W (Koroleff, 1983), glycero-Pi= DIP$} DTPY] & %=& 717
Z7d3F S (Strickland and Parsons, 1972), DTPA] DIPE A|2]3t
DOPE glycero-P {Fa3itt. o] dgellA] F47 A7t
AZEE o FAES Y S e R skl

ot FFE5 5 300 mL HISRE7 ] (Pyrex, USA) urea’} 1,
3, 5, 10, 20, 50, 100 uMS] 7=HA, glycero-P7} 0.5, 1, 2, 5, 7, 10, 15
puMe] TAIR AR L1 HiFe] AlxEd A e 9l 3 C
polykrikoides 2 Skeletonema sp. (>1,000 cells mL)S 2+t A%
SHITE BRI 710 M A3l d9E vgow
FTE Hols ARFOE sielvh. 53], AU i AlEE
Sk ufjokels 34718t A ureas} glycero-P 57} SHobx]7] W
FHE A 3to] ureast glycero-PE 573131 0H,
T AP} ureatt glycero-PE S78ISICE YA Frsest
°] A= Michaelis-Menten 2)¢] t}lstd & oS
2 3o}3k3] © ™ (Dugdale, 1967), 95 3k(Ks)S =39
21 el tigdste] v FHaaks oz AXksieltt.
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Fig. 2. Specific growth rate (day™) of Cochlodinium polykrikoides
and Skeletonema sp. incubated with various nitrogen compounds.

C. polykrikoides®} Skeletonema spi= 83 F7] Q¥ Bk o)
2} tekst FHje] 8 7199 ol83lo] 437351t Figs. 2, 3).
A 352 H-$(Fig. 2), C. polykrikoides®] DIN(NO;, NO,,
NH,)ell thet A4 0.25~0.40 day'(0.34+0.02 day)Z e}
ST} Urea: 0.27+0.03 day'%, NO,°| A&} v wato] ok
68%°1 33T DFAAE 0.24~0.35 day'(0.28+0.01 day )2
AHEEE B oM NO& vlasto] oF 71%el s sttt
Skeletonema sp.2] 73-%- DIN°I|A 0.60~1.01 day(0.85£0.01 day)Z
YUERHT}. Urea™ 0.98+0.01 day'® NO,2} Hlm 3t oF 97%¢]
a3l 01, DFAAT 0.40~1.22 day’(0.81+0.03 day")Z NO,]
thu]ste] oF 81%ell a3t th 531, C polykrikoides= Leu,
Skeletonema sp= Metell X A378814] et

Q1 3}32-2] B$(Fig. 3), C. polykrikoides= DIP(Ortho-P, Meta-P,
Pyro-P, Tripoly-P)°A 0.23~0.32 day'(0.26£0.02 day™")] HA=
B ST} Nucleotide 12 3}3-2(AMP, ADP, ATP, CMP, GMP,
UMP)O|A = 0.21~0.34 day(0.28+0.02 day")] A A4 ES Ko,
Ortho-P$} H]1slo] oF 87%e] 3iQsl3itt. PMECA = 0.16~0.24
day(0.210.01 day™")2] M= Ortho-Pol] thH|8}o] ok 7%l i
Fa1Iet. whHol|, Skeletonema sp-2- DIPPIA 0.85~1.09 day™(0.93+0.03
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Fig. 3. Specific growth rate (day™) of Cochlodinium polykrikoides and
Skeletonema sp. incubated with various phosphorus compounds.

day")2] A5 S B AE Nucleotide AlY 3F3HE3} PMES] T3t
A& = 247t 0.86~1.10 day'(1.00£0.03 day™), 0.73~1.01 day’
(0.87+0.02 day")Z FEREO W, Ortho-P2] A< 59} vl wet A}
ZFZF 112%, 98%¢°ll slidsiaint. 53], + & K7 GoPellA 4374
a4 Attt

C. polykrikoides2} Skeletonema sp2| HX[HIYS S5t urea2}
glycero-P2| SAY

Urea®ll tf$t <455 A3 AN (Fig. 4), C. polykrikoides S}
Skeletonema sp.2] WFY F ureai= Altel| whel Ha} Akt
C. polykrikoides) urea B2 WIOER7 RE] 205 59T 3.04-6.08
pmol cell! hr'Z YEREO L}, 0] 0.10~0.81 pmol cell’ hr'®E &
A3 o= TS B A TH test, p<0.05). Skeletonema sp.2] 735
Hjekz 7] 8 205 %<t 9F 0.44 pmol cell hr'2 A3 oL},
o]& 0.15~0.29 pmol cell' hr'Z2 F4EHE7) A3 4455t
(t-test, p<0.05). WEFA C. polykrikoides®} Skeletonema sp.2] urea
FrEE Y AIRE 208072 7SIt

Glycero-Poll tist 55 A3 Aol A-¢(Fig. 5), Azl
whe} wjFl 5 glycero-Pe] FE= BAEFATE. C pobkrikoides®)

FHA - 243
6.7
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Fig. 4. Temporal changes in urea concentration after perturbing nitrogen-
starved culture of Cochlodinium polykrikoides and Skeletonema sp.

glycero-P S5 EE WIGERT|HE 4557 F1F A9 gl ot
(3.39~4.01 pmol cell' hr'), ©] = 0.46~0.77 pmol cell' hr' =
A 3] Wol 5 th(test, p<0.05). Skeletonema sp.2] 739~ S5E5E=
HIQFTIA] 458 F9F A2 A3 0 110.058~0.087 pmol cell hr'),
0]% 0~0.015 pmol cell! hr' ] 2 74815 Th(-test, p<0.05). W2}A]
C. polykrikoides®} Skeletonema sp2] glycero-P S 2% A|7+S 45
o ATt

C. polykrikoides®] urea 755+ <F 12 uM7HA 557t 571
gholl what SIFRAAINE Z1 0)4e] FEel= fAFEITHFg.
6). ©°]5 Michaelis-Menten 2] °.2 %3 23} p_. = 6.44 pmol
cell'hr!, Ks= 3.94 uMZ YERITE. Skeletonema sp. B-3F urea 5501
w} FrEE7F SR eH, oF 4 pM oPde] skelrs 4
3t STEEE K3 tHFig. 6). ©1& Michaelis-Menten 2]l th$]
3lo] B Az} p 3= 0.042 pmol cell! hr', Ks= 1.57 uMo]t}.

Glycero-PS] 73-$-(Fig. 7), C. polykrikoides= T3+ S5
oF 7 uMZHA| FE7F SVl wet SRR 21 o] de] F
Tl FARIIEHFig. 7). ©15 Michaelis-Menten 2] 2 %
3 A} p = 9.75 pmol cell! hr!, Ks&= 3.43 pMZ YERITH
Skeletonema sp. 93] glycero-P 520l W} 55571 571813 S
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Fig. 5. Temporal changes in glycerophosphate concentration after
perturbing phosphorus-starved culture of Cochlodinium polykrikoi-
des and Skeletonema sp.

o) ok 2 M o1AFe] Fo = AR EATkFig. 7). ©1S Michaelis-
Menten 2Jei] theslod & A3} p, = 0,097 pmol cell” hr!, Ks= 0.64 uM
2 A=At

i

1]

C. polykrikoides?} Skeletonema sp2| & [7| B % Q19
o2y

35 & DON2| 3}8H4] 24L& o}z Hglks] def# Q| ¢
ok AdutA 07 1E2}F DON(M.W.>1 kDa)¥} A%% DONC.Z
T8 = SItHAntia ef al., 1991). 1A} DON< protein, nucleic
acids(DNA, RNA), humic substance 5] ¥ 11, 252} DON2]
749 urea, peptides, DFAA, amino sugars, purines, pyrimidines,
pteridines, amides, methyl amides -°] 33 Uh(Antia ef al, 1991).
53], urea®} DFAAS} 22 A7} DONS A =E3TE2] 52
st AAaggdos dejA th(Antia et al, 1991). ¥ A5 A}
C. polykrikoidesS} Skeletonema spiz TSt 7144 &S ©]
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Fig. 6. Urea uptake rate of Cochlodinium polykrikoides and Skel-
etonema sp. as a function of the ambient urea concentration.

g3to] A4S FAIHCH, ureal] 7 H| 1 E =2 o] 5HS
Bk Bt olye} HEZF Alexandrium tamarense, A.
catenella(Park, 2013), Gymmnodinium breve(Steidinger et al., 1998),
T 25 Pseudo-nitzschia sp.(Auro and Cochlan, 2012), Thalassiosira
weissflogiiMcCarthy, 1972) 5 thFet 2 E-E5IE0| o] 7hs3t
Aoz HuFESct whde|| JARZFF Gymnodinium instriatum
(Nagasoe et al., 2010)3} Gambierdiscus toxicus(Lartigue et al.
2009)= 247l ureas 3] AMSSHA] ol, ureaE Aol o] &
she S 18R k2 Fo % FEHSITE Collier ef al.(1999)°]]
w2 ureal] 718l 490 urease®] A 1FHS F3A
ureas g o] 8s= 2 FH Synechococcus S5 (WH7805)°]
A= urease 471 AEE WP ureas 7l o] &34 &2
Z5 Synechococcus S(WH7803 = urease E47} Sl Z 02
USRI webA ureal] o1& 7= urease A4S B ofito|
wE} e Z 02 Wl AT ureal o]88Hs F FOAE 1
o] &gl zpol& BTk o]#d 2fo| 7} F 504 (species-
specific)Q1%], T ThE Ag|&/d 1} #-lo] gl=A Ash] d&
A4E urease E/J0] =2(Mobley and Hausinger, 1989), DIN &
Y(Fan et al., 2003), 7[%5=<:(Milligan and Harrison, 2000)°1 9!
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Fig. 7. Glycerophosphate uptake rate of Cochlodinium polykrikoides
and Skeletonema sp. as a function of the ambient glycerophosphate
concentration.

g3l DFAAE AEZHAE0] AATado=zA wl¢-
So8h, TE5PF vdEel o3t fVlE =8 2 oluA] T
AelA Fo3 28-S FrkWilliams, 1975). = AT A3 C
polykrikoidesS} Skeletonema sp-2 328 Aol HA|TE thekst
LC] DFAAE 73730l 18313t & A5~ Aas} FAksAl 112
Chaetoceros debile(Poulet and Martin-Jezequel, 1983), $}3H 2 2
A. tamarense, A. catenella(Park, 2013), 3 H B35F Chattonella
antiqua, C. marina, C. ovata(Noh, 2009)°114] T}t AJ7-2] DFAAS
ol gate] Aol 7ke sIgith 53, & Al C. polykrikoidesS}
Skeletonema sp= TFFet DFAA & Ala, Arg, Asp, Gly 2 Lys®l
A NOsoll tigte] Bl 2 JFEEE B3t Cowey and
Corner(1966)°ll 2JatH A EZHIEL] AU ofv| Ak vl&2
Arg o] 71 w01 Asp, Gly, Ala, Lys A% $88k= A
o7 ®BuEQirt o]y e o ARES AEEEEE Adel
FAsk= sl sl FolME Ashs A oE Vel webA
Hlwd RS RS g7 07 F5ate] A o] gdh= A

o= Az,

. OF3}A]

o\_H'—Q-éjﬁ

DOP 31315-& Exjeko] wlg} 17352 DOP(M.W.>10 kDa)9} A
A} DOPE T-E¥Ith. A4} DOP= 2|8l = AaEse
FE| GA o] &EXRE, A A= §437]do] o] x
HEEd 2do] ol A o] 85X =T 1A DOPE ester
Agrof| w2} phosphomonoester, phosphodiester?} 22> #3f|4
DOP 3}3-=3 gfel#] o 7 b wfo] Zlitaliaie] ofsf a4
&2 phosphonate® AT £ AT A3} C polykrikoides S}
Skeletonema spi= TFFst 91 SISHE-S o] g3slo] A4S FAlsk e
H, nucleotide AlF 3F=2] 49 A & ol8-sH& Btk &
AT AT} FAFSHA L HEZF A tamarense, Gymnodinium
catenatum(Oh et al., 2002), Karenia mikimotoi(Yamaguchi et al.,
2004a), T Chaetoceros didymus(Kwon, 2010), Eucampia zodiacus
(Nishikawa and Hori, 2004), FHEZF C. ovata(Noh, 2009)s
oA TL3 A¥7F B 1530tk Nucleotide:= 34| /4RO 2,
I FFAE A e A= EAgtH(Coleman,
1985). 53], A48 olM ng L' F% 0% EAsH: Zlo®
i JUARE DOP 5 F-dstA tiekst 9] AEE3daE0] ol
7Fsst Aoz A

Ao Adel frkeHl vl AEEREEE Follk] PMEE
o]gstod xS stth= Bt Yt SFEEZEF A tamarense
(Kwon, 2010), Prorocentrum triestinum (Nishijima et al., 1989), TH35+
Chaetoceros ceratosporum (Yamaguchi et al., 2005), Eucampia
zodiacus (Nishikawa and Hori, 2004) ¥ HHTZF C antiqua,
C. marina, C. ovata (Noh, 2009)°|4] PMEZ Aol o]&3F 4= Q)
= A0 RuHA} KA HHER ZF Fibriocapsa japonica
(Yamaguchi et al., 2005), Heterosigma akashiwo (Yamaguchi et al.,
2008y= PMEZS “d7Jof| o|8511] dtct. B3], 2 519 Skeletonema
sp.2F &Y ol &3 Hiroshima WA 2|9 8. costatum
37l PMES %138 o] 8314 22%21(Oh ef al, 2005), 7FEHitellA
29 S costatum (Kwon, 2010) 2 12 A5 Skeletonema spi= ©)
£ 7Fs st oJAE 5d & 52 T FeeAE FeE &Y
o] W} PMEE o]-8sh= T3 184 &2 Fo] 7-EEAARE, 2
ol Xjo|7} Holi=A] &3] sl = $Eal sUTYAe s &
25k ol we} ohE A 54 Belths Bart glo]
(Gallagher, 1982), w21 al|%12] S4dof w2} 71 o] 8-s5o] EeAl=
202 AZFHAC}, T3t Hiroshima Tl 2]¥ S costatums
PME®] 7}4=3l 84:2! phosphatase®] &/do] Ho]X] ¢kgk7]e]
(Oh et al,, 2005), PMEZ ©|83}7| 913} phosphatase & &% 5
QA #g8k Flolt), o] Ao\ C. polykrikoides®} Skeletonema
spi= S5 7] P 0]9]9 vekst el 8= f7] JUdds
ol g3lo] Adgalgitt. whebA ol 7 T {71 YUdRY ol8-sH>
F7] FgEAe] At A Fodt gEAFo R APtE,
Lo R 9l FPEANN Fast IS F slow Az

jal

C. polykrikoides2} Skeletonema sp2| HAHUS SEt urea 2}
glycero-P2| -4

Ksi= A8k Foksdol dhsh 31sMds AAehz AR o] 85,
ANHA 07 Ks #lo] WS A Awiee] I 2elx el
3 A EAS 2=t (Dugdale, 1967). =3 M E2] H7]7}
T T2 =2 Ks S Bolal, 99U F(oceanic species)] Ks
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Table 3. Comparison of uptake kinetic parameters for ammonium and urea uptake between Cochlodinium polykrikoides, Skeletonema sp. and

various phytoplankton

Species Nitrogen Constants References

source Ks (uM) Pmax (pmol cell' h) o (Pmax/Ks)
Alexandrium tamarense NH, 1.49 - - Maclsaac et al., 1979
Cochlodinium polykrikoides DIN NH4 2.69 - - Gobler et al., 2012
Gymnodinium catenatum NH4 33.6 3.37 0.10 Yamamoto et al., 2004
Skeletonema costatum NH, 0.8 - - Eppley et al., 1969
Alexandrium tamarense Urea 0.6-2.3 - - Jauzein et al., 2008
Cochlodinium polykrikoides Urea 2.90 - - Gobler et al., 2012
Cochlodinium polykrikoides DON Urea 3.94 6.44 1.63 This study
Skeletonema costatum Urea 1.41 - - McCarthy, 1972
Skeletonema sp. Urea 1.57 0.042 0.03 This study

Table 4. Comparison of uptake kinetic parameters for phosphate and glycerophosphate uptake between Cochlodinium polykrikoides,

Skeletonema sp. and various phytoplankton

Species Phosphorus Constants References

source Ks (UM)  prax (pmol cell’ h™) & (pa/KS)
Alexandrium tamarense phosphate 2.60 1.40 0.54 Maclsaac et al., 1979
Cochlodinium polykrikoides DIP phosphate 1.19 0.35 0.29 Kim, 2003
Gymnodinium catenatum phosphate 3.40 1.42 0.42 Yamamoto et al., 2004
Skeletonema costatum phosphate 0.68 - - Kwon, 2010
Cochlodinium polykrikoides DOP Glycero-P 343 9.75 2.84 This study
Skeletonema sp. Glycero-P 0.64 0.0097 0.02 This study

Zhe A F(neritic species)R.TF Sal, JHAEO] 2 FLF
5 5he FR} Ks flo] W A3S BAtKEppley er al., 1969).
710 B S costatum®) NHL Hi3t Ks 3k C. pobkrikoidess
HZ3te] T bR R BlsiA W2 ghE BSITHTable 3).
Urea®l] T3t Ks 3k SAA] Skeletonema sp. 2 S. costatum®] 7}
ol Skeletonema %52 &2 F71 4 7] Ak Jokde sk
o] 2 Z1e Sulsict, Bk 1 A AL 9 S, costatumS}
C. polykrikoideso\¥] B8l NH, % urea®] Ks 3k XH(Table 3),
FEAOE NH,' Ks @to] @2 & & 5 Slok. A daA
LA F AEZTFIAES Tl oA €984 ouA7} =
I 7 BE FEQl NHE AEidoR Mok slow ¢
#] Ath(McCarthy, 1980). wehr] 2EEgE0] e Feo]
NHE ©]88 -9 &lEE oyAE deks 4= gl7]o NH,2
Ks #to] w2 Zlox Agztgn)

Ks gto]l Y4 Agh oM A2E3TE] IS 0%
& e AEE YERIAIYE AsE J9d =
1 EEHTES T BATAE Frkk=) glojA= Ks #kEct
33 AT a(pa/Ks)7F B 831 CH(Harrison et al., 1989). 1
A3 N A urea F == PMFTE 0.16~0.53 uM (Park, 2013), Great
Peconic Bay, Flanders Bay %! Shinnecock Bay®ll4 0.10~1.08 uM
(Gobler et al., 2012), Sagami Bay 0.45~0.70 pM (Mitamura and
Saijo, 1980)%2 X.31.%]9, Skeletonema sp.2} C. polykrikoides2] ureal|
st Ks a0} SWokoK Table 3). SHARF a %42 739 C. polykrikoides?t
Skeletonema sp.| VISIA] w9~ 322 1S R}, wepr] 7] Aot
Agke A1) W urea FE BN = urea /378l 0183171 9
WA C. polykrikoides?} Skeletonema spll B EEH 02 ureas

O N > g

T 7Fseb]ell F 73l fEld f1Flel 3le Zlolt

K (Table 4), S. costatums C. pobkrikoidesE V| E51o] T} ¢}
HR xR vlajA @Eekowm, olycero-P2] 74-5-%
Skeletonema sp7F & ahS HYITE whebA] A Jord=) /AE
BHA| Skeletonema <2 5 7] 9 {71 el tish 21g}do] =&
o7 BT}, west & AT AFE U S costaums} C. polykrikoides
oAl B3 DIPS] Ks #k2 glycero-P2] Ks #kHT} Wki=d], o]
oAl #5535 DIPS 5-7817] S8l glycero-PE 7-ialiA71= 2
gellA] ABlER= oUAIE Aokt 5= gl7]e] DIPel| ot x13l4do]
T2 ZO0F HQlth

AN ellA glycero-Poll et S7dAt57t <58t A= DOP
% phosphatase®l|] &J3l] 723l == DOPY] 5% =, PME &
T+ 7FERE 0.02~0.17 pM (Kwon, 2010), California ¢kl <
0.05~0.45 pM (Strickland and Solorzano, 1966), Hiroshima Bay
0.05~0.17 uM (Yamaguchi et al., 2004b), Tokyo Bay 2! Sagami Bay
o] 0.08-035 pM (Kobori and Taga, 1979)] I, C. polykrikoidesS}
Skeletonema sp.2] glycero-P2] Ks kol B]3l|A WSkth(Table 4). sF
A9t urea®} US| a k2] 739 C. polykrikoides?} Skeletonema sp.
off HlehA wi-¢- E=dTh. webs F7] Qleo] Alghe Akl e) vk
PME 339 M<= C. polykrikoides?} Skeletonema sp.oll V134 &
SH0 % glycero-PE T 7Fsdt1oll & AAlA FrElgt $1X]
o Q& Zlelth.

Nakamura and Watanabe(1983)°1] 2J3Hd p,. A= Al A
Zlel whet @A) widel AeEEaEe] A 4¥A &
ToE vwsl] flaxdE Al G - (cell quota; Q)=
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HRo 2 Alke vl HE5% 5 (specific uptake rate; Vi =Pmax
Qe ol&stolol shttar AA[EISITE. 1 A7rellx] S Aol Qlo|
gt cell quota®] AS5AEE7F G170l 71:52] W1l C. pobykrikoides
2} Skeletonema sp.(S. costatum?® A5 %%)3] g5 vjEro g
ARFsIaATt. 2ol thst cell quota(Quoy= C. polykrikoidesi= 5.25
pmol cell(Kim, 2003), Skeletonema sp.= 0.65 pmol cell'(Lomas
and Glibert, 2000)% R.I150], urea V, = AAFIA 212} 1.23,
0.06 day'= AlRHETE =8 glycero-P2] V.= C. pobykrikoides
(Qpy=0.37 pmol cell'; Kim, 2003)8} Skeletonema sp. (Qp=0.0033
pmol cell'; Eppley et al., 196914 2+ 26.49} 2.9 day'= AWkt
Ht}. oli= C. polykrikoides?} Skeletonema sp.l|l V]3lA] ureas}
glycero-P9} 22 7] JU¥AL] F5g0] 53] Ho = A
OJngt}. Sommer(1989y= 4R WAl Bl F S vpgow
B4 FAERS Fs YdS A A3l o gehs 38
H(growth strategy)?t 358 FUES vkE Aol o] 83HA] 4L
AE ol A= A7 2 (storage strategy)® -1 TF M-
U ZF T2 Ks #h& Holi= Skeletonema spi= ALl s|dskaL,
B2 Vi B Qp #hS Hol= C. pobkrikoidest= S-AFoll alld-st
th. Wb C. polykrikoides= 3735 & QU4 WHEol| 24 4
s 2] ok A B ¢ e AERERS Bole o A7
ek B3 C pobkrikoides®] 945 =E 3.6 m hr' (Kim, 2003)=, G
catenatum (12 m hr'; Baba et al,, 2001) 2 Gymmodinium mikimotoi
(2.2 m hr'; Koizumi ef al., 1996)9} Blw3lo] B)wZ] wlEHo| £
gtk webs Q)] 7] G Fae A 91 5
A4 9 1ol B Bk opfe} fodol Bad vhA ouA] do
2% o]gd Flo|t}.

SRA, C. polykrikoidesS}t S. costatume- TAFF oA B3 ==
olFF RIS AR FHlste] AAETY S IR &
N7z d&FE AT o5 EgtaE-(alleophathy)o] 2kar gt}
(Tameishi ef al., 2009; Tang and Gobler, 2010). A& =2, S. costatum>}
SFARZF Prorocentrum minimumS] LA S costatum®)
R84S P minimum¥}2] 3t AN P minimum®)

1S ST = AoE dHA AN W ZE S costatum®)
20| P minimum®l] 23l 2257 % 3FCH Tameishi ef al., 2009).
9f 2 @ido] ARAFAH AN o= A& AT Tl FEFS
FoAT BEPESIY, AEEHAE0] A EEE EAE Al AE
7] 2 9 ERERRE-E F3ES] AT Aol s v Alow
A7 webs AEZHTEL] $1E AN ereg-e] o
S Fpetslr] AdlME v At Ay A e A

Zolq ¢ polykrikoidesg]r Skeletonema
sp.l] §F 7] F4YY ol geHE viEeE T3 A IAE
Frrsldck. 1 Ad, A dEHA & 7] 999 SHw
A 49 C polykrikoidesﬂ- Skeletonema sp.oﬂ vsiA -4
7Fs/do] e Ao Yepsith sixut Ao A Bl -AE-
3l8ha QRlo] e idror Y& vA AL Q7)o 54 =1
olX F5E A=EHIAES] FHSAROE ApAZ o 284
7171 wig- vk AN obA ATk viel o] Tduleke]
z10lM E535E AEEFIES] AREh ARE ol8slo] v B
747 o2l LAS BEle] T sk EAlA TR BAE

1 Rl

. OF3}A

o\_H'—Q-éjﬁ

olslisl= vl f-85t =72 E-8-8 = SltHRicherson ef al., 1970). &
3], Oh et al.(2007)‘°j A. tamarense, G catenatum X S. costatum®] &
hleF 9 dlujeke] APAAE ol 8ste] THAEAS =St
Pom, FE5HE RS njgro g2 AN AEZFIES)
F3olE AESISILE. =3 Cermeno er al.(2011)%> Thalassiosira
pseudonana®} Coccolithus braarudii®] 3218V 2455 o]8-3}]
H] FE 2709 F714Q1 Y42 35 FZ (pulsed mode)ell A 2]
Res Fsigion, o] Fall Alghd Ape] UAARl Fgo]
AEERAEY] FEA vl s Aol S-S €<l
sioAnt. wEbA 2 Ao Ate} o] BEAdEe] T vk
oA 53t Ak FARES EE3le] TS Ads] 9
e &g QS AlolH, o] SFEAlIAN FEAE ol
dleh=dl =i & slolth

Al A

o] =2 Fuisty A e 1012014, C-D-2014-
0422)°] 2Jslod A= G
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