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INTRODUCTION

In coastal areas, where suspensivorous bivalves are
abundant in the benthic habitat, they can be important
determinants of seston dynamics, both in natural
(Officer et al. 1982, Gili & Coma 1998, Davenport et al.
2000, Lehane & Davenport 2002) and in domesticated
(Soto & Mena 1999, Lefebvre et al. 2000) ecosystems.
In coastal waters, suspensivorous bivalves can be
major couplers between the benthic and pelagic eco-
systems, contributing to the regulation of phytoplank-
ton biomass (Cloern 1982, Hily 1991, Asmus & Asmus
1993). Considerable progress has been made in
understanding the underlying mechanisms of particle-
processing in these organisms (see Beninger & St-Jean
1997, Beninger & Veniot 1999, Riisgård & Larsen 2000,
2001, Gosling 2003 for reviews and references), al-
though a certain amount of debate persists concerning

particle capture (Ward et al. 1998a, Silverman et al.
1999).

Bivalve feeding has been abundantly and quantita-
tively studied from the standpoint of the results of this
process: clearance rates, retention efficiencies and for-
mation of biodeposits (see Jørgensen 1990, Riisgård
2001 for reviews). Such studies employ various means
of collection of inhalant and exhalent water and/or
biodeposits (pseudofeces and feces), both in the labo-
ratory (see review by Riisgård 2001) and, much less
frequently, in the field (Cranford & Hill 1999, Yahel et
al. 2003).

Studies of qualitative particle selection in bivalves
have similarly focused on the results of this process,
making inferences about the sites and mechanisms
(Kiørboe & Møhlenberg 1981, Newell & Jordan 1983,
Shumway et al. 1985). It has been assumed that, in
homorhabdic bivalves (those whose gill is composed
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of a single filament type), the gill is generally not
equipped to perform particle selection in addition to
capture and transport, whereas the heterorhabdic gill
(composed of 2 different filament types) provides an
anatomical basis for qualitative selection (Atkins 1937,
Beninger & St-Jean 1997). This assumption was re-
cently supported by Ward et al. (1998b) using endo-
scopic-directed sampling at various sites in the pallial
cavity of the oysters Crassostrea virginica Gmelin and
C. gigas Thunberg (heterorhabdic gill type), and the
mussel Mytilus edulis L. (homorhabdic gill type). As
expected, the mussel gill was incapable of effecting
particle selection (although the labial palps may effect
such selection), while the oyster gill demonstrated
a separation of detritus and live algal particles to 2
different particle grooves (dorsal and ventral). The
demonstration was not free of confounding variables,
however, since this study used very different-shaped
particle types (unicellular alga vs Spartina sp. detritus).
In addition, the oyster pseudolamellibranch gill is a
very particular heterorhabdic gill type, in that it pos-
sesses a ventral particle groove and thus the possibility
of a secondary positive or negative selection on the
labial palps of material initially directed toward this
tract. The oyster is therefore not the most unambigu-
ous system in which to search for the sites and mecha-
nisms of selection. Furthermore, it has been shown
recently that particle size alone, irrespective of particle
quality, is an important determinant of selection site in
oysters (gills vs labial palps: Cognie et al. 2003).

The scallop family Pectinidae possesses a hetero-
rhabdic gill with no ventral particle groove; all parti-
cles directed ventrally are rejected directly from the
gill via the pallial current and valve-clapping (Beninger
et al. 1992). In addition, the principal filament open-
ings are much larger (approx. 200 µm) than those of
the oyster (approx. 70 µm), and the combination of a
low degree of tissue fusion and lateral wall muscula-
ture allows these openings to be easily expanded
(Beninger & Le Pennec 1991, Beninger et al. 1992). The
principal filaments of the larger scallop species can
thus accommodate particles covering most of the ses-
tonic size range, in contrast to the principal filaments of
the oyster, which afford unimpeded entry only to parti-
cles whose axis in all dimensions is smaller than the
rigid opening of their comparatively smaller principal
filaments (Cognie et al. 2003). This extension of the
upper particle size limit capable of being sorted on the
gill, together with the comparable or even superior
retention of small particles in scallops compared to
oysters (Møhlenberg & Riisgård 1978, Riisgård 1988)
and the lack of ambiguity about the significance of par-
ticle presence on the ventral gill tract, all make the
scallop gill a much clearer system in which to study the
sites of selection in heterorhabdic bivalves.

In a detailed account of particle processing in the
scallop Placopecten magellanicus Gmelin (Beninger
et al. 1992), no attempt was made to determine the
sites and mechanisms of particle selection. In the
present work, we used endoscope-directed sampling
and the technique of live versus empty natural diatom
particles described by Cognie et al. (2003) to study the
following poorly known aspects of particle-processing
in the scallop Pecten maximus: general features, loca-
tion of selection sites, and the effect (if any) of the
presence/absence of cellular contents on selection in
naturally occurring particles that are identical in other
respects. As test particle we used the locally abundant
species Coscinodiscus perforatus Ehrenberg. Mem-
bers of the coastal diatom genus Coscinodiscus are
often abundant (Levinton 1982, Lakshminaryana
1983, Barnes & Hughes 1988, Rincé 1993), and are
commonly found in the stomachs of bivalves, includ-
ing scallops (Buley 1936, Davis & Marshall 1961,
Shumway et al. 1987).

Pecten maximus is a relatively recent member of the
Pectinidae, belonging to a group separated by 65
million yr from the more primitive group comprising
Placopecten magellanicus (Waller 1991), whose particle-
processing mechanisms have previously been studied
(Beninger et al. 1992, Ward et al. 1993). A secondary
goal of this study was therefore to determine whether
particle-processing mechanisms, and associated ana-
tomical organization of the gill, have remained similar
throughout pectinid evolution.

MATERIALS AND METHODS

Specimen sampling and maintenance. The 3 Pecten
maximus (mean shell length 11.5 cm) used in the pres-
ent study were collected by divers from the Baie de
St-Brieuc (2° 49’ W, 48° 38’ N), in March 2002. The
shells were cleaned of epibionts and maintained in a
400 l recirculating-seawater tank, at a mean tempera-
ture and salinity close to that recorded in the sampling
habitat. The specimens were fed 2 to 5 times weekly
with a culture of Skeletonema costatum (Grev.) Cleve
(equivalent to a concentration of 5 mg l–1 organic mat-
ter individual–1 feed–1) for a 4 wk stabilization period
prior to experimentation.

Test algae: culture and characteristics. Naturally
occurring Coscinodiscus perforatus was cultured to
test the effects of natural algal quality on selection sites
and mechanisms. C. perforatus was isolated from a
net tow in a natural population off Le Croisic (2° 30’ W,
48° 17’ N) in June 2000. The diatom was cultured on
Guillard (1982) F/2 medium; however, it was not pos-
sible to achieve large-volume culture or high densities
under laboratory conditions.
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Empty frustules. All diatom cultures contain some
dead cells (empty frustules), which accumulate during
the life of the culture. Hence, senescent-phase cultures
of Coscinodiscus perforatus were used as a source of
empty frustules. The cells were recovered by centrifu-
gation and placed in a saturated solution of hydrogen
peroxide in an 80°C water bath, to produce cleaned,
empty frustules of size and shape identical to those
of intact cells. Verification under inverted microscope
showed that frustule valves very rarely separated as a
result of this treatment. These empty frustules were
added to younger cultures, which themselves con-
tained accumulations of empty cells (72% empty cells
in the younger-phase cultures). The final proportions
of empty and intact cells in the experimental mixture
were 82% empty (of which 10% were empty, cleaned
frustules), 18% intact. Cell dimensions of the mixture
were 96 ± 2 µm diameter and 74 ± 3 µm pervalvar
axis (light microscope measurements of 30 cells). Both
types of culture originated from the same source
culture, and there was negligible cell size reduction
during the course of the experiments.

Gill morphology and anatomy. The following gen-
eral features of gill organization were observed in vivo
using endoscopy: filament types, plication, relative
lengths of descending and ascending lamellae, ciliated
spurs, concertina movements and other contractions.
Gill filament internal anatomy and ciliation were ob-
served via transverse histological sections, processed
and stained as described in Beninger et al. (1995).

Experimental conditions. Within the 17 l experimen-
tal chamber, each scallop was fixed via a Velcro patch
attached to an inclined platform and to a removable
restraining collar on the scallop. The collar prevented
both valve closure and further valve opening when the
endoscope optical insertion tube (OIT) was inserted.
The valve opening thus obtained was similar to that
observed in normally feeding specimens. The experi-
mental chamber was provided with refrigerated, flow-
through filtered (0.2 µm) seawater, and contained 2
longitudinal baffles to reduce turbulence (Fig. 1). The
flow in the experimental chamber was fixed at approx-
imately 20 l h–1, for a turnover time of 1 h, thus avoid-
ing a particle depletion of >30% (Barillé et al. 1993,
based on a filtration rate of approx. 8 l h–1). Over the
course of the 1 mo stabilization period, the water tem-
perature was progressively raised to 17°C, at which
feeding activity was frequent. Salinity was maintained
at 34, identical to that of the field sampling site. Parti-
cle concentrations were verified at 6 points in the
chamber in order to ensure homogeneous distribution.

Endoscopic observation and particle sampling. Indi-
viduals were starved for 24 h, and were allowed to
acclimate to the presence of the OIT for 1 h prior to
beginning observations. Only individuals displaying

normal feeding configuration (relaxed velum, deployed
tentacles, particles drawn into pallial cavity) were used
for observations. The general organization of the ex-
perimental apparatus was similar to that described
by Beninger et al. (1992). A 4 mm diameter rigid OIT
was used, since only straight dorso–ventral move-
ments were required within the voluminous mantle
cavity of this species. Video sequences were digitized
and stored directly on a computer using a miroVIDEO
DC 1000 video card (Pinnacle Systems) and Adobe
Premiere 5.0 image software (Adobe Systems).

The general treatment of particles was studied using
cultures of Coscinodiscus perforatus, as well as added
reflective particles (Afflair® 120 Lustre Satin Pearl
Lustre Pigments, EM Industries) to better visualize
particle behavior, mucus cords and suspensions.

We investigated 2 selection conditions: in Condition 1,
a mixture of the exponential-phase Coscinodiscus per-
foratus culture and the empty, cleaned frustules was pre-
sented to determine whether and where selection takes
place when nutritive and non-nutritive particles are pre-
sent. In Condition 2, only empty, cleaned frustules were
presented to the scallops to determine whether such par-
ticles are rejected if there is no other choice. A summary
of the null and experimental hypotheses tested for each
condition is presented in Table 1.

Endoscope-directed sampling of the gill arch (dorsal
tract), ventral bend (ventral tract), and labial palps
(Fig. 2) was performed with glass micropipettes (Fig.
3a) every 15 min throughout the 2 h experimental
period. The water column was also sampled every
15 min using a volumetric pipette. Palp pseudofeces
were collected from the ventro-posterior extremity of
the labial palps, where they accumulated during the
course of the experimental period (valve-clapping
being impeded by the restraining collar). All samples
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Fig. 1. Diagram of experimental chamber, showing Pecten
maximus specimen with optical insertion tube (OIT), inclined
platform (IP) and restraining collar (RC). B: baffles; I: inflow; 

O: outflow
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were fixed in Lugol’s solution for subsequent counts
under the inverted microscope according to the
method described by Utermöhl (1958), which allowed
the distinction of intact and empty frustules.

The large cell size of Coscinodiscus perforatus
rendered numerical comparisons with the majority of
previous studies impractical, as the latter used much
smaller test species. Hence, cell concentrations were
determined on the basis of comparable organic matter
concentrations. A calibration of cell numbers and or-

ganic matter (loss on ignition) was established using the
C. perforatus culture, and periodic samplings and cell
counts were performed throughout the observations.

Size and speed calibrations were performed in order
to determine particle speeds in the gill arch and on the
ventral bend. We used 2 size calibration techniques:
direct measurement of living gill plicae (30) immedi-
ately following experimentation, and measurement of
plicae width on-screen using the known size Coscino-
discus perforatus on the gill epithelium as a standard.
Particle speed was determined from the number of
frames required to cross a plica of known width, at a
recording speed of 25 frames s–1.

To verify that Coscinodiscus perforatus was indeed
processed as a food item, the stomach contents and
feces of the 3 experimental Pecten maximus were
examined under the microscope after feeding for 12 h
with the exponential-phase culture of C. perforatus.
Similarly, to ensure that the gills did not present
regions of desquamation which would compromise
their functioning under observation (see MacDonald et
al. 1995, Potter et al. 1997), the whole gills were histo-
logically processed, serially sectioned transversally,
stained as indicated above, and examined for the pres-
ence of bare regions on the filaments.

Data analysis. Samples from the different organism
sampling sites and ambient water represent different
quantities. Although water samples are straightfor-
ward concentrations, slurry samples from the dorsal
tract, mucus cord samples from the ventral tract, and
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Table 1. Pecten maximus. Selection effects tested and corresponding experimental comparison, and hypotheses

Effect tested Sites compared Particle types presented and underlying hypotheses

Natural versus empty, cleaned Coscinodiscus perforatus frustules (Condition 1)
Algal quality: Water and gill H0 (no selection at gill): cell proportions not significantly different in water and at 
poor versus frustule dorsal and ventral gill tracts
high quality proportions H1 (selection at gill): dorsal tract enriched in intact frustules, ventral tract enriched 

in empty frustules; gill capable of quality selection from mixed suspensions

Palp pseudofeces H0 (no further selection): frustule proportions of palp pseudofeces not significantly 
different from dorsal gill tract
H2 (further selection): palp pseudofeces enriched in empty frustules; palps capable of 
particle selection

Empty, cleaned Coscinodiscus perforatus frustules (Condition 2)
Algal quality: Water and gill H0 (no rejection at gill): frustule numbers in 2 ml sample significantly lower than those 
poor quality frustule of empty cells in Condition 1 at gill ventral tract and in labial palp pseudofeces
only choice concentrations H3 (rejection at gill): frustule numbers in 2 ml sample as great or greater than those 

of empty cells in Condition 1 at gill ventral tract; gill capable of identifying and
rejecting poor-quality particles even when there is no other choice

Palp pseudofeces H0 (no further rejection): frustule numbers in 2 ml sample significantly lower than 
those of empty cells in Condition 1 in labial palp pseudofeces as great or greater 
than those of empty cells
H4 (further rejection): frustule numbers in 2 ml sample as great or greater than those 
of empty cells in Condition 1 in the labial palp pseudofeces; palps capable of 
identifying and rejecting poor-quality particles even when there is no other choice

Fig. 2. Pecten maximus. Diagram of anterior portion of left gill
and left labial palps (viewed from left side), showing location
of sampling sites (*). AL: ascending lamella; DL: descending
lamella; DT: dorsal tract; ID: inner demibranch; LP: labial
palps; OD: outer demibranch; VT: ventral tract; W: water in 

experimental chamber
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Fig. 3. Pecten maximus. (a)–(e): Videoendoscopic images. (a) Endoscope-directed sampling in dorsal tract (DT); DL: descending
lamella; MT: glass micropipette tip; P: gill plica. (b) Dorsal transparent suspension and (c) ventral mucus-particle cord (MC)
revealed by reflective particles; VT: ventral tract; direction of movement indicated by open arrow. (d) Ventral mucus cord and
(e) dorsal mucus suspension observed in Condition 1 (mixture of intact and empty Coscinodiscus perforatus); AL: ascending
lamella; EC: empty C. perforatus; IC: intact C. perforatus. (f–h): Photomicrographs of (f) stomach content and (g) feces of ex-
perimental specimen fed with C. perforatus culture; CPF: C. perforatus frustule. (h) Tranverse sections of ordinary gill filaments. 

AC: abfrontal cilia; AS: abfrontal surface; FC: frontal cilia; FS: frontal surface; LC, lateral cilia
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mucus-particle masses from the palp pseudofeces all
represent differing degrees of accumulation between
sites. Therefore, valid inter-site comparisons can only
be made using proportions from the mixed-cell condi-
tion (Condition 1), and intra-site comparisons can only
be made within each site in the empty cell-only condi-
tion (Condition 2).

In the intact and empty cell mixture, the proportions
of each cell type were determined for a minimum of
300 cells of the total volume sampled during the 2 h
course of each experiment. As explained above, for the
empty cell-only condition, it was not possible to pre-
sent proportional data. Hence, the total number of
empty cells 2 ml–1 was determined for each sampling
site and compared to the same sites in the mixed con-
dition to determine whether the degree of rejection of
poor-quality particles was the same when there was no
other choice of particles available.

Since we wished to detect eventual enrichment at
successive sampling sites (water, gill arch, ventral
bend, palp pseudofeces) in the mixed-cell condition, a
selection index (SI), based on those of Ward et al.
(1998b) and Cognie et al. (2003), was calculated. In
contrast to the index of Ward et al. (1998b) and Cognie
et al. (2003), who compared particle concentrations of
pallial cavity sites to that of the ambient water only, our
index compares the concentration at each site to that of
the previous site (gill arch and ventral bend compared
to water, palp pseudofeces compared to gill arch):

SI = [(Sn �Sn–1) – 1] × 100

where Sn is the proportion of intact cells sampled at a
given site, and Sn–1 is the percent of intact cells sampled
at the previous step in the particle-processing sequence
(water, dorsal and ventral tracts, palp pseudofeces).

Statistical analysis. For the mixed-cell condition
(Condition 1), the data were normally distributed and
variances homogeneous, but since proportions were
compared, an arcsine transformation was performed
(Sokal & Rohlf 1995) prior to a 1-way parametric
ANOVA. Student-Newman-Keuls (SNK) tests of sig-
nificance were subsequently performed to test the
corresponding hypotheses in Table 1. The non-normal
selection index data was normalized by the arcsine
transformation, and treated as above. SigmaStat 2.0
(Jandel Scientific) software was used for all statistical
analyses.

In the empty cell-only condition (Condition 2), the
between-site heterogeneity of accumulation times pre-
cluded statistical comparison; instead, the data were
compared to those of the mixed-cell condition for the
same sites. As these data were not based on propor-
tions, but normally distributed and characterized by
homogeneous variances, Student t-tests were performed
for each sampling site (Condition 1 vs Condition 2).

RESULTS

Particle concentrations and organic matter content

Depending on the particle concentration and volume
of the added culture medium, particle concentrations
during endoscopic observation and sampling ranged
from 30 to 250 cells ml–1 in the intact + empty mixture
(Condition 1) and 20 to 50 cells ml–1 in the empty con-
dition (Condition 2). Particulate organic matter content
ranged from 5 to 50 mg l–1 in the mixed suspension
(compared to 1 to 30 mg l–1 at the Baie de St-Brieuc
sampling site: Arzul et al. 1990), whereas no organic
matter was present in the empty condition.

Gill anatomy and organization

The topology, organization, and internal anatomy of
the Pecten maximus gill conformed generally to that
previously described by Dakin (1909) for preserved
specimens of P. maximus, but more closely to that
described for Placopecten magellanicus (Beninger et
al. 1988, 1992, Le Pennec et al. 1988).

General particle-processing mechanisms

The incorporation of reflective particles allowed
improved observation of particle behavior on the gill
frontal surface, with respect to the characteristics of
the medium in which they were transported. Particle
movement on the observed surfaces (descending
lamellae) was similar in all respects to that previously
presented for Placopecten magellanicus (Beninger et
al. 1992): particles transported dorsally in the principal
filaments emerged at the gill arches (dorsal tracts) in a
transparent suspension which, based on the behavior
of reflective particles (Fig. 3b), appeared more viscous
than the pallial fluid. Particles transported ventrally
on the ordinary filaments were enveloped in visible,
apparently highly viscous mucus masses at the ventral
bends (ventral tracts: Fig. 3c). Particles in the dorsal
tracts moved 5 times faster (2 mm s–1) than those at
the ventral tracts (0.4 mm s–1).

Particle-selection sites and mechanisms

Endoscope-directed sampling allowed the particle
composition of the dorsal and ventral tracts to be
quantitatively compared. In Condition 1 (mixed sus-
pension), a significantly greater proportion of intact
cells was observed in the dorsal versus the ventral
particle tracts (Figs. 3d,e & 4a); particles arrived in
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the dorsal tracts via the principal filaments. The ven-
tral particle tract was enriched in empty particles
compared to both the dorsal tract (p = 0.010) and the
ambient water (p = 0.013) particle concentrations;
particles arrived in this tract via the ordinary fila-
ments. The null hypothesis (no selection at the gill)
may therefore be rejected and experimental hypothe-
sis H1 accepted, i.e. qualitative particle selection
occurs on the gill of this species. Similarly, a signifi-
cantly greater proportion of empty cells was observed
in the palp pseudofeces than the dorsal tract (p =
0.003), indicating that additional enrichment in empty
cells occurred at this level. The selection indices
clearly reflected these differences: the ventral tract
and palp pseudofeces were significantly (p < 0.001)
more depleted in intact cells than the dorsal tract
(Fig. 4b), indicating selection both at the gill and at
the labial palps. The null hypothesis of no further
selection may therefore be rejected and experimental
hypothesis H2 accepted, i.e. the labial palps are also
capable of particle selection, and may do so after ini-
tial selection on the gills.

In Condition 2 (empty, cleaned cells only), the ven-
tral tract contained a similar number of cells in 2 ml of
sample (greatly overlapping ranges, p > 0.05, no signif-
icant difference), as was observed for empty cells in
Condition 1 (Fig. 5), indicating that rejection in the
empty, cleaned cells-only condition was equivalent to
that in the mixed condition (i.e. rejection of empty cells
by the gill was similar even when there was no other
particle choice). Particles arrived in the dorsal tracts
via the principal filaments, and in the ventral tracts
via the ordinary filaments. Conversely, significantly
greater numbers of empty cells in 2 ml of sample were
observed in the dorsal tract (p = 0.048) in Condition 1
(mixed suspension). It should be noted that while all of
the empty cells in Condition 2 had been cleaned of
their organic casing, Condition 1 contained a large
proportion of naturally dead, uncleaned cells. Finally,
there was a significantly greater number of empty cells

in the palp pseudofeces in Condition 2 (p = 0.045),
compared to Condition 1 (mixed suspension). The cor-
responding null hypotheses of no rejection by either
the gills or the labial palps may thus be rejected, in
favor of the experimental hypotheses H3 and H4, i.e.
both the gills and the labial palps can detect and reject
poor-quality particles, even when there is no other
choice; the amplitude of this rejection is as great or
greater than when the scallops are exposed to a mixed
suspension.

Post-experiment examination of the individuals fed
with intact suspensions of Coscinodiscus perforatus
revealed intact cells and empty frustules of this alga in
both stomach contents and feces (Fig. 3f,g), indicating
that it is ingested as a food item. Histological obser-
vation of the gills of all 3 individuals showed that they
were anatomically intact, with no signs of desqua-
mation, infection, or parasitic infestation (Fig. 3h).
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Fig. 4. Coscinodiscus perforatus,
Condition 1 (mixed suspen-
sion). (a) Mean percentages of
intact (black bars) and empty
(white bars) cells for the different
sampling sites: ambient water,
ventral tracts (VT), dorsal tracts
(DT) and labial palp pseudofeces
(LPF); (b) Mean selection index
(SI) at the different sites. Error
bars represent range of values
(n = 3). Bars with same number
are significantly different from 

each other (p <0.05)

Fig. 5. Coscinodiscus perforatus. Mean numbers of empty
cells 2 ml–1 sample from different sampling sites in Condition
2 (empty, cleaned frustules only: white bars) compared to
those of Condition 1 (mixed suspension: shaded bars) at the
same sites: water, ventral tracts (VT), dorsal tracts (DT) and
labial palp pseudofeces (LPF). Note logarithmic scale of
ordinate. Error bars represent range of values; asterisk indi-
cates significant differences in empty cell numbers between 

Conditions 1 and 2 within the relevant site (p < 0.05)

a b
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DISCUSSION

General features of gill- and particle-processing

The great degree of similarity in particle-processing
mechanisms on the gill of Pecten maximus to those
previously described for Placopecten magellanicus
(Beninger et al. 1992) is in line with the essentially
identical anatomy of this structure in the 2 species. As
the evolutionary appearances of these 2 species are
separated by approximately 65 million yr (Waller
1991), we may thus conclude that not only the ana-
tomy, but also the functioning of this organ appear
to be highly conservative within the framework of a
‘pectinid-type’ heterorhabdic gill. In a previous study
of the evolution of the bivalve gill, Beninger & Dufour
(2000) argued that this organ is much more susceptible
to evolutionary modification than other organs such as
the heart, since it is subject to much more intense
selection pressure. The present study has shown that
while the gill may have demonstrated such plasticity
during its diversification from the primitive proto-
branch condition, the present-day pectinid-type con-
figuration may itself be quite stable due to the limited
possibilities for functioning in any other way with such
a specific anatomy. The high degree of structural and
functional conservatism of this gill type contrasts with
the differences in less vital details of features such as
the shell, which serve to indicate evolutionary dis-
tance. It would be interesting to explore this line of
research for the 3 other major autobranch gill types
(homorhabdic filibranch, eulamellibranch, and pseudo-
lamellibranch).

The particle speeds recorded in Pecten maximus’
dorsal tract are considerably slower than those re-
ported for Placopecten magellanicus (Beninger et al.
1992): 2 mm s–1 vs 5.7 to 10 mm s–1. The greater speeds
in the P. magellanicus dorsal tract were observed at all
particle concentrations tested, and are probably not
artefacts of temperature differences since, had this
been the case, the greater water temperature for P.
maximus should have resulted in faster speeds for this
species. Similarly, the faster speeds in P. magellanicus
cannot be imputed to differences in body size, since
the individuals in both studies were of comparable size
(10 to 11.5 cm, P.B. unpubl. observations, and present
study). However, it should be noted that Coscinodiscus
perforatus used in the present study is over 20 times
larger than the test alga Chaetoceros muelleri Lem-
mermann used by Beninger et al. (1992) for P. magel-
lanicus, and was therefore subject to considerably
more frictional resistance (which is proportional to sur-
face area) in the essentially hydrodynamic environ-
ment of the dorsal tract mucus–particle slurry. The
velocity values for the transport of particles on the ven-

tral tract (mean = 0.4 mm s–1) are in the same range as
those reported for P. magellanicus (means = 0.185 and
0.380 mm s–1). Since transport on the ventral bend is
mucociliary (both large and small particles enveloped
in mucus masses: Beninger et al. 1992, Ward et al.
1993) and therefore depends and on the speed of effec-
tive cilia strokes, it is not surprising that the values for
this mode of transport are comparable in the 2 species.

Particle-selection sites and macroscopic effectors

The results of the present study clearly demonstrate
that the heterorhabdic filibranch system is capable of se-
lection at the gill. While the observed selection is statis-
tically significant, it is intriguing that the dorsal tract may
still contain a large proportion of empty cells (approx.
82%, Fig. 4a). A possible explanation for this is that only
the empty, cleaned frustules were rejected in the mixed-
cell suspension (Condition 1), effectively accounting for
only 5% of rejection on the gill (50% of the empty,
cleaned cells presented), with a further 6% of rejection
at the labial palps (the remaining 50% of empty, cleaned
frustules presented). If this is the case, then it implies that
the empty, natural frustules tend to be treated as intact
frustules by the gill. Further support of this interpretation
is found in the extremely low numbers of empty, cleaned
frustules in the dorsal tract in Condition 2 (empty,
cleaned frustules only). We are currently pursuing fur-
ther research in order to elucidate the treatment of
empty, natural frustules in Pecten maximus.

Potential effectors of selection may be divided into 2
broad categories: macroscopic and microscopic. Macro-
scopic effectors comprise the gill architecture and fila-
ment types, whereas microscopic effectors presumably
involve sensory detection, and decisional behavior by
individual cilia or groups of cilia. At this point in time,
no data is available concerning possible mechanisms
of microscopic effectors for any bivalve species. How-
ever, the present study substantially advances our
knowledge of the roles of macroscopic effectors. Inges-
tion volume control (‘cleaning’) has previously been
observed in vivo in the heterorhabdic filibranch gill,
and attributed to differentiation of the 2 gill filament
types (Beninger et al. 1992). The present finding of
particle selection at the heterorhabdic filibranch gill of
Pecten maximus, as has previously been reported
for the heterorhabdic pseudolamellibranch oyster gill
(Ward et al. 1998b), suggests that the heterorhabdic
condition also allows qualitative particle selection on
this organ, an idea which originated from Atkins
(1937). This mechanism was later extended to include
the presence of a ventral particle groove (Beninger &
St-Jean 1997). The potential role of the labial palps in
qualitative selection in heterorhabdic bivalves has
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been somewhat less clearly established. Ward et al.
(1998b) did not observe particle selection at the labial
palps of oysters, although they did not rule out this pos-
sibility under ‘more complex’ feeding regimes. How-
ever, Cognie et al. (2003) have recently demonstrated
that not only are oyster palps capable of such selection,
but they are the only organs which can do so for those
(often abundant) particles whose size is greater than
the opening of the principal oyster gill filament (PF). It
is not yet known whether the oyster’s labial palps also
participate in particle selection at sizes smaller than
this threshold value. This ‘PF constraint’ on particle
size is due to the fact that the opening of the oyster’s PF
is comparatively small (approx. 70 µm in Crassostrea
gigas Thunberg) and, due to extensive tissue fusion, is
not able to increase its gape through the muscular
movements commonly seen in the almost completely
unfused, larger-gape gills of pectinids.

The results of the present study have shown that
although the PF opening presents virtually no particle
size restriction in Pecten maximus, the labial palps
nonetheless participate in qualitative selection.

Implications for ecology and evolution

The experiments reported here demonstrate that
qualitative selection is a 2-stage, 2-site process in Pecten
maximus. This suggests that although the heterorhabdic
gill is capable of performing qualitative selection, the
demands of processing are highly variable, and the often
large numbers of heterogeneous particles per second
(Bayne et al. 1988, 1993, Barillé et al. 1997, Navarro &
Widdows 1997, Bacon et al. 1998) are too high for a
single pallial organ of the heterorhabdic filibranch
system to approach the necessary level of efficiency.
Such multi-stage particle-processing was proposed
earlier by Foster-Smith (1978), although he did not
distinguish between homorhabdic and heterorhabdic
conditions. Most data so far have indicated that the
homorhabdic gill (typical of most bivalve species) is
incapable of qualitative particle selection, and that in this
system the labial palps comprise the only selection sites
(Beninger & St-Jean 1997, Beninger et al. 1997, Ward et
al. 1998b). A possible exception to this rule may be the
freshwater venerid Dreissena polymorpha (Baker et al.
2000), whose homorhabdic gill may be modified and
capable of some qualitative particle selection.

In the present study, qualitative particle selection by
Pecten maximus has been shown to operate even when
the proportions of inert particles are low (approx. 10%).
This is in agreement with the general observations of
Macdonald & Ward (1994) and Bacon et al. (1998), who
showed that in scallops there is no ‘threshold’ level of
particle concentrations for pseudofeces production.

Taken together, the results of the present study and
those of Ward et al. (1998b) and Cognie et al. (2003)
show that the heterorhabdic gill, either filibranch
(Pecten maximus) or pseudolamellibranch (Crassostrea
virginica, C. gigas) is capable of qualitative particle
selection. In the case of P. maximus, this selection is
unambiguous, since material at the gill ventral bend
does not enter a particle groove (as in the oyster), and
is thus definitively rejected during valve-clapping. The
oyster presents a much more complex system, with the
potential for both rejection of material in the ventral
particle groove (Beninger & Veniot 1999) and for re-
processing on the labial palps (Ward et al. 1994).

Why species with a heterorhabdic gill are capable of
particle selection on the gill, while most homorhabdic
species are not, is an intriguing question. One possible
explanation is that heterorhabdic bivalves evolved
under conditions of higher seston load than homo-
rhabdic species; indeed, contemporary oysters typically
inhabit high-turbidity ecosystems. Another possible
explanation is that the most widespread gill type, the
homorhabdic eulamellibranch, evolved primarily in
the direction of increased water-flow efficiency for
smaller gills (Beninger et al. 1997), reducing the cost of
processing seston and hence allowing the labial palps
alone to cope with qualitative selection.

Qualitative selection appears to operate in Pecten
maximus even when the scallop has been purged and is
offered only non-nutritive particles of the same size and
shape as nutritive particles (Condition 2), as shown by
the successive accumulation in the ventral gill tract and
labial palp pseudofeces of empty cells, compared to the
numbers of empty cells rejected at these sites in Con-
dition 1 (mixed-suspension). The heterorhabdic fili-
branch system of P. maximus therefore seems to reject
non-nutritive particles even when there is no other par-
ticle choice. It should be noted that, since the empty
frustules of Condition 2 were cleaned with hydrogen
peroxide, there was probably very little post-cleaning
bacterial/organic film establishment prior to particle-
processing, and that these particles were thus of
extremely low nutritive value. Rejection under these
conditions could reflect an adaptation to avoid the en-
ergetic cost of processing low- or non-nutritive particles.

Conclusion

The present study has demonstrated that not only is
the scallop heterorhabdic filibranch gill capable of
qualitative selection, i.e. rejection of non-nutritive par-
ticles, it is able to do so both in the presence of other
particles with higher nutritive value, and also when no
other particle choice is available. In addition, the labial
palps are also capable of such selection under simi-
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lar conditions, demonstrating that qualitative particle
selection is a 2-stage process in Pecten maximus.
Localization of selection sites will allow detailed fea-
tures of qualitative selection to be investigated, such as
the key particle characteristics upon which selection is
based, as well as the broader issues concerning func-
tional correlates to the evolutionary trajectories of
different bivalve gill types.

Acknowledgements. The authors thank R. Pajot and T.
Guigue for collecting the specimens, V. Turpin for assistance
with the holding facilities, as well as B. Cognie, G. Massé, and
J. L. Decottignies for technical assistance.

LITERATURE CITED

Arzul G, Chardy P, Gros P, Monbet Y (1990) Apports nutritifs
par la matière organique en suspension en Baie de Saint-
Brieuc (France). J Rech Oceanogr 15:110–115

Asmus RM, Asmus H (1993) Phytoplankton–mussel bed inter-
actions in intertidal ecosystems. NATO ASI Ser Ser G Ecol
Sci 33:57–84

Atkins D (1937) On the ciliary mechanisms and interrelation-
ships of lamellibranchs. Part II. Sorting devices on the
gills. Q J Microsc Sci 79:339–373

Bacon GS, MacDonald BA, Ward JE (1998) Physiological
responses of infaunal (Mya arenaria) and epifaunal (Placo-
pecten magellanicus) bivalves to variations in the concen-
tration and quality of suspended particles. I. Feeding
activity and selection. J Exp Mar Biol Ecol 219:105–127

Baker SM, Levinton JS, Ward JE (2000) Particle transport in
the zebra mussel, Dreissena polymorpha. Biol Bull (Woods
Hole) 199:116–125

Barillé L, Prou J, Bougrier S (1993) No influence of food qual-
ity, but ration-dependent retention efficiencies in the
Japanese oyster Crassostrea gigas. J Exp Mar Biol Ecol 17:
91–106

Barillé L, Prou J, Héral M, Razet D (1997) Effects of high nat-
ural seston concentrations on the feeding, selection, and
absorption of the oyster Crassostrea gigas (Thunberg).
J Exp Mar Biol Ecol 212:149–172

Barnes RSK, Hughes RN (1988) An introduction to marine
ecology, 2nd edn. Blackwell Scientific Publications, Oxford

Bayne BL, Hawkins AJS, Navarro E (1988) Feeding and
digestion in suspension-feeding bivalve molluscs: the
relevance of physiological compensations. Am Zool 28:
147–159

Bayne BL, Iglesias JIP, Hawkins AJS, Navarro E, Heral M,
Deslous-Paoli JM (1993) Feeding behaviour of the mussel,
Mytilus edulis: responses to variations in quantity and
organic content of the seston. J Mar Biol Assoc UK 73:
813–829

Beninger PG, Dufour SC (2000) Evolutionary trajectories of a
redundant feature: lessons from bivalve gill abfrontal cilia
and mucocyte distributions. Spec Publ Geol Soc Lond 177:
273–278

Beninger PG, Le Pennec M (1991) Functional anatomy of scal-
lops. In: Shumway SE (ed) Scallops: biology, ecology and
aquaculture. Developments in Aquaculture and Fisheries
Science 21. Elsevier, Amsterdam, p 133–223

Beninger PG, St-Jean SD (1997) Particle-processing on the
labial palps of Mytilus edulis and Placopecten magellani-
cus (Mollusca: Bivalvia). Mar Ecol Prog Ser 147:117–127

Beninger PG, Veniot A (1999) The oyster proves the rule:

mechanisms of pseudofeces transport and rejection on the
mantle of Crassostrea virginica and C. gigas. Mar Ecol
Prog Ser 190:179–188

Beninger PG, Le Pennec M, Salaün M (1988) New observa-
tions of the gills of Placopecten magellanicus (Mollusca:
Bivalvia), and implications for nutrition. I. General anatomy
and surface microanatomy. Mar Biol 98:61–70

Beninger PG, Ward JE, MacDonald BA, Thompson RJ (1992)
Gill function and particle transport in Placopecten magel-
lanicus (Mollusca: Bivalvia) as revealed using video endo-
scopy. Mar Biol 114:281–288

Beninger PG, Potter TM, St-Jean SD (1995) Paddle cilia fixa-
tion artefacts in pallial organs of adult Mytilus edulis and
Placopecten magellanicus (Mollusca, Bivalvia). Can J Zool
73:610–614

Beninger PG, Dufour SC, Bourque J (1997) Particle-processing
mechanisms of the eulamellibranch bivalves Spisula soli-
dissima and Mya arenaria. Mar Ecol Prog Ser 150:157–169

Buley HM (1936) Consumption of diatoms and dinoflagellates
by the mussel. Bull Scripps Inst Oceanogr Univ Calif 4:16–27

Cloern JE (1982) Does the benthos control phytoplankton bio-
mass in South San Francisco Bay? Mar Ecol Prog Ser 9:
191–202

Cognie B, Barillé L, Massé G, Beninger PG (2003) Selection
and processing of large suspended algae in the oyster
Crassostrea gigas. Mar Ecol Prog Ser 250:145–152

Cranford PJ, Hill PS (1999) Seasonal variation in food utiliza-
tion by the suspension-feeding bivalve molluscs Mytilus
edulis and Placopecten magellanicus. Mar Ecol Prog Ser
190:223–239

Dakin WJ (1909) Pecten. Liverp Mar Biol Comm Mem Typ Br
Mar Anim Plants 17

Davenport J, Smith RJJW, Packer M (2000) Mussels Mytilus
edulis: significant consumers and destroyers of mesozoo-
plankton. Mar Ecol Prog Ser 198:131–137

Davis RL, Marshall N (1961) The feeding of the bay scallop,
Aequipecten irradians. Proc Natl Shellfish Assoc 52:25–29

Foster-Smith RL (1978) The function of the pallial organs of
bivalves in controlling ingestion. J Molluscan Stud 44:
83–99

Gili JM, Coma R (1998) Benthic suspension feeders: their
paramount role in littoral marine food webs. Trends Ecol
Evol 13:316–321

Gosling E (2003) Bivalve molluscs: biology, ecology, and cul-
ture. Chapter 4. How bivalves feed. Blackwell Scientific
Publications, Oxford, p 87–130

Guillard RRL (1982) Culture of phytoplankton for feeding
marine invertebrates. In: Smith WL, Chanley MH (eds)
Culture of marine invertebrate animals. Plenum Press,
New York, p 108–132

Hily C (1991) Is the activity of benthic suspension feeders a
factor controlling water quality in the Bay of Brest? Mar
Ecol Prog Ser 69:179–188

Jørgensen CB (1990) Bivalve filter feeding: hydrodynamics,
bioenergetics, physiology and ecology. Olsen & Olsen,
Fredensborg

Kiørboe T, Møhlenberg F (1981) Particle selection in suspen-
sion-feeding bivalves. Mar Ecol Prog Ser 5:291–296

Lakshminaryana JSS (1983) Phytoplankton of the Quoddy
region. Can Spec Publ Fish Aquat Sci 64:176–192

Lefebvre S, Barillé L, Clerc M (2000) Pacific oyster (Cras-
sostrea gigas) feeding responses to a fish-farm effluent.
Aquaculture 187:185–198

Lehane C, Davenport J (2002) Ingestion of mesozooplankton
by three species of bivalve; Mytilus edulis, Ceratoderma
edule and Aequipecten opercularis. J Mar Biol Assoc UK
82:615–619

172



Beninger et al.: Particle selection in Pecten

Le Pennec M, Beninger PG, Herry A (1988) New observations
of the gills of Placopecten magellanicus (Mollusca: Bi-
valvia), and implications for nutrition. II. Internal anatomy
and microanatomy. Mar Biol 98:229–237

Levinton JS (1982) Marine ecology. Prentice-Hall, Englewood
Cliffs, NJ

MacDonald BA, Ward JE (1994) Variation in food quality and
particle selectivity in the sea scallop Placopecten magel-
lanicus (Mollusca: Bivalvia). Mar Ecol Prog Ser 108:251–264

MacDonald BA, Ward JE, McKenzie CH (1995) Exfoliation of
epithelial-cells from the pallial organs of the sea scallop, Pla-
copecten magellanicus. J Exp Mar Biol Ecol 191:151–165

Møhlenberg F, Riisgård HU (1978) Efficiency of particle
retention in 13 species of suspension feeding bivalves.
Ophelia 17:239–246

Navarro JM, Widdows J (1997) Feeding physiology of Ceras-
toderma edule in response to a wide range of seston
concentrations. Mar Ecol Prog Ser 152:175–186

Newell RIE, Jordan SJ (1983) Preferential ingestion of organic
material by the American oyster Crassostrea virginica.
Mar Ecol Prog Ser 13:47–53

Officer CB, Smayda TJ, Mann R (1982) Benthic filter feeding:
a natural eutrophication control. Mar Ecol Prog Ser 9:
203–210

Potter TM, MacDonald BA, Ward JE (1997) Exfoliation of
epithelial cells by the scallop Placopecten magellanicus:
seasonal variation and the effects of elevated water tem-
peratures. Mar Biol 127:463–472

Riisgård HU (1988) Efficiency of particle retention and filtra-
tion rate in 6 species of northeast American bivalves. Mar
Ecol Prog Ser 45:217–223

Riisgård HU (2001) On measurement of filtration rates in
bivalves—the stony road to reliable data: review and
interpretation. Mar Ecol Prog Ser 211:275–291

Riisgård HU, Larsen PS (2000) Comparative ecophysiology of
active zoobenthic filter feeding, essence of current knowl-
edge. J Sea Res 44:169–193

Riisgård HU, Larsen PS (2001) Ciliary filter feeding and bio-
fluid mechanics—present understanding and unsolved
problems. Limnol Oceanogr 46:882–891

Rincé Y (1993) Les diatomées marines de la région de Basse-

Loire: inventaire, distribution spatio-temporelle et devenir
expérimental des peuplements naturels d’écosystèmes
ostréicoles. Doctorat d’état thesis, University of Nantes

Shumway SE, Cucci TL, Newell RC, Yentsch CM (1985) Par-
ticle selection, ingestion, and absorption in filter-feeding
bivalves. J Exp Mar Biol Ecol 91:77–92

Shumway SE, Selvin R, Schick DF (1987) Food resources
related to habitat in the scallop Placopecten magellanicus
(Gmelin, 1791): a qualitative study. J Shellfish Res 6:89–95

Silverman H, Lynn JW, Beninger PG, Dietz TH (1999) The
role of latero-frontal cirri in particle capture by the gills of
Mytilus edulis. Biol Bull (Woods Hole) 197:368–376

Sokal RR, Rohlf FJ (1995) Biometry, 3rd edn. WH Freeman,
New York

Soto D, Mena G (1999) Filter feeding by the freshwater mus-
sel, Diplodon chilensis, as a biocontrol of salmon farming
eutrophication. Aquaculture 171:65–81

Utermöhl H (1958) Zur Vervollkommnung der quantitativen
Phytoplankton-Methodik. Int Ver Theor Angew Limnol
Verh 9:1–38

Waller TR (1991) Evolutionary relationships among commer-
cial scallops (Mollusca: Bivalvia: Pectinidae). Dev Aquac
Fish Sci 21:1–73

Ward JE, MacDonald BA, Thompson RJ, Beninger PG (1993)
Mechanisms of suspension feeding in bivalves: resolution
of current controversies by means of endoscopy. Limnol
Oceanogr 38:265–272

Ward JE, Newell RIE, Thompson RJ, MacDonald BA (1994) In
vivo studies of suspension-feeding processes in the eastern
oyster, Crassostrea virginica (Gmelin). Biol Bull (Woods
Hole) 186:221–240

Ward JE, Sanford LP, Newell RIE, Mac Donald BA (1998a) A
new explanation of particle capture in suspension-feeding
bivalve molluscs. Limnol Oceanogr 43:741–752

Ward JE, Levinton JS, Shumway SE, Cucci T (1998b) Particle
sorting in bivalves: in vivo determination of the pallial
organs of selection. Mar Biol 131:283–292

Yahel G, Sharp GH, Marie D, Genin A (2003) In situ feeding
and element removal in the symbiont-bearing sponge
Theonella swinhoei: bulk DOC is the major source for
carbon. Limnol Oceanogr 48:141–149

173

Editorial responsibility: Otto Kinne (Editor), 
Oldendorf/Luhe, Germany

Submitted: April 24, 2003; Accepted: March 16, 2004
Proofs received from author(s): June 29, 2004


