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ABSTRACT: Coasts subjected to upwelling are very ad-
vective environments where zooplanktonic organisms face
forcible removal from the system. Partition of time be-
tween a surface layer, which is under the direct influence
ofthe wind, and a deeper layer, dominated by the compen-
sation counterflow, has been proposed as a mechanism
that could enhance retention over the shelf. We used a
3-dimensional numerical model to examine the hypothesis
that diel vertical migration (DVM) is able to retain larvae
of the littoral crab Carcinus maenas over the shelf of
the northwestern Iberian upwelling system. Simulations
contrasted 2 different wind regimes typical of winter (non-
upwelling) and spring (upwelling), and 4 scenarios of ver-
tical distribution: 2 with nocturnal DVM and 2 without
DVM. Larvae were simulated as particles released in the
model during neap tides at semilunar intervals, to simulate
the hatching behaviour of the species, and were followed
for 5 wk, which approximates the average larval devel-
opment time of the species. The particles from the different
migration scenarios showed very different responses to
wind forcing. Particles without DVM were more sensitive
to wind-driven surface currents and were often advected
seaward of the shelf break, even during winter when up-
welling events were less frequent and of short duration.
Particles with DVM were consistently distributed over the
shelf, and were very frequently found in the inner shelfre-
gion during upwelling. This was accomplished by a larger
proportion of time spent in the onshore underflow, which
dragged the particles shorewards, than at the surface. The
results of the simulations show that, for larvae of littoral
species exhibiting DVM over a large expanse of the water
column, upwelling may actually be a mechanism that
enhances retention over the shelf.
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Crab larvae perform vertical migrations in synchrony with the
day cycle. During upwelling events, they migrate between a
surface water layer with a seaward flow and a deeper layer
with a landward flow. A modelling study indicates that this
behavior enhances retention in nearshore waters, increas-
ing the likelihood of onshore and up-estuary transport by a
variety of bio-physical processes.

Illustration by Henrique Queiroga

INTRODUCTION

Temperate coasts subjected to upwelling are very
productive systems where mero- and holoplanktonic
organisms find abundant food and moderate tempera-
These
systems are also very advective environments, where

tures that favour growth and reproduction.

planktonic organisms face a particular problem: how
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can they avoid being swept out of the system by the
prevailing seaward circulation at the surface? Several
purely physical processes can explain the retention of
Zooplankton in shelf waters, like the action of eddies
(Chiswell & Booth 1999, Nishimoto & W ashburn 2002),
taylor columns (Kloppmann et al. 2001), frontal zones
(Werner et al. 1996), and Ekman convergence/diver-
gence (Lee et al. 1992, Freeland 1994). Vertical dis-
placement, either in the form of diel migrations or
ontogenetic migrations, has been cited as a behavioural
mechanism that improves retention of Zooplankton in
upwelling systems (Peterson 1998). During upwelling
the surface waters move offshore due to Ekman trans-
port, while a compensating onshore flow develops in
deeper waters. Therefore, any behaviour of planktonic
organisms that partitions time between the surface and
the deeper layers reduces seaward advection and
wastage from the system. The existence of behavioural
mechanisms of this kind would constitute a selective
advantage for these organisms. The purely physical
mechanisms identified above depend to a great extent
on local topographic conditions, whereas some kind of
vertical migration would provide a general mechanism
to increase retention on shelf waters independently of
local topographic singularities.

In this study we used a modelling approach to test
the hypothesis that diel vertical migration (DVM)
may constitute a mechanism for retention of larvae
of littoral invertebrate species in the northwest Iberian
upwelling system. Our model was a 3-dimensional
numerical model of the circulation in the region, and
was forced by air-ocean bulk fluxes. Particles that
were introduced into this model simulated several
traits of the larval phase of the portunid crab Carcinus
maenas. Nocturnal DVM is a widespread behaviour in
larvae of decapod crustaceans, and these larvae have
swimming abilities that allow them to cross vertical
distances in the order of several 10s of m during the
course of the migrations (reviewed by Queiroga &
Blanton 2004). The extent of the vertical distribution
is also known to change during larval ontogeny, and
in some cases the last stage is mostly neustonic
(e.g. Zeldis &Jillett 1982, Shanks 1986, 1995). In order
to account for uncertainties concerning the vertical
migration behaviour of C. maenas larvae, several ver-
tical migration scenarios were imposed on the parti-
cles. Moreover, series of runs were performed using
wind time series typical of non-upwelling and up-
welling regimes, in order to contrast the outcome of the
different migration scenarios between different wind-
forcing conditions.

The Portuguese coast extends approximately south-
north along the longitude 9°W and has no significant
irregularities in the northern region. The shelf width is
about 40 km and the slope is steep (Fig. 1). The region

of study was the shelf adjacent to the estuary of the Ria
de Aveiro, northwest Portugal. Ria de Aveiro is a shal-
low lagoon that harbours a commercially important
population of Carcinus maenas. It is located in the
middle of a sandy coast with a single narrow inlet of
400 m width that connects to the sea. Tidal heights in
the northern Iberian Peninsula coastal region are dom-
inated by the semi-diurnal tidal components M2 and
S2, which give rise to clear spring-neap cycles modu-
lated by other constituents. Tidal amplitude varies
between 0.5 and 1 m during neap tides, and 1 m and
2 m during spring tides at the Ria de Aveiro inlet. The
wind regime along the Portuguese coast is dependent
on the dynamics of the Azores anticyclone, whose cen-
tre migrates from 27°N in the winter to 33°N in the
summer (Fiuza et al. 1982). This condition originates
weak westerly winds during the winter and northerly
winds during the spring and summer. Due to the south-
north orientation of the Portuguese coast, the northerly
winds give rise to upwelling (Wooster et al. 1976, Peliz
et al. 2002). Based on observed winds, Huthnance et al.
(2002) have computed upwelling indices for the west
Iberian coast that show average positive values from
March to September, with higher values from June to
August. Even though these calculations have shown
that the variability of northerly winds outside the
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period June to August is large, the data indicate that
winds that favour upwelling are a recurrent feature of
the Portuguese coastal ocean during a protracted
period of the year.

Our model species was the littoral portunid crab
Carcinus maenas. This is the most common crab in
northwest Iberia and in coastal waters of the Palaeartic
Atlantic, and it forms large populations in estuaries
and rocky shores throughout a native range that
extends from Norway and Iceland to Mauritania
(d'Udekem d'Acoz 1999). This species had become a
global invader during the last century, having estab-
lished successful populations in the east and west
coasts of the USA (Almaca 1962), South Africa (Le
Roux et al. 1990), and Australia (Thresher et al. 2003).
The life cycle of C. maenas includes a larval phase
composed of 4 zoeal and 1 megalopa planktotrophic
stages (Rice & Ingle 1975). The megalopa is the stage
that accomplishes the transition between the plank-
tonic and the benthic phases. Hatching of larvae
occurs in estuaries or shallow bays, and first stage C.
maenas zoeae rapidly abandon the release areas and
spread into coastal shelf waters where they develop
through the next zoeal stages and the megalopa. The
megalopa must then find appropriate littoral habitats
for settlement, metamorphosis and successful juvenile
development.

The mechanisms by which Carcinus maenas leave
and reenter the estuaries in northwest Iberia have
been studied in recent years, and were found to be
associated mainly with environmental processes that
occur at tidal, diel, and semi-lunar periodicities. In
northwest Portugal larval release occurs during night
ebb tides. This combination of phase of tide and phase
of day takes place during neap tides following the
quarter moons, and thus has a semi-lunar periodicity.
A rapid export of the first zoea to shelf waters then fol-
lows immediately (Queiroga et al. 1997, Pereira et al.
2000). Once in shelf waters, development up to the
megalopa stage takes about 4 to 6 wk depending on
water temperature (Darwirs 1985, Mohamedeen &
Hartnoll 1989). The migration from shelf waters to the
estuarine habitat is thought to occur in 2 steps: (1) the
shoreward transport (Shanks 1995, Queiroga & Blan-
ton 2004), and (2) passage through the estuarine inlet
and upstream transport until an appropriate settlement
environment is found. The mechanisms responsible for
step (1) are not clear, but supply of megalopae to estu-
aries in northern Portugal has been related to episodes
of relaxation/inversion of northerly winds (Almeida &
Queiroga 2003, Queiroga 2003, Queiroga et al. 2006,
this volume). Step (2) is accomplished by selective tidal
stream transport that takes place during night flood
tides (Queiroga 1998, Forward & Tankersley 2001).
The vertical migration behaviour of C. maenas larvae

over the shelf is not clearly described, but megalopae
of this species are known to migrate to the neuston
layer during the night in the British Isles (Zeng &
Naylor 1996). Moreover, a recent literature review
(Queiroga & Blanton 2004) indicated that nocturnal
DVM is a very common behaviour in crustacean
decapod larvae in shelf waters.

The objective of this work was to investigate the con-
sequences of active DVM under different wind forcing
conditions for the retention and recruitment of larvae
in regions without prominent coastal or bathymetric
features. The absence of topographic singularities
excludes aprioriretention of larvae caused by possible
stable and persistent circulations related to topogra-
phy. Given the life-cycle characteristics of the species,
the available knowledge on critical aspects of its larval
biology, and its widespread occurrence, we believe
Carcinus maenas provides a good model to test
the retention hypothesis, and that the results of the
present work may be important to elucidate aspects of
recruitment processes of littoral invertebrates in
coastal upwelling areas.

METHODS

Model setup. The influence of the pattern of vertical
distribution of larvae on their dispersion and retention
over the shelf was studied with a 3-dimensional
hydrodynamical model that simulated the shelf water
dynamics with realistic forcings and stratification. The
domain of the model spanned from 37.6 to 44.3° N and
12.8 to 8.4°W, which corresponded to 360 km in the
longitudinal and 740 km in the latitudinal directions
(Fig. 1). The model used was the Regional Ocean Mod-
eling System (ROMS) (Haidvogel et al. 2000) and it
was forced by wind and heat fluxes from the National
Centers for Environmental Prediction (NCEP) reanaly-
sis database, which were interpolated for the simula-
tion grid.

Useful prediction of oceanographic circulation and
advection based on the use of numerical models
depend on a proper validation of the models. The
model used in this study was validated by comparing
observations, obtained during the 'ProRecruit' project
cruise conducted over the shelf in front of Ria de
Aveiro during May 2002, with model simulations for
the same period (M. Marta-Almeida unpubl. data).
Fig. 2 shows a typical result obtained when current
measurements made at 35 m, off the Ria de Aveiro,
were compared with model simulations. The simulated
instantaneous velocities have a lower variance than
the observed values, both for the zonal (across-shore)
and longitudinal (along-shore) components. This re-
sults from the fact that NCEP winds do not represent
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real winds with high accuracy in the studied region, as
revealed by comparison with data from coastal meteo-
rological stations: observed winds have systematic
higher values than NCEP winds. However, simulated
residual currents at weekly and longer time scales
were similar to the observations. Therefore, the model
appeared to realistically reproduce transport inte-
grated over the time scales of larval development.
Two simulations were performed, one for the late
winter and the other for the spring, covering the
months of February to April and April to June 2002,
respectively. These periods were chosen because
they show contrasting wind regimes between non-
upwelling and upwelling season. Fig. 3 shows the
wind for the winter and spring simulations at the
release location, off the Ria de Aveiro. The wind was
more variable in winter than in spring. In February it
was southerly during the 1st week and northerly until
25 February. There was 1 episode of northerly wind
between 4 and 10 March, and then southerly wind per-
sisted until 23 March. During the rest of the month the
wind was weaker and more variable, but originated
mainly from the north. In contrast with this situation,

24 1-May - 22
me

Fig. 2. (A) Wind and (BfC) simulated (thick lines) and observed (thin
lines) currents at the 'ProRecruit' project mooring site off the Ria de
Aveiro. In (A) positive values on the 7-axis refer to southerly wind.
(B) Across-shelf and (C) along-shore currents are shown at 35 m depth

29 1-June

the wind during the spring simulation was almost
always northerly with a westerly component. The
exceptions were between 4 and 10 April and between
12 and 24 May. The southerly wind during these
periods was weaker than the average northerly wind
during the rest of the spring simulation. The north-
westerly wind during the months of April and May is
typical of the Portuguese west coast in spring and
summer, and drives coastal upwelling in this region.

Tidal forcing was not used in the present study, but
preliminary simulations including tides and vertical
migration were carried out in order to inspect the sen-
sitivity of the model to interactions between DVM and
tidal currents. The results of those simulations showed
that significant net horizontal transport was not ob-
served. Hill (1991a,b, 1995) described a series of situa-
tions where planktonic organisms migrating vertically
in the water column on a background of tidal currents
would experience considerable horizontal transport,
provided that the period of migration is a multiple, or
close to a multiple, of the tidal period. Since there is
no evidence to suspect that Carcinus maenas larvae
would retain a migration behaviour synchronised with
the lunar semi-diurnal tide in shelf waters,
horizontal transport by the M2tide (lunar semi-
diurnal, period of 12.42 h) would not be
expected. The 24 h period of the diel migration
would interact with the S2 tide (solar semi-
diurnal, period of 12.00 h). However, in the
area of study, this constituent is of minor impor-
tance relative to the principal lunar M2. A sys-
tematic interaction between tidal currents and
vertical migration is expected in places where
tides are the main driving mechanism; this con-
trasts with the shelf region of northern Portu-
gal, where wind appears to be the main ocean
forcing mechanism (Vitorino et al. 2002, Peliz
et al. 2003).

Simulation of larvae behaviours. Larvae
were simulated by inserting drifters in the
model. The drifters had lagrangean movement
in the horizontal, i.e. they had a passive behav-
iour in terms of horizontal transport. In order
to examine the influence of vertical migration
pattern on dispersal, 4 patterns of distribution
were implemented. These were chosen in order
to contrast 2 scenarios with active DVM with 2
scenarios without vertical migration. The pat-
terns of vertical movement and the number of
particles released each day were as follows. A
set of 500 particles was dropped at the surface
and constrained to remain there. Another set of
500 particles was released with a uniform dis-
tribution between the surface and the bottom
and left to vary vertical position according to
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Wind (m s" Wind (ms 1)

Fig. 3. Wind near Ria de Aveiro during (A) winter (February to March) and (B)
spring (April to May) simulation periods. Vertical rectangles: 3 release days within
each neap tide period; dotted lines: 5 wk after each release

the vertical velocities in the model. In a
third set of 500 particles, nocturnal ver-
tical migration was imposed by forcing
them to migrate daily between a sur-
face and bottom layer, which were arbi-
trarily set with thicknesses of 5 m and
10 m, respectively. Finally, 1000 parti-
cles were released with a more complex
pattern of nocturnal vertical migration
between an upper and lower layer,
which is detailed in Fig. 4. In order to
force this pattern, the water column
was divided into 6 levels. The surface
and the bottom levels were always 5 m
and 10 m thick, respectively. The inter-
mediate levels were equal but their
thickness depended on the total depth.
During the day, 80% of the drifters
were in the bottom level and 10 % were
in each of the next 2 levels. During the
night, half of the particles in the bottom
level (i.e. 40% of the total number)
remained there. The other 40% plus
the 20% in the 2 levels above the bot-
tom layer moved upwards, reaching a
final distribution with 10% in each
intermediate level and 20% in the sur-
face level. This last scheme was based
on recent observations on the vertical
distribution of decapod larval stages
made during a cruise conducted in
coastal waters off the Ria de Aveiro (A.
dos Santos unpubl. data). These obser-
vations described a very clear nocturnal
upward migration of crab larvae during
the night that extended along much ofa
water column of height 60 m, and is
consistent with swimming velocities of
decapod zoaea and megalopae in the
order of 1 cm s-1 (Chia et al. 1984).

In the 2 scenarios with vertical mi-
gration, the particles remained in the
deeper levels between 06:00 h and
20:00 h. Then they began the upward
movement reaching the shallower lev-
els at 22:00 h, where they remained
until 04:00 h. At this moment they
started a downward movement at a rate
that took them back to the deeper
levels by 06:00 h (Fig. 5). To facilitate
further reference, the 4 migration sce-
narios were coded NS for no migration
and surface distribution, NU for no
migration and uniform distribution, SB
for nocturnal DVM between surface
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Fig. 4. Vertical distribution of particles in the nocturnal
DVM scenario between surface and bottom layers

and bottom, and UL fornocturnal DVM between upper
and lower layers.

Initiation of the particles in the model was pro-
grammed to simulate the hatching pattern of Carcinus
maenas. Larval hatching takes place during nocturnal
neap ebb tides which recur in the Portuguese coast
with a basic semi-lunar periodicity (see 'Introduction').
Therefore, drifters were released into the model for 3
consecutive days around the lowest amplitude tide,
during 3 consecutive neap tide periods (Fig. 6). All
drifters were released at 00:00 h. Tables 1 & 2 sum-
marise the drifters' release date and the number of
drifters used per release day. For the winter simulation
(February and March), the release days were 5 to 7
February (Ist neap tide), 20 to 22 February (2nd neap
tide), and 6 to 8 March (3rd neap tide). The release
days in the spring simulation were 5 to 7 April (Ist

surface

shallower layer (6 h)

(deeper layer (14 h)
bottom

202224  etime (h)

Fig. 5. Timing of vertical movements imposed in scenarios
with DVM between surface and bottom (SB) and with DVM
between upper and lower layers (UL). Actual depth of shal-
lower and deeper layers dependent on migration scenario

neap tide), 20 to 22 April (2nd neap tide), and 6 to 8
May (3rd neap tide). By releasing larvae at several
consecutive neap tides, we hoped to explore possible
responses of the larval pool to different wind regimes
at the time of initial appearance of larvae on the shelf.
The particles were released in random positions inside
a circle of radius 5 km near the Ria de Aveiro inlet
(Fig. 1). This is considered to be a good approximation
of the estuarine plume and, therefore, of the larval dis-
tribution immediately after they left the estuary (car-
ried by the ebb current). The number of particles used
in each ofthe 2 simulations was 2500 d_1,during 3 days
per neap tide period, for 3 neap tides, which summed
to a total of 45 000 analysed drifters' trajectories.
Analysis of dispersal patterns. The analysis of the
results was based on 4 descriptors: (1) the cross-shelf
distribution of the particles, (2) the percentage of the
particles on the inner shelf, (3) the latitudinal distribu-
tion of the particles over the inner shelf, and (4) the dis-
persion pattern of the particles. The cross-shelf distrib-
ution of particles was calculated until the end of the
5th week, at weekly intervals starting 1 wk after the
release (using the 2nd day of release as a reference).
The period of 5 wk was chosen because it corresponds
to the average development time of Carcinus maenas
larvae in the temperature range usually found in
Portuguese coastal waters during winter and spring
(Darwirs 1985, Mohamedeen & Hartnoll 1989). The
percentage of particles on the inner shelf was calcu-
lated weekly as the proportion of those within 5 km
from the coast, and was chosen in order to obtain a
measure of the size of the larval pool available for
recruitment to littoral habitats. The latitudinal distri-
bution of these particles was also calculated at weekly
intervals. With the aim of measuring the dispersion
pattern of the particles, the region of the model was

Table 1. Date of particle release for winter and spring

simulation
Neap tide W inter Spring
st 5to 7 February 4 to 6 April
2nd 20 to 22 February 19 to 21 April
3rd 6to 8 March 3 to 5 May

Table 2. Vertical migration scenarios imposed on particles,
and the number of particles released d_1

Drifters d 1 Migration scenario

500 None, surface (NS)

500 None, uniform (NU)

500 Surface o bottom (SB)
1000 Upper layer o lower layer (UL)
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Fig. 6. Tidal amplitude near Ria de Aveiro inlet during (A) winter (February to March) and (B) spring (April to May) simulation
periods. Vertical lines: 3 release days within each neap tide period

divided into 100 x 200 boxes (longitudinally x latitudi-
nally) of equal size, and the variance of the resulting
matrix of the number of particles was calculated. Since
the total number of drifters does not change with
time and the boxes were of equal size, the variance

(Gij-7Af/b (in ind.2)is a measure of the particles'
horizontal dispersion. Because this variance depended
on the total number of particles and the UL migration
scenario used twice as many larvae as other scenarios,
the variance was normalised by (N/b)2(b-1), which is
the maximum variance when all particles are inside
(0-nf/b +(N-n)2/b. In these
formulae, b is the number of boxes used, n; is the

a single box, i.e.

number of particles in box i, N is the total number of
drifters, and 0 is the average number of drifters per
box, N/b. Therefore, high values of the normalised
variance corresponded to higher aggregations. The
calculation of the variance was performed after the 3rd
day ofrelease, every day, until the end of the 5th week,
separately for each of the 4 migration scenarios and for
each of the 3 release periods. Mortality of the larvae
was set to 0.

RESULTS

Movements of the particles depended on the interac-
tion between their vertical position in the water col-

umn and the forcing factors. Since observed winds
were the main driving force of the circulation, it was
expected that trajectories of the particles depended on
the migration scenario and on the day of release into
the model domain.

Fig. 7 shows the normalised variance of the particles
for all migration scenarios and for the 3 release periods
in the winter and spring simulations. Figs. 8 to 13 show
the longitudinal distribution of the particles in the inner
shelf, expressed as the percentage of particles at a dis-
tance less than 5 km from the coast (Figs. 8A to 13A),
and the cross shelf distribution of the particles (Figs. 8B
to 13B), calculated at weekly intervals, for the 3 re-
lease periods in the winter (Figs. 8 to 10) and spring
(Figs. 11 to 13) simulations. To facilitate analysis and
cross-referencing, all these figures are organised into
matrices where rows correspond to the 4 migration
scenarios.

Winter simulation

The normalised variance of the NS scenario in winter
showed large fluctuations over time, in contrast to the
(Fig. 7). As is
shown below, large variances in the NS scenario were

other 3 vertical migration scenarios

always associated with situations when particles hit
the coast and remained concentrated there. In the NU,
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SB and UL scenarios, the variance decreased over 5 wk
for each of 3 release periods, to levels consistently
below 0.03 at the 5th week. Of these, the NU particles
showed the lowest variance.

For all scenarios, the particles released in the first
neap tide of the winter simulation moved southwards
and offshore (Fig. 8) on to the middle shelf. Most of the
net displacement took place during the first 3 wk, cor-
responding to a period of strong northeasterly wind
(Fig. 3). For all migration scenarios, retention in the
inner shelf was usually below 5% from the 4th week
onwards (Fig. 8A).

In the 2nd winter neap tide release (Fig. 9) there
were larger differences in the trajectory and dispersal
of the particles among the different larval migration
scenarios than in the first release. This was caused by
higher variability of the wind in the weeks after the
2nd release (Fig. 3), which led to different responses
of particles from different migration schemes. While
NS particles move southwards during the first 2 wk
and then northwards, all others particles were sub-
jected to very little southward transport before also
moving northward after the 2nd week (Fig. 9A). Two
maxima were found in the variance of particles in the
NS scenario (Fig. 7), one after the 1st week and
the other around the 4th week. These maxima were

Winter

2nd 3rd
NS
0.2

0.1

0.1
SB

0.2

0.1

0.1

01 2 3 4 50

caused by the interception of the northward trajectory
of the particles with the coast, southward (Ist maxi-
mum) and northward (2nd maximum) of the release
location (Fig. 9). In all other scenarios, particles moved
seawards with time until they reached the outer shelf
in the 5th week, with concentration maxima at 20 to
40 km from the coast (Fig. 9B). The contrast between
the NS and the other scenarios is evident when the
percentage of the particles in the inner shelf region is
compared (Fig. 9A). The values were over 60% for the
NS particles until the 4th week. The decrease to 0.1 %
in the 5th week was due to the onset of northerly and
easterly wind after the 4th week (Fig. 3). The percent-
age of particles in the inner shelf region was always
below 5% in all other scenarios.

The particles of the 3rd winter release (Fig. 10) were
subjected to strong southerly wind during the first
-2 wk, and then low and variable wind with an
easterly component around the 3rd week (Fig. 3). The
movement of the particles was thus basically north-
wards (Fig. 10A) and seawards to the middle and outer
shelf (Fig. 10B). A maximum in variance of the parti-
cles occurred 2 wk after release in the NS scenario
(Fig. 7) and was again caused by convergence at the
coast. While propagating northwards, the particles met
the coast to the right and remained concentrated there

Spring
st 2nd 3rd

Time (wk)

Fig. 7. Variance of particles during the first 5 wk after 3 releases in winter and spring. Migration scenarios—NS: none, surface;
NU: none, uniform; SB: surface o bottom; UL: upper layer o lower layer
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Fig. 8. Winter simulation, Ist release. (A) Latitudinal distribution and percentage (inset value) of particles within 5 km of the
coast, and (B) cross-shelf distribution oftotal number of particles. Five columns represent 1to 5wk afterrelease. (A) Release point
located at 0 km on y-axis; positive values are particles located north of inlet. (B) Coast located at 0 km on x-axis. Vertical line
at 43.1 km: average position of shelf break calculated over a 300 km stretch of shelf centred on release location. Migration
scenario—NS: none, surface; NU: none, uniform; SB: surface o bottom; UL: upper layer o lower layer
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due to a small westerly wind component. This was
shown by a peak in concentration near the coast in
Fig. 10B in Week 2 of this scenario. Particles other than
those in the NS scenario were spread over the shelf
with concentration maximum around the middle and
outer shelf (Fig. 10B). Except for the very high peak
in the percentage of NS particles in the inner shelf
region, caused by interception of particle trajectories
with the coast, the values were low and mostly below
2 % for the other scenarios after the 2nd week (Fig. 10A).

Spring simulation

In spring, the normalised variance of particles in the
SB and UL scenarios, both with DVM, usually re-
mained bound within intermediate levels from 0.05
and 0.15 over the 5 wk, for all 3 releases (Fig. 7). This
contrasted with the same scenarios in the winter simu-
lation, where variance decreased to lower values. It
also contrasted with the NS and NU scenarios, both in
winter and spring. In the NU scenario, similar to what
had occurred in the winter simulation, the variance
decreased to levels below 0.01. In the NS scenario the
pattern of change in variance with time differed across
the 3 releases, with intermediate and low values for the
Ist and 2nd release, and very high values of variance
in the 3rd. Again, the increase in the variance in the
NS scenario was associated with the interaction of the
shoreward flow with coastal topography.

A few days after the Ist spring release (Fig. 11) the
wind turned northerly (Fig. 3). Thereafter, a southward
and offshore transport was expected for the NS and NU
particles, as did actually occur. After the 3rd week the
NS particles were southward of the release point, had
moved off the shelf, and kept moving seaward with
little subsequent dispersal (Fig. 11B). The NU particles
were subjected to less offshore transport and were dis-
persed over the outer shelf and off the break by the 5th
week. This dispersal and offshore transport occurred
because the particles (originally with a uniform distrib-
ution between the surface and the bottom) became
more concentrated in layers close to the surface due to
the upwelling internal return current, which led to an
upward transport of the particles. The SB and UL parti-
cles also moved southward (Fig. 11A) but were not ad-
vected offshore by the upwelling currents. Instead, they
remained over the inner shelf throughout the 5 wk
period (Fig. 11B). Because of the migration schemes
imposed upon them, these SB and UL particles spent
more time in the lower layers of the water column,
where currents were onshore, than in the upper layers.
The particles followed an oscillatory trajectory: they
were transported offshore in the upper layers but on-
shore in the lower layers, despite weaker currents at

depth. Accordingly, the percentage of particles close to
shore was higher in the SB and UL scenarios than in the
other 2 scenarios, with proportions that reached over
70% after the 2nd week in the UL scenario (Fig. 11A).
After the 2nd release (Fig. 12) the particles were
subjected to wind conditions similar to those of the Ist
spring release (Fig. 3), and they behaved very similarly.
The main differences were related to (1) the northeast-
erly wind event at the end ofthe 2nd week and begin-
ning of the 3rd (1 to 4 May); and (2) the wind inversion
during the 4th and 5th weeks after the release that
brought the NS and NU particles—which had moved
offshore during the first 2 wk—back into a shoreward di-
rection (Fig. 12B), reaching the shelf break (NS particles)
and middle shelf (NU particles). The percentage of
particles in the inner shelf region was also similar to that
of the previous release, except for higher values for SB
particles that, now like the UL particles, were retained
close to the coast during most of the 5 wk (Fig. 12A).
The particles released in the 3rd neap tide (Fig. 13)
showed quite different behaviour from particles in the
Ist and 2nd releases. The wind was northerly during
the 1st, 4th and 5th weeks. After the middle of the
2nd week the wind had a strong westerly component.
Because of these events, particles never left the shelf.
The NS and NU particles were advected by the
upwelling currents only in the Ist week and moved
southwards (Fig. 13A) until they reached the middle
shelf (Fig. 13B). The southwesterly wind then carried
the particles onshore, and in the following weeks the
NS particles remained attached to the coast while the
NU particles dispersed over the inner and middle shelf.
The SB and UL particles behaved as in the previous
releases, remaining in the inner shelf during the entire
simulation period (Fig. 13B), and only exhibiting a
small degree of southward transport in comparison
with particles from the 1st and 2nd release (Fig. 13A).
The proportion of particles in the inner shelf region
was the highest of all releases in both winter and
spring simulations, and for all the migration scenarios
(Fig. 13A). However, this occurred not because the
particles returned to the region near the coast, but
because they never left that region at any time during
the simulation period. In the case of NU particles, vari-
ance values were very small (as expected) due to the
large degree of dispersion; for NS particles, variance
increased with time as a consequence of shoreward
movement and collision with the coast (Fig. 7).

DISCUSSION AND CONCLUSIONS

This study used 4 different vertical migration sce-
narios that were kept constant over the duration of
expected planktonic development of the larvae. This
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option was taken due to the lack of detailed informa-
tion that would be necessary to simulate ontogenetic
shifts in distribution of Carcinus maenas. However, this
is an unrealistic situation because in most cases behav-
ioural reactions of decapod larvae change throughout
larval ontogeny, leading to variations in the average
depth of distribution with age (Sulkin 1984, Queiroga
& Blanton 2004). Ontogenetic migrations are likely to
also affect advection patterns in this species, as sug-
gested for other invertebrate groups (Peterson 1998). A
second simplification of the model was that mortality
was set to 0. Estimates for decapods indicate that larval
mortality may often exceed 90% over the full plank-
tonic period (Morgan 1995). Based on data on abun-
dance of first and last stage larvae found inside the Ria
de Aveiro (Queiroga 1995), and assuming that larvae
that do not return to the estuary will die, it is possible
to estimate an overall mortality value of 99% for C.
maenas: first zoea produced inside the estuary were
100 times more abundant than the megalopae that
recruited into it. Little is known about how these high
mortality values are distributed among age classes of
larvae, or about the variability of mortality over space
(e.g. concentrations of predators might be higher closer
to the coast). Setting a constant mortality with time or
space was a simplification that would not change the
pattern of distribution, but only decrease the number
of drifters returning or retained close to the coast. In
our opinion, these imperfections in the model do not
impinge on the interpretation of the very clear and dis-
tinctive patterns of dispersal produced by the simula-
tions, which depended on the type of migration and on
its interaction with wind regimes.

The first pattern that emerged from the simulations
was that particles with DVM were retained to a greater
extent in the inner shelf region during upwelling than
in any other combination of migration scenario and
wind regime. This arose from the bottom Ekman coast-
ward current characteristic of the upwelling circula-
tion that contrasts with the downwelling regime
(Fig. 14). Both DVM scenarios (SB and UL) resulted in
a longer period of time spent in deeper layers than at
the surface, which agreed with observations made for
several species (Shanks 1986, Jamieson & Philips 1988,
Abelldo & Guerao 1999). Therefore, coastward advection
during the day overcompensated the surface offshore
transport during the night. A second pattern was that
dispersal was highest and retention lowest for particles
that were not subjected to DVM and released with an
uniform vertical distribution (NU). The lowest aggre-
gations resulted from particles at different levels being
subjected to different instantaneous currents, thereby
becoming separated from each other. In this scenario,
the size of the larval pool in the inner shelf region after
5 wk was typically below 4% independently of the

wind regime, while retention under the other scenarios
often rose above 50%. Surface particles (NS) generated
a third pattern. These particles were more sensitive to
the wind, and responded more quickly and extensively
to wind variations. In this scenario, aggregation near
the coast occurred both with non-upwelling and
upwelling regimes, and was associated with westerly
winds and the resulting convergence of the surface
layer with the coast.

The main conclusion of this study is that upwelling
conditions do not necessarily lead to offshore transport
of larvae. Upwelling can lead to the offshore transport
of larvae that do not display vertical migration behav-
iour and either remain at the surface or become pas-
sively redistributed throughout the water column by
the vertical component of the currents. However, deca-
pod larvae seldom, if ever, show these characteristics.
In fact, given that nocturnal DVM is the general condi-
tion exhibited by these organisms, it may be thatreten-
tion in the inner shelf region and recruitment to littoral
habitats is enhanced during the upwelling season. In
the coast of northwest Iberia, which lacks topographic
irregularities that may generate concentration and
retention areas, nocturnal migration may constitute an
important mechanism necessary to avoid seaward
dispersal of the larvae.

Two aspects of the biology of Carcinus maenas along
the Portuguese coast are consistent with the retention
of larvae in the inner shelf region due to DVM. A study
of the distribution of larvae off the Aveiro coast during
April (Queiroga 1996) showed that maximum abun-
dance of all larval stages was located over the middle
shelf, and that larvae were not collected beyond the
shelf break. The results of the simulations in this study
showed that scenarios without DVM resulted in parti-
cle distributions that often extended well beyond the
shelf break, in sharp contrast to scenarios with DVM

5Scm s-1 5Scm s-1

14-March i-May

-50
9°W 8.7°
Fig. 14. Vertical profile of velocity in front of Ria de Aveiro in-
let during 1 downwelling (left) and upwelling (right) event.
Currents averaged over inertial period on 14 March and
8 May, respectively
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(Figs. 8B to 13B). The other aspect is a temporal mis-
match between the initiation of larval production and
subsequent recruitment. Along the Portuguese coast,
large numbers of first zoeae of C. maenas can be found
from November to July (Gongalves 1991, Paula 1993,
Queiroga 1995, Sprung 2001), but major recruitment
events in estuaries only take place from April onwards
(Queiroga 1993, Sprung 2001, Almeida & Queiroga
2003). Larval development time cannot account for this
delay of several months between production of larvae
and recruitment, because C. maenas larvae take at
most 6 wk to develop from hatching to the megalopae
stage within temperatures commonly found in Portu-
gal during winter and early spring. This mismatch
between larval production and recruitment (Sprung
2001) could partly be explained if the onset of the
upwelling season aids in the retention of vertical
migrating crab larvae in shelf waters. Climatological
upwelling indices calculated for the Portuguese coast
(Huthnance et al. 2002) indicate that persistent up-
welling events may start as early as March to May, and
these could set the conditions for successful recruit-
ment of the species.

Several studies on recruitment of invertebrate larvae
in relation to upwelling/downwelling circulation (e.g.
Flores et al. 2002, Johnson et al. 1986, McConnaughey
et al. 1995, Wing et al. 1995) emphasized that the pat-
terns of dispersal depend on the nature of the interac-
tions between physical forcing and larval behaviours,
including those that affect the position of the larvae
along the water column. In a recent and timely
paper on vertical distribution and horizontal advec-
tion, Shanks & Brink (2005) demonstrate that slow-
swimming bivalve larvae (swimming velocities <0.1 cm
s ) may be retained in nearshore waters (<5 km from
the coast) despite upwelling and downwelling; they
proposed a conceptual model based on a depth-
keeping mechanism that may explain retention within
a narrow coastal strip. Despite differences in the
biological models (depth-keeping mechanism in slow-
swimming bivalve larvae; nocturnal DVM in strong-
swimming decapod larvae), the present study and the
study by Shanks & Brink indicate that larvae of littoral
invertebrates may be retained in inshore waters in an
environment dominated by strong upwelling and
downwelling currents. The existence of a pool of
larvae in nearshore waters increases the likelihood of
successful onshore and up-estuary transport by a vari-
ety of bio-physical mechanisms (e.g. Queiroga et al.
2006).

Our results regarding the scales of along-shore
transport may also be relevant to an understanding of
other aspects of the dynamics of Carcinus maenas
populations in the region. The west coast of northern
Iberia has several estuaries and rias separated by dis-

tances of 20 to 60 km, which all harbour populations of
the species. The along-shore distribution of the parti-
cles retained in the inner shelf region showed maxima
located predominantly to the north of the inlet of the
Ria de Aveiro in winter, and to the south in spring
(Figs. 8A to 13A). The direction of transport was con-
sistent with the winter and summer oceanographic
regimes in the region (Wooster et al. 1976, Mazé et al.
1997, Huthnance et al. 2002, Peliz et al. 2005). During
the simulated period, which lasted 5 consecutive
weeks, the maxima were typically located at distances
of 50 to 100 km from the release point. This radius of
dispersal is enough to account for the exchange of
larvae between adjacent systems, indicating that these
populations likely exchange individuals on a regular
basis.

Another result of this simulation study that is applic-
able to mechanisms of across-shore transport of larvae
is that onshore wind events were responsible for
downwind advection of neustonic larvae towards the
coast. Correlations between onshore winds and re-
cruitment have been found in several studies of inver-
tebrate larvae (e.g. Hawkins & Hartnoll 1982, Olmi
1995), and a recent study showed that surface drifters
are advected onshore by sea-breezes (Tapia et al.
2004). Since megalopae of decapods may occupy the
neuston layer for extended periods of time, these
larvae may use occasional or persistent onshore winds
for return to littoral habitats (Shanks 1995).

As in other modelling studies, the predicted patterns
of along- and across-shore dispersal are speculative
because of the uncertainties regarding (1) the ability of
the model to realistically represent the main aspects of
oceanography in the area, and (2) details of the behav-
iour of the larvae. However, the results of the model
assisted in the formulation of hypotheses that can be
experimentally addressed in the future. One hypothe-
sis is that the delay between production and recruit-
ment of larvae depends on the onset of the upwelling
season. The other is that there is a regular exchange
of larvae between adjacent populations of Carcinus
maenas along the west coast of northern Iberia. These
hypotheses can be tested using observational pro-
grams to monitor the supply of larvae into estuaries
and recruitment from winter to early summer, and with
the use of high resolution genetic markers that can
describe the genetic structure of populations along the
coast.

Acknowledgements. We thank Miguel Santos (Instituto Na-
cional de Investigagdo Agraria e das Pescas) for the current-
meter data used for validation of the model. Financial support
for this study, a component of the project 'ProRecruit - shelf
processes controlling recruitment to littoral populations in an
eastern oceanic boundary: using barnacles and crabs as
models (POCTI/1999/BSE/36663)', was supplied by Fundagéo



18 Mar Ecol Prog Ser 307: 1-19, 2006

para a Ciéncia e Tecnlogia (FCT). MMA was supported by a
FCT PhD grant (SFRH/BD/5439/2001). Financial support was
allocated by FCT under the Support Community Framework
III, Operational Programme Science, Technology and Innova-
tion. This study is a Portuguese contribution to GLOBEC.

LITERATURE CITED

Abelld P, Guerao G (1999) Temporal variability in the vertical
and mesoscale spatial distribution of crab megalopae
(Crustacea: Decapoda) in the Northwestern Mediter-
ranean. Estuar Coast Shelf Sei 49:129-139

Almaga C (1962) Sur la distribution géographique du gendre
Carcinus Leach (Crust. Dec. Brach.). Rev Fac Cienc Lisb
10:109-113

Almeida MJ, Queiroga H (2003) Physical forcing of onshore
transport of crab megalopae in the northern Portuguese
upwelling system. Estuar Coast Shelf Sei 57:1091-1102

Chia FS, Buckland-Nicks J, Young CM (1984) Locomotion
of marine invertebrate larvae: a review. Can J Zool 62:
1205-1222

Chiswell SM, Booth JD (1999) Rock lobster Jasus edwardsii
larval retention by the Wairarapa Eddy off New Zealand.
Mar Ecol Prog Ser 183:227-240

Darwirs RR (1985) Temperature and development of Carcinus
maenas (Decapoda) in the laboratory: prediction of larval
dynamics in the sea. Mar Ecol Prog Ser 24:297-302

d'Udekem d'Acoz C (1999) Inventaire et Distribution des
Crustacés Décapodes de I'Atlantique Nord-Oriental, de
la Méditerranée et des Eaux Continentales Adjacentes
au Nord de 25°N. Collection Patrimoine Naturelle 40,
Muséum National d'Histoire Naturelle, Paris

Fiuza A, Macedo M, Guerreiro M (1982) Climatological space
and time variation of the Portuguese coastal upwelling.
Oceanol Acta 5:31-40

Flores AAV, Cruz J, Paula J (2002) Temporal and spatial
patterns of settlement of brachyuran crab megalopae at
a rocky coast in central Portugal. Mar Ecol Prog Ser 229:
207-220

Forward RB Jr, Tankersley RA (2001) Selective tidal-stream
transport of marine animals. Oceanogr Mar Biol Annu Rev
39:305-353

Freeland H (1994) Ocean circulation at and near Cobb
Seamount. Deep-Sea Res Part 141:1715-1732

Gongalves F (1991) Zooplanctdn e ecologia larvar de crusta-
ceos decapodes no estuario do Rio Mondego. PhD thesis,
Universidade de Coimbra

Haidvogel DB, Arango H, Hedstrom K, Beckman A, Mala-
notte-Rizzoli P (2000) Model evaluation experiments in
the North Atlantic Basin: simulations in nonlinear terrain
following coordinates. Dyn Atmos Oceans 32:239-281

Hawkins SJ, Hartnoll RG (1982) Settlement patterns of Sem -
balanus balanoides (L.) in the Isle of Man (1977-1981).
J Exp Mar Biol Ecol 62:271-283

Hill AE (1991a) A mechanism for horizontal Zooplankton
transport by vertical migration in tidal currents. Mar Biol
111:485-492

Hill AE (1991b) Vertical migration in tidal currents. Mar Ecol
Prog Ser 75:39-54

Hill AE (1995) The kinematical principles governing horizon-
tal transport induced by vertical migrations in tidal flows.
J Mar Biol Assoc UK 75:3-13

Huthnance JM, Aken HMV, White M, Barton ED and 5 others
(2002) Ocean margin exchange—water flux estimates.
J Mar Syst 32:107-137

Jamieson GS, Philips AC (1988) Ocurrence of Cancer crab IC.

magister and C. oregonensisl megalopae off the west
coast of Vancouver Island, British Culumbia. Fish Bull 86:
525-542

Johnson DF, Botsford LW, Methot RD Jr, Wainwright TC
(1986) Wind stress and cycles in dungeness crab iCancer
magister) catch off California, Oregon, and Washington.
Can J Fish Aquat Sei 43:838-845

Kloppmann M, Mohn C, Bartsch J (2001) The distribution
of blue whiting eggs and larvae on Porcupine Bank in
relation to hydrography and currents. Fish Res 50:89-109

Lee TN, Rooth C, Williams E, McGowan M, Szmant AF,
Clarke ME (1992) Influence of Florida Current, gyres and
wind-driven circulation on transport of larvae and recruit-
ment in the Florida Keys coral reefs. Cont Shelf Res 12:
971-1002

Le Roux PJ, Branch GM, Joska MAP (1990) On the distribu-
tion, diet and possible impact of the invasive European
shore crab Carcinus maenas (L.) along the South African
coast. SAfrJ Mar Sei 9:85-92

Mazé JP, Arhan M, Mercier H (1997) Volume budget of the
eastern boundary layer off the Iberian Peninsula. Deep-
Sea Res Part 144:1543-1574

McConnaughey RA, Armstrong DA, Hickey BM (1995)
Dungeness crab ICancer magister) recruitment variability
and Ekman transport of larvae. ICES Mar Sei Symp 199:
167-174

Mohamedeen H, Hartnoll RG (1989) Larval and post-larval
growth of individually reared specimens of the common
shore crab Carcinus maenas (L.). ] Exp Mar Biol Ecol 134:
1-24

Morgan SG (1995) Life and death in the plankton: larval mor-
tality and adaptation. In: McEdward L (ed) Ecology of
marine invertebrate larvae. CRC Press, Boca Raton, FL,
p 279-321

Nishimoto MM, Washburn L (2002) Patterns of coastal eddy
circulation and abundance of pelagic juvenile fish in the
Santa Barbara Channel, California, USA. Mar Ecol Prog
Ser 241:183-199

Olmi EJ (1995) Ingress of blue crab megalopae in the York
River, Virginia, 1987-1989. Bull Mar Sei 57:753-780

Paula J (1993) Ecologia da fase larvar e recrutamento de
crustaceos decapodes no estuario do Rio Mira. PhD thesis,
Universidade de Lisboa

Peliz A, Rosa TL, Santos AMP, Pissarra JL (2002) Fronts, jets
and counter-flows in the Western Iberian upwelling
system. J Mar Syst 35:61-77

Peliz A, Dubert J, Haidvogel DB (2003) Subinertial response
of a density-driven eastern boundary poleward current to
wind forcing. J Phys Oceanogr 33:1633-1650

Peliz A, Dubert J, Santos MP, Oliveira PB, Cann BL (2005)
Winter upper ocean circulation in the Western Iberian
basin—fronts, eddies and poleward flows: an overview.
Deep-Sea Res Part 1 52:621-646

Pereira F, Pereira R, Queiroga H (2000) Flux of decapod larvae
and juveniles at a station in the lower Canal de Mira (Ria
de Aveiro, Portugal) during one lunar month. Invertebr
Reprod Dev 38:183-206

Peterson W (1998) Life cycle strategies of copepods in coastal
upwelling zones. J Mar Syst 15:313-326

Queiroga H (1993) An analysis of the size structure of Carci-
nus maenas (L) in canal de Mira (Ria de Aveiro, Portugal)
using the probability paper method. Bios 1:89-106

Queiroga H (1995) Processos de dispersdo e recrutamento
das larvas do caranguejo Carcinus maenas (L.) na Ria de
Aveiro. PhD thesis, Universidade de Aveiro

Queiroga H (1996) Distribution and drift of Carcinus maenas
(L.) (Decapoda, Portunidae) larvae over the continental



Marta-Almeida et al.: Diel vertical migration and retention of crab larvae 19

shelf off northern Portugal in April of 1991.J Plankton Res
18:1981-2000

Queiroga H (1998) Vertical migration and selective tidal stream
transport in the megalopa of the crab Carcinus maenas.
Hydrobiologia 375-376:137-149

Queiroga H (2003) Wind forcing of crab megalopae recruit-
ment to an estuary (Ria de Aveiro) in the northern Portu-
guese upwelling system. Invertebr Reprod Dev 43:47-54

Queiroga H, Blanton J (2004) Interactions between behavior
and physical forcing in the control of horizontal transport
of decapod crustacean larvae. Adv Mar Biol 47:107-214

Queiroga H, Costlow JD, Moreira MH (1997) Vertical migra-
tion of the crab Carcinus maenas first zoea in an estuary:
implications for tidal stream transport. Mar Ecol Prog Ser
149:121-132

Queiroga H, Almeida MJ, Alpuim T, Flores AAV and 5 others
(2006) Tide and wind control of megalopal supply to
estuarine crab populations on the Portuguese west coast.
Mar Ecol Prog Ser 307:21-36 (this volume)

Rice AL, Ingle RW (1975) The larval development of Carcinus
maenas (L) and C. mediterraneous Czerniavsky (Crus-
tacea, Brachyura, Portinudae) reared in the laboratory.
Bull Br Mus (Nat Hist) Zool 28:103-120

Shanks AL (1986) Vertical migration and cross-shelf dispersal
of larval Cancer spp. and Randallia ornata (Crustacea,
Brachyura) off the coast of southern California. Mar Biol
92:189-200

Shanks AL (1995) Mechanisms of cross-shelf dispersal of
larval invertebrates and fish. In: McEdward (ed) Ecology
of marine invertebrate larvae. CRC Press, Boca Raton, FL,
p 323-367

Shanks AL, Brink L (2005) Upwelling, downwelling, and
cross-shelf transport of bivalve larvae: test of a hypothesis.
Mar Ecol Prog Ser 302:1-12

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

Sprung M (2001) Larval abundance and recruitment of
Carcinus maenas L. close to its southern geographic
limit: a case of match and mismatch. Hydrobiologia 449:
153-158

Sulkin SD (1984) Behavioral basis of depth regulation in the
larvae of brachyuran crabs. Mar Ecol Prog Ser 15:181-205

Tapia FJ, Pineda J, Ocampo-Torres FJ, Fuchs HL, Parnell PE,
Montero P, Ramos S (2004) High-frequency observations
of wind-forced onshore transport at a coastal site in Baja
California. Cont Shelf Res 24:1573-1585

Thresher R, Proctor C, Ruiz G, Gurney R, MacKinnon C,
Walton W, Rodriguez L, Bax N (2003) Invasion dynamics of
the European shore crab, Carcinus maenas, in Australia.
Mar Biol 142:867-876

Vitorino J, Oliveira A, Jouanneau JM, Drago T (2002) Winter
dynamics on the northern Portuguese shelf. Part 1: physi-
cal processes. Prog Oceanogr 52(2-4):129-155

Werner FE, Perry RI, Lough RG, Naimie CE (1996) Tropho-
dynamic and advective influences on Georges Bank larval
cod and haddock. Deep-Sea Res Part 1I: 43:1793-1822

Wing SR, Botsford LW, Largier JL, Morgan L (1995) Spatial
structure of relaxation events and crab settlement in the
northern California upwelling system. Mar Ecol Prog Ser
128:199-211

Wooster WS, Bakun A, McLain DR (1976) The seasonal
upwelling cycle along the eastern boundary of the North
Atlantic. ] Mar Res 34:131-141

Zeldis JR, Jillett JB (1982) Aggregation of pelagic Munida
gregaria (Fabricius) (Decapoda, Anomura) by coastal
fronts and internal waves. J Plankton Res 4:839-857

Zeng C, Naylor E (1996) Occurrence in coastal waters and
endogenous tidal swimming rhythms of late megalopae of
the shore crab Carcinus maenas: implications for onshore
recruitment. Mar Ecol Prog Ser 136:69-79

Submitted: July 12, 2005: Accepted: September 16, 2005
Proofs received from author(s): December 12, 2005



