
181

Journal of the Royal Society of Western Australia, 94: 181–195, 2011

© Royal Society of Western Australia 2011

Natural variability of macro-zooplankton and larval fishes off the
Kimberley, north-western Australia: Preliminary findings

D Holliday 1, L E Beckley 1, E Weller 2 & A L Sutton 1

1 School of Environmental Science, Murdoch University,
90 South St, Murdoch, Western Australia 6150

� d.holliday@murdoch.edu.au
2 CSIRO Marine and Atmospheric Research, Private Bag 5,

Wembley, Western Australia 6913

Manuscript received November 2010; accepted January 2011

Abstract

During the austral autumn, spatial (regional cross-shelf) and temporal (tidal cycle and spring-
neap cycle) variability of macro-zooplankton and larval fishes off the Kimberley coast were
examined in conjunction with the physical oceanography. Though surface waters were isothermal
across the study area, strong stratification was evident and warm, high salinity surface waters
overlaid a cooler, less saline water mass. There was no evidence of frontal features over the shelf or
at the shelf break. Variability of macro-zooplankton, particularly krill and larval fishes, was defined
by significant cross-shelf structuring in relation to isobath; higher concentrations were recorded for
coastal waters, compared to shelf and oceanic waters. Pseudeuphausia latifrons was the dominant
krill species in shelf waters, whereas the more speciose oceanic assemblages were dominated by
species of the genus Stylocheiron. The greater diversity and concentrations of larvae of neritic
teleost families for assemblages at the 50 m isobath distinguished coastal waters from those further
offshore and within the more turbid waters of King Sound. Assemblages in proximity to the
Lacepede Islands were also taxonomically distinct. The occurrence of larvae of commercially
valuable teleost fishes, such as the Lutjanidae, Serranidae and Scombridae, in the study region is
an important consideration for environmental and fisheries management. This study provides a
baseline which can be used to evaluate anthropogenic disturbance to the Kimberley pelagic
ecosystem.
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Introduction

The Kimberley has one of the least studied marine
pelagic ecosystems off Australia and, in particular, the
zooplankton is poorly known. Existing zooplankton
studies for the region comprise those from Scott Reef
(McKinnon et al. 2003) and the southern north-west shelf
(NWS) (Wilson et al. 2003a; 2003b). A recent review of
larval fish studies off Western Australia highlighted the
absence of published work for the Kimberley region
(Beckley et al. 2009) though an early study by Young et al.
(1986) was completed off the southern NWS.

Game et al. (2009) noted the increasing exposure of
pelagic ecosystems to anthropogenic disturbances which
have the potential for significant negative impacts.
Zooplankton is integral in marine food webs (Richardson
2008), for example, as a food source for baleen whales
(Rennie et al. 2009) and whale sharks (Wilson &
Newbound 2001, Jarman & Wilson 2004). The planktonic
larval stage is crucial for reproductive success of many
marine organisms including those with conservation
significance such as corals and fishes which also have
high economic value. Thus, there is an urgent need to
understand the pelagic ecosystem of the Kimberley by
establishing the composition and natural variability of

the zooplankton component and the key physical
processes which drive this variability.

Planktonic communities are strongly influenced by
physical oceanography at a range of spatial and temporal
scales. In continental shelf systems around the world,
physical processes, such as internal waves, tidal mixing,
localised upwelling and wind-driven currents influence
the distribution of water masses and their associated
zooplankton (e.g. Botsford et al. 1994, Bradbury &
Snellgrove 2001, McKinnon et al. 2003, Mackas & Coyle
2005).

Circulation of waters off the NWS, including the
Kimberley, is understood to be a complex interaction
between tides, wind and regional forcing by large-scale
currents at the shelf break (Brink et al. 2007, Condie &
Andrewartha 2008). The strongest influence upon
circulation is by barotropic tides which are semi-diurnal
and characterised by a large spring tidal range of >10 m
(Holloway 1983; Cresswell & Badcock 2000; Condie &
Andrewartha 2008). Tidal forcing induces an
instantaneous response upon circulation and transport
(Condie & Andrewartha 2008) and the influence upon
zooplankton may be evident at temporal scales of hours
(tidal cycle) to weeks (spring-neap cycle). Longer term
transport over the inner and mid-shelf of the Kimberley
is mostly controlled by wind-driven Ekman transport
and there is a seasonal reversal in transport resulting
from the change from the summer monsoon to winter
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Figure 1. A) The survey area showing the location of sampling stations occupied off the Kimberley coast, north-western Australia, in
April 2010. The grey-shaded circles represent stations that were occupied for 2 hours while the black-shaded circles represent sampling
stations that were occupied for 12 hours over a full tidal cycle. Note: A and C represent the same transect that was surveyed during the
spring (transect A) and neap (transect C) tides. B) Tidal height data for Broome corresponding with the sampling period and indicating
when each transect was sampled.
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south-easterly trade winds (Condie & Andrewartha
2008).

The water column of the NWS is strongly stratified in
summer, characterised by a shallow mixed layer (~20 m)
resulting from intense solar heating of surface and near-
surface waters (Church & Craig 1998) while waters are
generally well mixed during winter (Holloway & Nye
1985). Coupled with steep bathymetry and very large
tidal amplitudes, the interaction of these features is
known to result in the generation of strong internal
waves at the shelf break (Van Gastel et al. 2009). It is
likely that these will exert strong influence upon
plankton occupying the shelf waters off the Kimberley.

This study presents the preliminary findings on the
natural variability of macro-zooplankton and larval
fishes in shelf and offshore waters of the Kimberley. It
was conducted as part of a multidisciplinary
investigation of physical forcing of productivity on the
Kimberley shelf. The aim is to contribute baseline
information on the zooplankton component of the pelagic
ecosystem of the Kimberley.

Methods

This study was conducted from the Marine National
Facility R.V. Southern Surveyor (voyage 03/2010) in the
austral autumn over a period of 3.5 weeks (14 April to 5
May 2010). Five cross-shelf transects off the Kimberley
coast which included waters in proximity to the offshore
atoll, Scott Reef, were surveyed (Fig. 1). Six sampling
stations were located along each transect at the 50 m
(coastal), 100 m (inner shelf), 200m (mid shelf), 500 m
(outer shelf) and 1000 m and 2000 m (oceanic) isobaths.
Transect lines A and C extended into King Sound adding
a coastal embayment endpoint to the cross-shelf gradient.
Sampling in proximity to the Lacepede Islands provided
a shoreward extension of transect D. The research voyage
encompassed a spring-neap cycle and transect A was
sampled (14 April; new moon) during the spring tide
and repeated a week later (transect C, 21 April; first
quarter moon) to coincide with the neap tide (Fig.1).

Sampling at the 2000 m, 500 m and 100 m stations and
within King Sound and in proximity to the Lacepede
Islands took approximately 2 hours and involved a single
CTD cast and replicate plankton tows using a bongo net.
To ascertain if there was net change in zooplankton
between subsequent tides, the 1000 m, 200 m and 50 m
stations were sampled at the start and end of a 12 hour
period. The physical oceanography was examined using
repeated CTD casts at approximately hourly intervals at
these stations. Further, a 24 hour study was completed at
a single shelf location during which the influence of tidal
cycle on zooplankton was examined in detail (to be
reported elsewhere).

Conductivity-temperature-depth-oxygen (CTD-O
2
)

measurements were performed using a Seabird SBE 19+
instrument which was equipped with dual temperature
and conductivity sensors and a Chelsea TGI fluorometer.
Casts were to 1000 m depth, or to ~10 m above the bottom
in shallower water. These data were used to examine
water masses and other physical features such as fronts
which may have been present during the time of
sampling.

Continuous underway measurement of the horizontal
velocity along the ship’s track was obtained using a
vessel-mounted RDI 75 kHz Ocean Surveyor Acoustic
Doppler Current Profiler (ADCP) (Teledyne RD
Instruments). The instrument was set to record from just
below the surface to a maximum water column depth of
300 m and data were averaged in 8 m depth bins.

Replicated depth-integrated bongo net samples (100
μm and 355 μm meshes, mouth area 0.196 m2, diameter
0.6 m) were obtained by towing the nets obliquely to the
surface from a maximum depth of 150 m (or from 10 m
off the bottom in shallow water) at a ship’s speed of 2
knots for 15 minutes. A mechanical General Oceanics
flow meter was positioned centrally in each of the nets
and they were linked electronically to a CSIRO-
developed interface from which the tow profile could be
monitored and the volume of seawater filtered
quantified. The samples from all stations were preserved
in 5% formaldehyde. For examination of macro-
zooplankton, particularly krill and larval fishes, only
data from the 355 μm net are presented here.

The bio-volume, expressed as the settled volume (ml /
m3 filtered seawater), of macro-zooplankton from each
355 μm bongo net sample was determined using the
standard method of George and White (1985). Settled
volumes of plankton were measured (to nearest 1 ml) by
pouring the samples into graduated cylinders and
allowing the material to settle for 24 hrs. If necessary,
detritus (pieces of macro algae) and large organisms (e.g.
jellyfish) were removed prior to establishing the settled
volume.

Plankton samples were sorted with the aid of a
dissecting microscope. Larval fishes, squid and lobster
phyllosoma were removed for later identification and the
zooplankton assemblages were described in terms of
their composition, i.e. major taxonomic groups.
Numerical abundance of euphausiids was established
using the sub-sampling method of Gibbons (1999) and
counts were standardised to the number per m3 of
filtered seawater. Adult and juvenile stages were
identified to species level using relevant literature (Baker
et al. 1990; Gibbons 1999; Ritz et al. 2003).

The counts of larval fishes were standardized to
number of larvae per m3 of filtered seawater. Larval
fishes were identified to family level using relevant
literature (e.g. Moser & Ahlstrom 1970, Moser 1984,
Olivar & Beckley 1997, Neira et al. 1998, Olivar & Fortuño
1991, Leis & Carson-Ewart 2000, Richards 2006).

Uni- and multivariate techniques were applied using
the statistical software package SPSS 14.0 to examine
spatial and temporal trends in the bio-volume of macro-
zooplankton and the concentrations of larval fishes.
Spatial factors included transect and isobath while
temporal factors included spring and neap tides,
subsequent tides and day versus night (diel). Prior to
analysis, the bio-volume of macro-zooplankton and
concentrations of larval fishes were log

(10)
 transformed.

For all ANOVA tests Levene’s test for homogeneity of
variances was applied; where non-homogeneity existed
in the data set, post hoc testing using the Games-Howell
test, which assumes unequal variances, was used for
pair-wise comparisons. Analyses were approached
iteratively using a three-way ANOVA design to identify

Holliday et al.: Natural variability of macro-zooplankton and larval fishes, Kimberley
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Figure 2. Temperature-salinity profiles of the upper 300 m of the water column measured over all transects off the Kimberley coast.

the factor(s) most responsible for the observed patterns.
This analysis used only those samples collected at 12 hr
sampling stations.

Subsequently, a one-way ANOVA was used to resolve
significant differences in relation to isobath using all
samples from all 2 hr and 12 hr sampling stations,
including stations within King Sound and in proximity
to the Lacepede Islands. Differences between spring and
neap tides were examined using a two-way ANOVA
(transect and isobath) for samples collected at transects A
(spring tide) and C (neap tide).

Analysis of larval fish assemblage structure was
undertaken using the PRIMER-6 software package
(Clarke & Warwick 2005). Prior to analysis, the
concentrations of larval fishes were log

(x+1)
 transformed to

reduce the weighting of dominant families and a Bray-
Curtis resemblance matrix was constructed. The spatial
structure of larval fish assemblages was examined using
multi-dimensional scaling ordination (MDS) with
samples classified according to isobath. Hypothesis
testing in relation to larval fish assemblages was done
iteratively and commenced using a three-factor
PERMANOVA design (Anderson et al. 2005) applying
the same format as described above. Significant results
were examined post hoc using the analysis of similarity
(ANOSIM) routine to determine where the significant
differences existed. The similarity percentage routine
(SIMPER) routine was applied to identify the taxa most
responsible for delineation between the different larval
fish assemblages.
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Figure 3. A) Temperature, B) salinity (density in contours) and
C) alongshore velocity (blue denotes south-westward flow and
red north-eastward flow) along transect B. Arrows denote CTD
cast locations.

Results

Oceanography

Temperature-salinity (T-S) profiles of the upper 300 m
of the water column for shelf and offshore waters
revealed two distinct water masses; high temperature
(>30°C) and high salinity (>34.7 psu) surface water
overlaid upon cooler, lower salinity water (Fig. 2). The T-
S profile indicated that there was little spatial variability,
i.e. between transects, in these properties during the
sampling period. Cross-shelf sections of T and S are
illustrated for transect B which extended into coastal
waters at the entrance to Camden Sound. This showed
that, vertically, the upper water column (to ~60 m depth)
was strongly isothermal (Fig. 3A). The warm, high
salinity water mass was present from the shelf break
(~200 m) to the inner shelf but there was some evidence
of lower salinity coastal water (Fig. 3B). The salinity of

shelf water was higher by 0.3 psu, but up to 0.6°C cooler,
compared with waters occupying the same depths
further offshore and this may represent evaporative
cooling over the broad shallow shelf. There appeared to
be no obvious frontal features over the shelf or at the
shelf break. Current velocities were strongest in the
alongshore direction (Fig. 3C) and were, on average, 0.1–
0.2m s-1 greater than in the cross-shelf direction. Over a
tidal cycle, i.e. between subsequent low tides, there was
an apparent shift from a stratified water column at low
tide to one that was well mixed around mid to high tide
as illustrated by an inner shelf station along transect C
(Fig. 4).

Macro-zooplankton

The mean bio-volume of macro-zooplankton (settled
volume ml / m3) showed a decreasing trend from coastal
to oceanic waters although there was some spatial
variability (Fig. 5). Mean bio-volume of zooplankton was
highest at the 50 m isobath (1.52 ml / m3) and decreased
offshore (<0.4 ml / m3) (Fig. 6A). In proximity to the
Lacepede Islands, mean zooplankton bio-volume was
higher (0.89 ml / m3) than in King Sound (0.33 ml / m3).

A three-factor ANOVA revealed this cross-shelf
pattern to be significant in relation to isobath and transect
(p<0.001) but inspection of the F-ratios indicated that

Holliday et al.: Natural variability of macro-zooplankton and larval fishes, Kimberley

Figure 4. A) Temperature and B) salinity profiles sampled at
~50 m depth along transect C over a 12 hour tidal cycle. C)
Tidal height at Adele Island, just north of the transect.
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isobath exerted the strongest influence (F-ratio two
orders of magnitude greater than the other main effects
and interactions; Table 1). One-way ANOVA showed
that cross-shelf structuring was defined largely by the
significantly higher (p<0.001) bio-volume at the 50 m
isobath (as well as in proximity to the Lacepede islands,
p<0.01) when compared with stations further offshore
and within King Sound. Three-way ANOVA identified
the influence of subsequent tides to be confounded by
diel variation, although neither was significant. Two-way
ANOVA showed a significant difference overall in the
mean bio-volume of macro-zooplankton between spring
and neap tides (p <0.001). Significantly higher bio-
volume corresponding with the neap tide was only
recorded for the 50 m, 100 m and 200 m isobaths (Fig.
7A).

Within macro-zooplankton assemblages, copepods
and euphausiids were ubiquitous across the study area
though chaetognaths and sergestid shrimps (Lucifer spp.)
were often abundant at mid and inner shelf stations.
Larval cephalopods and lobster phyllosoma were
recorded at both shelf and oceanic stations and the larval
and post-larval stages of decapod crustaceans (mostly
crab zoea), echinoderms (crinoid pluteus larvae and post-
larval ophiuroids), gastropods and polychaetes were also
conspicuous components of the Kimberley macro-
zooplankton.

Concentrations of euphausiids (largely comprised of
larval stages) were highest (6.9 / m3) at the 50 m isobath
but were not recorded in coastal waters in the vicinity of
the Lacepede Islands (Fig 6B). Very low concentrations
(<0.1 / m3) of larval and adult stage euphausiids were
recorded within King Sound. Pseudeuphausia latifrons was
the most abundant euphausiid overall and dominated
euphausiid assemblages in shelf waters while oceanic
stations were dominated by species of the genus
Stylocheiron (in particular, S. carinatum) and Euphausia
species.

Larval fishes

Mean concentrations of larval fishes (number / m3

seawater) for depth-integrated bongo samples (range:
0.06 – 3.2 larvae / m3) revealed a decreasing trend from
coastal to oceanic waters (Fig. 8) and significant

structuring in relation to isobath, transect and diel
variation (Table 2). F-ratios showed that isobath exerted
the strongest influence upon the observed pattern. As
described for macro-zooplankton, the influence of
subsequent tides was confounded by diel variation.

One-way ANOVA indicated that cross-shelf
structuring was driven by the significantly higher
concentrations of larval fishes inshore at the 50 m isobath
(1.36 larvae / m3; p<0.001) and in proximity to the
Lacepede Islands (1.5 larvae / m3; p<0.01) compared to
stations further offshore and within King Sound (Fig.
6C). Instances where the concentrations of larval fishes in
plankton samples were <0.1 larvae / m3, of which there
were two, were associated with the presence of large
jellyfish or an observably higher abundance of other
planktonic predators such as chaetognaths. There was no
significant difference (p = 0.27) in the concentrations of
larval fishes between spring and neap tides (Fig. 7B).

Depth-integrated bongo sampling collected 6,513
larval fishes representing 110 teleost families and, across
all transect stations, there was a high diversity of teleost
families (range: 35 – 57 families: Fig. 6D). In general, the
number of neritic families (n = 90 families) declined
offshore whereas the number of oceanic meso-pelagic
families decreased towards the coast. Samples from both
King Sound and the Lacepede Islands contained only the
larvae of neritic families and were considerably lower in
diversity (14 and 22 families, respectively).

The percentage contributions of larval fishes by family
for assemblages representing each isobath revealed
taxonomic differences with distance offshore (Table 3).
Coastal and reef-dwelling families were most abundant
over the shelf and included the Gobiidae (gobies),
ptereleotrine Microdesmidae (dartfishes), Lutjanidae
(snappers and fusiliers), Pomacentridae (damselfishes),
epinepheline Serranidae (groupers and coral trouts),
Labridae (wrasses), Mullidae (goatfishes) and Scaridae
(parrotfishes).

At the shelf break and offshore, there was a greater
abundance of larvae of pelagic families such as the
Gempylidae and Scombridae (tunas: Katsuwonus pelamis,
Auxis and Thunnus species and mackerels: Rastrelliger

Table 2

Results of three-factor ANOVA which examined differences in
the concentrations of larval fishes (number / m3) in relation to
the factors isobath, transect and diel variation for samples
collected in shelf and oceanic waters off the Kimberley coast,
north-western Australia, April 2010.

Factors df MS F p

Isobath 2 13.9 80 <0.001
Transect 4 0.7 4.1 0.01
Diel 1 1.7 9.6 0.004
Isobath x Transect 8 0.08 0.47 0.8
Isobath x Diel 2 0.04 0.21 0.8
Transect x Diel 4 1.3 7.6 <0.001
Isobath x Transect x Diel 7 0.28 1.6 0.2
Residual 29
Total 58

Table 1

Results of three-factor ANOVA which examined differences in
the bio-volume of macro-zooplankton (ml settled volume / m3)
in relation to the factors isobath, transect and diel variation for
samples collected in shelf and oceanic waters off the Kimberley
coast, north-western Australia, April 2010.

Factors df MS F p

Isobath 2 12.3 215.6 <0.001
Transect 4 0.53 9.5 <0.001
Diel 1 0.01 0.3 0.6
Isobath x Transect 8 0.42 7.3 <0.001
Isobath x Diel 2 0.1 1.8 0.18
Transect x Diel 4 0.13 2.2 0.09
Isobath x Transect x Diel 7 0.13 2.2 0.06
Residual 29
Total 58
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and Scomberomorus species). Myctophidae larvae were the
most abundant of the meso-pelagic families and were
ubiquitously distributed in oceanic and shelf waters.
These larvae accounted for >35% of all larvae in
assemblages at the outer shelf (200 m) and offshore but
were less abundant toward the coast. In contrast,
Bregmacerotidae (pelagic codlets) declined in their
contribution with distance offshore. Leptocephalus
larvae, in particular those of the neritic Congridae
(conger eels), were a conspicuous component of the
oceanic assemblage.

Multi-dimensional scaling ordination of larval fish
assemblages showed clear spatial separation which
defined a gradient from coastal to oceanic waters.
Assemblages in coastal waters (50 m isobath), including
those in proximity to the Lacepede islands, were clearly
separated from assemblages at the mid and outer shelf
(100 m and 200 m), shelf break (500 m) and oceanic (1000
m and 2000 m) stations (Fig. 9). The King Sound
assemblage was also distinct from all other assemblages
and was characterised by low diversity.

There was significant structuring of larval fish
assemblages in relation to transect, isobath and diel
variation as well as significant interaction between each
of these terms (Table 4). Isobath exerted the strongest
influence upon the observed structure as indicated by the
higher value for the components of variation.

Cross-shelf structuring of larval fish assemblages was
defined by the strongly significant difference between the
50 m assemblage compared to all other assemblages
(Appendix 1: ANOSIM R >0.8 for all pair-wise isobath
comparisons). The larval fish assemblage characterising
the Lacepede Islands was also significantly different from
all other assemblages. The main distinction between
these two assemblages (50 m and Lacepede Islands) and
those further offshore was the higher abundance of
neritic larvae, particularly Bregmacerotidae, Engraulidae,
Gobiidae and Nemipteridae which were generally absent
further offshore, as well as fewer Myctophidae over the
inner shelf. The Lacepede Island assemblage was
delineated from that occurring at the 50 m isobath by the
complete absence of myctophid larvae. The larval fish
assemblage which characterised King Sound was also
significantly different (R >0.7, p = 0.001) from all other
assemblages based on the low abundance of larvae of a
few neritic families. Mid and outer shelf (100 m and 200
m) assemblages were significantly different from oceanic
assemblages (R >0.2, p = 0.001) and were defined largely
by differing concentrations of the ubiquitously
distributed Myctophidae larvae and larvae of some
neritic families. Two-way ANOVA revealed an overall
significant difference in larval fish assemblages between
spring and neap tides (R = 0.5, p = 0.001), however pair-
wise comparisons using one-way ANOSIM could not be
conducted due to insufficient replication.

Figure 5. Mean bio-volume of macro-zooplankton (ml / m3) sampled using a 355 μm mesh bongo net in shelf and oceanic waters off
the Kimberley coast, north-western Australia, April 2010.

Holliday et al.: Natural variability of macro-zooplankton and larval fishes, Kimberley
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Figure 6. A) The mean bio-volume (ml / m3 seawater) of macro-zooplankton, B) mean concentrations (number / m3 seawater) of
euphausiids, C) mean concentrations of larval fishes and D) total number of families of larval fishes from depth-integrated bongo
samples for shelf and oceanic waters off the Kimberley, north-western Australia in April 2010. The standard errors are given for the
total mean values of concentrations.
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Figure 7. Comparison of A) the mean bio-volume (ml / m3 seawater) of macro-zooplankton and B) the mean concentration (number /
m3 seawater) of larval fishes between spring (transect A) (white bars) and neap (transect C) (shaded bars) tides for depth-integrated
bongo samples from shelf and oceanic waters off the Kimberley coast, north-western Australia in April 2010. The standard error is
given for all mean values.

Figure 8. Mean concentration of larval fishes (number / m3) sampled using a 355 μm mesh bongo net in shelf and oceanic waters off
the Kimberley coast, north-western Australia, April 2010.

Holliday et al.: Natural variability of macro-zooplankton and larval fishes, Kimberley
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Table 3

Mean percentage composition by family for larval fish assemblages across the respective isobaths off the Kimberley coast, north-
western Australia. Note: only the ten most abundant families by mean concentration are shown for each isobath and spaces do not
indicate absence. The superscript indicates the oceanic meso-pelagic families.

     Sampling Location (%)

Family 2000m 1000m 500m 200m 100m 50m Lacepede Islands King Sound

Apogonidae 3.3 5.2 3.3 6.4
Bregmacerotidae 9.3 14.6 15.3 17.4 25.7
Callionymidae 2.8 1.1
Carangidae 3.6 1.9 1.5
Champsodontidae 2.4 3.1 5.3 7.9
Congridae 2.8 2.8 6.8
Engraulidae 15.9 49.3
Gempylidae 2.6 2.5 2.0
Gobiidae 2.9 6.6 15.2 32.8 27.3
Gonostomatidaeo 8.4 8.7 4.6 2.2
Labridae 6.1 1.9 3.1 1.1
Lutjanidae 3.9 3.2
Microdesmidae 2.7
Melanostomiidaeo 1.8
Monacanthidae 2.4 2.1
Mugilidae 3.9
Mullidae 4.7 2.2
Myctophidaeo 42.0 40.4 38.5 35.9 20.1 8.1
Nemipteridae 4.6 4.4 3.6
Paralepididaeo 5.5 3.3
Pempheridae 1.7
Phosychthyidaeo 6.7 6.0 2.1
Pinguipedidae 2.3
Scaridae 1.5
Sciaenidae 18.9
Scombridae 2.2 2.0 3.6
Scopelarchidaeo 4.7
Scorpaenidae 2.3
Sillaginidae 15.5
Sparidae 16.4
Sternoptychidaeo 2.8 3.1
Synodontidae 2.8 3.5
Other neritic taxa 14.7 13.4 17.9 17.3 24.4 15.8 4.6 3.7
Other meso-pelagic taxa 5.2 7.6 3.4 2.4 1.8 0.1

Table 4

Results of three-factor PERMANOVA which examined
structuring of larval fish assemblages in relation to the factors
isobath, transect and diel variation for samples collected in shelf
and oceanic waters off the Kimberley coast, north-western
Australia, April 2010.

Factors df Mean Components Pseudo- p
Square of Variation F

Transect 4 3970 15.9 3.9 <0.001
Isobath 2 30322 39.1 30.1 <0.001
Diel 1 5720 12.8 5.7 <0.001
Transect x Isobath 8 3756 26.8 3.7 <0.001
Transect x Diel 4 2096 14 2.1 0.002
Isobath x Diel 2 2440 12.6 2.4 0.002
Transect x Isobath 7 1591 17.1 1.6 0.009

x Diel
Residual 29 1007 31.7
Total 57

Discussion

The upper water column off the Kimberley coast in
the austral autumn was strongly isothermal across the
study area with warm, high salinity waters extending to
~60 m depth (SST >30°). A second, deeper water mass
was cooler and less saline. Temperatures of the upper
water column reported by Brink et al. (2007) for the
region west of the Kimberley were several degrees cooler
but they sampled in the austral winter. The TS signature
of the deeper water mass was similar for the two studies.
For coastal waters off the Dampier Archipelago to the
south of the Kimberley, Pearce et al. (2003) reported
similar high water temperatures in summer and autumn.

As in the current study, Brink et al. (2007) found no
evidence of frontal features over the shelf or at the shelf
break. However, Belkin et al. (2009) noted the seasonal
evolution of regional frontal patterns over the NWS due
to periodic upwelling (Holloway et al. 1981). In summer,
numerous small-scale fronts develop which, as the
season progresses, coalesce to form large-scale (hundreds
of kilometres long) coherent filaments which are
temporally persistent (weeks to months).
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Tropical continental shelves are characterised with
turbid, low-density plumes associated with river
discharge and these can form strong density fronts in
coastal waters. These are known to influence the
distribution and ecology of planktonic organisms
(Grimes and Finucane 1991, Thorrold & McKinnon 1995,
Grimes & Kingsford 1996). Although north-western
Australia experiences significant rainfall (>1000 mm)
during the summer monsoon, during 2010, there was
atypical lower rainfall (BoM 2010) and, consequently,
there was no evidence of turbidity fronts.

Continental shelf waters of the region are understood
to experience a high degree of current variability in
response to semi-diurnal tides and offshore forcing by
regional currents at the shelf break (Holloway & Nye
1985, Holloway 1995). The horizontal velocity field
indicated that alongshore advection, which attained
velocities of up to 0.5 m s-1, was generally greater than
advection in the cross-shelf direction, particularly over
the shelf. This is consistent with an earlier study of
Holloway (1983) which showed that tidal velocities shift
from cross-shelf at the shelf break and become
predominantly along-shelf nearer the coast.

As illustrated by a station located in coastal waters,
there was a breakdown of stratification corresponding
with the high tide (vertical mixing) although the water
column rapidly returned to stratified conditions on the

ebbing tide. Although strong temperature stratification
of shelf waters persists over summer and autumn on the
NWS (Van Gastel et al. 2009), vertical mixing is expected
to periodically re-distribute planktonic biota and other
properties of the water column.

Spatially, there was significant cross-shelf structuring
of zooplankton bio-volume in relation to isobath. The
biomass of zooplankton over tropical continental shelves
is generally greatest in coastal waters (e.g. Nair et al. 1981,
Wilson et al. 2003a, Munk et al. 2004) and associated with
higher phytoplankton biomass (Wilson et al. 2003a, Lamb
& Peterson 2005, Stenseth et al. 2006). The pattern of
higher zooplankton bio-volume, including higher
concentrations of larval euphausiids, in coastal waters off
the Kimberley corresponded with the high chlorophyll a
concentration (Thompson & Bonham this issue).
Offshore, the correlation between phytoplankton and
zooplankton biomass is known to be generally weaker
due to the influence of physical processes which
introduce strong variability to the distribution of
planktonic biomass (Gibbons & Hutchings 1996).

Besides the common macro-zooplankton taxa such as
copepods, euphausiids and chaetognaths, the diversity of
zooplankton of the Kimberley during this study was
enhanced by the occurrence of the pelagic larval stages of
a number of benthic invertebrates. Off the southern
NWS, Wilson et al. (2003a) described similar zooplankton

Figure 9. Multi-dimensional scaling (MDS) representation of the structuring of larval fish assemblages for all depth-integrated bongo
samples in oceanic waters and over the shelf (including in proximity to the Lacepede Islands and in King Sound) off the Kimberley
coast, north-western Australia, April 2010. Samples are coded by isobath.

Holliday et al.: Natural variability of macro-zooplankton and larval fishes, Kimberley
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assemblages although the greater abundance of
amphipods and cumaceans they reported may be related
to their use of light traps for sampling. Although benthic
marine invertebrates have widely contrasting
reproductive strategies, the occurrence of their larvae
indicates that spawning of some taxa occurs in the
austral autumn. This is an important consideration when
assessing the potential impacts of anthropogenic
disturbance to the pelagic ocean in the Kimberley region.

The concentration of larval-stage euphausiids infers
recent production and, as the larval duration is only a
few days in warm water (Iguchi & Ikeda 1994), could
support higher trophic levels, particularly plankton-
feeding megafauna. In terms of species composition there
was a clear cross-shelf pattern; coastal and inner shelf
waters (50 m and 100 m isobaths, respectively) were
dominated by P. latifrons and krill assemblages were
much less speciose compared to those of outer shelf and
oceanic waters that were dominated by larvae of the
genus Stylocheiron. A similar study off the southern NWS
also described the dominance of P. latifrons on the shelf
(Wilson et al. 2003b). In general though, this study has
only reported broad taxonomic groups for macro-
zooplankton assemblages and it is possible that further
spatial and temporal trends will be elucidated from a
detailed analysis of their taxonomic composition and
abundance.

Overall, the larval fish composition described for shelf
and offshore waters off the Kimberley coast was
consistent with that described by Young et al. (1996) for
the southern NWS, and other tropical waters such as the
Great Barrier Reef (Leis 1993) and the Andaman Sea
(Munk et al. 2004). Depth-integrated larval fish
assemblages displayed significant cross-shelf structuring
in relation to isobath and, as with other studies (e.g.
Harris et al. 2001, Gray & Miskiewicz 2000, Muhling et al.
2008), the coastal assemblage was the most distinct and
had a higher diversity of neritic taxa. Notably, the
occurrence of larvae of commercially valuable teleost
fishes, such as the Lutjanidae, Serranidae and
Scombridae, throughout the study region in autumn is
an important consideration for environmental and
fisheries management. Similarly, the prevalence of larvae
of meso-pelagic oceanic Myctophidae warrants
investigation of their biogeography and trophic
significance in the eastern Indian Ocean (e.g. Kawamura
1994).

In general, the cross-shelf larval distributions of larvae
of neritic and oceanic meso-pelagic fish taxa, is indicative
of their dispersal by advective processes. However, we
note that, in this study, the offshore occurrence of larvae
of reef-dwelling fishes may have been sourced from the
nearby Scott and Seringapatam Reefs which are located
at the shelf break. Further, the less diverse larval fish
assemblages of the Lacepede Islands and King Sound
were distinct from the 50 m isobath assemblage
suggesting less exchange between these unique locations
and shelf waters. The restricted distribution of larval
engraulids in coastal waters during this study is also
suggestive of limited cross-shelf exchange as these larvae
preferentially distribute themselves in near-surface
waters making them susceptible to offshore wind-driven
Ekman transport (Muhling & Beckley 2007). However,
light winds prevailed for the duration of the Kimberley

voyage which did not favour this type of advective
transport.

In the absence of frontal structures the observed cross-
shelf distributions of macro-zooplankton and larval
fishes could be related to other physical and / or
biological processes (e.g. spawning areas) operating at a
range of spatial and temporal scales which were not
resolved in this study. For instance, the depth-integrated
bongo tows (to 150 m depth) sampled both the shallow
and deeper water masses occurring in the study region.
They are also insensitive to small-scale vertical patchiness
such as the association of zooplankton with the deep
chlorophyll maximum (Cullen 1982). Depth-stratified
sampling will be required to resolve such effects and may
also elucidate diel influences which accounted for a small
amount of the variability in the data. It is also probable
that differences exist over the tidal cycle (i.e. between
high and low tides) which analysis of additional data
from the 24 hour sampling station should resolve.

Acknowledgements: This research was made possible through the support
of the Australian Marine National Facility, CSIRO Wealth from Oceans
Flagship, Murdoch University Strategic Research Fund and Woodside
Energy Limited. We would like to extend our thanks to the captain and
crew of the R.V. Southern Surveyor, the scientific complement, particularly
Dr Peter Thompson (voyage leader) and Joanna Strzelecki (assistance with
plankton sampling), Nick Breheny (assistance with sample sorting) and
Dr Bob Clarke (advice on statistical analyses).

References

Anderson M J 2005 PERMANOVA: a FORTRAN computer
program for permutational multivariate analysis of variance.
Department of Statistics, University of Auckland, New
Zealand.

Baker A, de C, Boden, P & Brinton E 1990 A practical guide to
euphausiids of the world. British Museum (Natural History),
Cromwell Road, London.

Beckley L E, Muhling B A & Gaughan D J 2009 Larval fishes off
Western Australia: influence of the Leeuwin Current. Journal
of the Royal Society of Western Australia 92: 101–109.

Belkin I R, Cornillon PC & Sherman K 2009 Fronts in large
marine ecosystems. Progress in Oceanography 81: 223–236.

Botsford L W, Moloney C L, Hastings A, Largier J L, Powell T
M, Higgins K & Quinn J F 1994. The influence of spatially
and temporally varying oceanographic conditions on
meroplanktonic metapopulations Deep Sea Research II 41(1):
107–145.

Bradbury I R & Snelgrove P V R 2001 Contrasting larval
transport in demersal fish and invertebrates: the roles of
behaviour and advective processes in determining spatial
pattern. Canadian Journal of Fisheries and Aquatic Sciences
58: 811–823.

Brink K H, Bahr F & Shearman R K 2007 Alongshore currents
and mesoscale variability near the shelf edge off
northwestern Australia. Journal of Geophysical Research 112:
C05013.

Bureau of Meteorology 2010 Climatic averages, Australia.
Australian Government Publishing Service, Canberra.

Church J A & Craig P D 1998 Australia’s shelf seas: diversity
and complexity. In: The Sea (eds. Robinson A R & Brink K
H). John Wiley and Sons.

Clarke K R & Warwick R M 2005 Primer-6 Computer Program,
Natural Environment Research Council, Plymouth.

Condie S A & Andrewartha J R 2008 Circulation and
connectivity on the Australian North West Shelf. Continental
Shelf Research 28: 1724–1739.



193

Cresswell G R & Badcock K A 2000 Tidal mixing near the
Kimberley coast off NW Australia. Marine and Freshwater
Research 51(7): 641–646.

Cullen J J 1982 The deep chlorophyll maximum: comparing
vertical profiles of chlorophyll a. Canadian Journal of
Fisheries and Aquatic Sciences 39: 791–803.

Game E T, Grantham H S, Hobday A J, Pressey R L, Lombard A
T, Beckley L E, Gjerde K, Bustamante R, Possingham H P &
Richardson A J 2009 Pelagic protected areas: the missing
dimension in ocean conservation. Trends in Ecology and
Evolution 24(7): 360–369.

George D G & White N J 1985 The relationship between settled
volume and displacement volume in samples of freshwater
zooplankton. Journal of Plankton Research 7: 411–414.

Gibbons W 1999 An introduction to the zooplankton of the
Benguela Current region. University of Western Cape,
Bellville, South Africa.

Gibbons M J & Hutchings L 1996 Zooplankton diversity and
community structure around southern Africa, with special
attention to the Benguela upwelling system. South African
Journal of Science 92(2): 63–77.

Gray C A & Miskiewicz A G 2000 Larval fish assemblages in
south-east Australian coastal waters: seasonal and spatial
structure. Estuarine, Coastal and Shelf Science 50: 549–570

Grimes C B & Finucane J H 1991 Spatial distribution and
abundance of larval and juvenile fish, chlorophyll and
macrozooplankton around the Mississippi River discharge
plume, and the role of the plume in fish recruitment. Marine
Ecology Progress Series 75: 109–119.

Grimes C B & Kingsford M J 1996 How do riverine plumes of
different sizes influence fish larvae: do they enhance
recruitment? Marine and Freshwater Research 47: 191–208.

Harris S A, Cyrus D P & Beckley L E 2001 Horizontal trends in
larval fish diversity and abundance across an ocean-
estuarine gradient in Kwa-Zulu Natal, South Africa.
Estuarine Coastal and Shelf Science 53(2): 221–235.

Holloway P E 1983 Tides on the Australian North West Shelf.
Australian Journal of Marine and Freshwater Research 34:
213–230.

Holloway P E, Barnes I, Webster I & Imberger J 1981 Dynamics
of the North-West Shelf: Report on a one year study to
September 1981 (prepared for Woodside Offshore Petroleum
Pty Ltd). University of Western Australia, Environmental
Dynamics Report ED-81-008.

Holloway P E 1995 Leeuwin Current observations on the
Australian North West Shelf. Deep-Sea Research 42: 285–305.

Holloway P E & Nye H C 1985 Leeuwin Current and wind
distributions on the southern part of the Australian North
West Shelf between January 1982 and July 1983. Australian
Journal of Marine and Freshwater Research 36: 123–137.

Iguchi N & Ikeda T 1994 Experimental study on brood size, egg
hatchability and early development of a euphausiid
Euphausia pacifica from Toyama Bay, Southern Japan Sea.
Bulletin of the Japan Sea National Fisheries Research
Institute 44: 49–57.

Jarman S N & Wilson S G 2004 DNA-based species
identification of krill consumed by whalesharks. Journal of
Fish Biology 65(2): 586–591.

Kawamura A 1994 A review of baleen whale feeding in the
Southern Ocean. Report to the International Whaling
Commission 44: 261–271.

Lamb J & Peterson W 2005 Ecological zonation of zooplankton
in the COAST study region off central Oregon in June and
August 2001 with consideration of retention mechanisms.
Journal of Geophysical Research 110: C10S15.

Leis J M 1993 Larval fish assemblages near Indo-Pacific coral
reefs. Bulletin of Marine Science 53(2): 362–392.

Leis J M & Carson-Ewart B M 2000 The larvae of Indo-Pacific
coastal fishes: A guide to identification. Brill, Leiden, The
Netherlands.

Mackas D L & Coyle K O 2005 Shelf-offshore exchange
processes and their effects on meso-zooplankton biomass and
community composition patterns in the northeast Pacific.
Deep-Sea Research II 52: 707–725.

McKinnon D A, Meekan M G, Carleton J, Furnas M, Duggan S
& Skirving W 2003 Rapid changes in shelf waters and
pelagic communities on the southern Northwest Shelf,
Australia, following a tropical cyclone. Continental Shelf
Research 23: 93–111.

Moser H G 1984 Ontogeny and systematics of fishes. American
Society for Ichthyologists and Herpetologists Special
Publication (1).

Moser H G & Ahlstrom E H 1970 Development of laternfishes
(family Myctophidae) in the California Current Part 1:
Species with narrow-eyed larvae. Bulletin of the Los Angeles
City Museum of Natural History 7: 1–145

Muhling B A & Beckley L E 2007 Seasonal variation in
horizontal and vertical structure of larval fish assemblages
off south-western Australia, implications for larval transport.
Journal of Plankton Research 29(11): 967–983.

Muhling B A, Beckley L E, Koslow J A & Pearce A F 2008 Larval
fish assemblages and water mass structure off the
oligotrophic south-western Australian coast. Fisheries
Oceanography 17(1): 16–31.

Munk P, Bjornsen P K, Boonruang P, Fryd M, Hansen P J,
Janekarn V, Limtrakulvong V, Nielson, T G, Hansen O S,
Poomin S, Sawangarreruks S, Thomsen H A & Ostergaard J
B 2004 Assemblages of fish larvae and mesozooplankton
across the continental shelf and shelf slope of the Andaman
Sea (NE Indian Ocean). Marine Ecology Progress Series 274:
87–97.

Nair S R, Nair V R, Achuthankutty C T & Madhupratap M 1981
Zooplankton composition and diversity in the Western Bay
of Bengal. Journal of Plankton Research 3(4): 493–508.

Neira F J, Misckiewicz A G & Trnski T 1998 Larvae of temperate
Australian fishes. University of Western Australia Press,
Perth, Australia.

Olivar M P & Fortuño J M 1991 Guide to icthyoplankton of the
Southeast Atlantic (Benguela Current region). Scientia
Marina 55: 1–383.

Olivar M P & Beckley L E 1997 Larval development of
Lampanyctus species (Pices: Myctophidae) from the
southwestern Indian Ocean, and species groups based on
larval characters. Bulletin of Marine Science 60: 47–65.

Pearce A, Buchan S, Chiffings T, D’Adamo N, Fandry C, Fearns
P, Mills D, Phillips R & Simpson C 2003 A review of the
oceanography of the Dampier Archipelago, Western
Australia. In: The marine flora and fauna of Dampier,
Western Australia (ed. Wells F E, Walker D I & Jones D S).
Western Australian Museum, Perth, 13–50.

Stenseth N, Llope M, Anadon R, Cianelli L, Chan K, Hjermann
D, Bagoien E & Ottersen G 2006 Seasonal plankton dynamics
along a cross-shelf gradient. Proceedings of the Royal Society
273: 2831–2838.

Rennie S, Hanson C E, McCauley R D, Pattiaratchi C, Burton C,
Bannister J, Jenner, C & Jenner M-N 2009 Physical properties
and processes in the Perth Canyon, Western Australia : Links
to water column production and seasonal pygmy blue whale
abundance. Journal of Marine Systems 77(1–2): 21–44.

Richards W J 2006 Early stages of Atlantic fishes: An
identification guide for the Western Central North Atlantic
Volume 1. Taylor and Francis Group, USA.

Richardson A J 2008 In hot water: zooplankton and climate
change. ICES Journal of Marine Science 65(3): 279–295

Ritz D, Swadling K, Josie G & Cazassus F 2003 Guide to the
zooplankton of south eastern Australia, University of
Tasmania, Hobart, Australia.

Thompson PA & Bonham P 2011 New insights into the
Kimberley phytoplankton and their ecology. Journal of the
Royal Society of Western Australia 94: 161–169.

Holliday et al.: Natural variability of macro-zooplankton and larval fishes, Kimberley



194

Journal of the Royal Society of Western Australia, 94(2), June 2011

Thorrold S R & McKinnon A D 1995 Response of larval fish
assemblages to a riverine plume in coastal waters of the
central Great Barrier Reef lagoon. Limnology and
Oceanography 40(1): 177–181.

Van Gastel P, Ivey G N, Meuleners M J, Antenucci J P & Fringer
O 2009 The variability of the large-amplitude internal wave
field off the Australian North West Shelf. Continental Shelf
Research 29: 1373–1383.

Wilson S G & Newbound D R 2001 Two whaleshark faecal
samples off Ningaloo Reef, Western Australia. Bulletin of
Marine Science 68: 361–362.

Wilson S G, Meekan M G, Carleton J H & Knott B 2003a
Distribution, abundance and reproductive biology of
Pseudeuphausia latifrons and other euphausiids on the
southern North West Shelf, Western Australia. Marine
Biology 142(2): 69–80.

Wilson S G, Carleton J H & Meekan M G 2003b Spatial and
temporal patterns in the distribution and abundance of
macrozooplankton on the southern North West Shelf,
Western Australia. Estuarine Coastal and Shelf Science 56(5–
6): 897–908.

Young P C, Leis J M & Hausfeld H F 1986 Seasonal and spatial
distribution of fish larvae in waters over the North West
Continental Shelf of Western Australia. Marine Ecology
Progress Series 31: 209–222.



195

A
p

p
e
n

d
ix

 1

O
n

e-
w

a
y

 A
N

O
S

IM
 a

n
d

 S
IM

P
E

R
 a

n
a
ly

se
s 

b
et

w
ee

n
 l

a
rv

a
l 

fi
sh

 a
ss

em
b

la
g

es
 c

la
ss

if
ie

d
 a

cc
o

rd
in

g
 t

o
 t

h
e 

fa
ct

o
r 

o
f 

is
o

b
a
th

. 
T

h
e 

sp
ec

ie
s 

li
st

ed
 a

re
 t

h
o

se
 w

h
ic

h
 c

o
n

tr
ib

u
te

d
 h

ig
h

es
t 

a
n

d
 m

o
st

co
n

si
st

en
tl

y
 t

o
 t

h
e 

d
if

fe
re

n
ce

s 
b

et
w

ee
n

 a
ss

em
b

la
g

es
. 

T
h

e 
le

tt
er

 g
iv

en
 i

n
 s

u
p

er
sc

ri
p

t 
(x

 f
o

r 
co

lu
m

n
s,

 y
 f

o
r 

ro
w

s)
 r

ef
er

s 
to

 t
h

e 
a
ss

em
b

la
g

e 
in

 w
h

ic
h

 t
h

e 
g

iv
en

 f
a
m

il
y

 w
a
s 

m
o

re
 a

b
u

n
d

a
n

t.
 A

v
g

.
D

is
si

m
. 

=
 a

v
er

a
g

e 
d

is
si

m
il

a
ri

ty
 b

et
w

ee
n

 s
ta

ti
o

n
s.

K
in

g
 S

o
u

n
d

L
a
ce

p
e
d

e
 I

s.
5
0
 m

10
0 

m
20

0 
m

50
0 

m
10

00
 m

20
00

 m

K
in

g
 S

o
u

n
d

A
v

g
. 

D
is

si
m

. 
7
2
%

G
o

b
ii

d
a
e

L
a
ce

p
e
d

e
 I

s.
R

 =
 0

.7
, 

p
 =

 0
.0

0
2

A
v

g
. 

D
is

si
m

. 
4
0
%

E
n

g
ra

u
li

d
a
ey

G
o

b
ii

d
a
e

G
o

b
ii

d
a
ey

E
n

g
ra

u
li

d
a
e

A
p

o
g

o
n

id
a
e

50
 m

R
 =

 0
.9

, 
p

 =
 0

.0
0
2

R
 =

 0
.4

, 
p

 =
 0

.0
0
2

A
v

g
. 

D
is

si
m

. 
5
4
%

B
re

g
m

a
ce

ro
ti

d
a
ey

E
n

g
ra

u
li

d
a
ey

E
n

g
ra

u
li

d
a
e

G
o

b
ii

d
a
ey

B
re

g
m

a
ce

ro
ti

d
a
ey

B
re

g
m

a
ce

ro
ti

d
a
e

S
p

a
ri

d
a
ey

G
o

b
ii

d
a
ex

G
o

b
ii

d
a
e

N
em

ip
te

ri
d

a
e

A
p

o
g

o
n

id
a
e

10
0 

m
R

 =
 0

.9
, 

p
 =

 0
.0

0
1

R
 =

 1
.0

, 
p

 =
 0

.0
0
1

R
 =

 0
.8

, 
p

 =
 0

.0
0
1

A
v

g
. 

D
is

si
m

. 
5
5
%

M
y

ct
o

p
h

id
a
ey

E
n

g
ra

u
li

d
a
ex

B
re

g
m

a
ce

ro
ti

d
a
ex

B
re

g
m

a
ce

ro
ti

d
a
e

B
re

g
m

a
ce

ro
ti

d
a
ey

G
o

b
ii

d
a
ex

E
n

g
ra

u
li

d
a
ex

M
y

ct
o

p
h

id
a
e

G
o

b
ii

d
a
ex

M
y

ct
o

p
h

id
a
ey

G
o

b
ii

d
a
ex

S
p

a
ri

d
a
ex

B
re

g
m

a
ce

ro
ti

d
a
ey

20
0 

m
R

 =
 0

.9
, 

p
 =

 0
.0

0
1

R
 =

 1
.0

, 
p

 =
 0

.0
0
1

R
 =

 0
.8

, 
p

 =
 0

.0
0
1

A
v

g
. 

D
is

si
m

. 
6
4
%

M
y

ct
o

p
h

id
a
ey

E
n

g
ra

u
li

d
a
ex

B
re

g
m

a
ce

ro
ti

d
a
ex

M
y

ct
o

p
h

id
a
e

G
o

b
ii

d
a
ex

G
o

b
ii

d
a
ex

E
n

g
ra

u
li

d
a
ex

B
re

g
m

a
ce

ro
ti

d
a
e

B
re

g
m

a
ce

ro
ti

d
a
ey

M
y

ct
o

p
h

id
a
ey

G
o

b
ii

d
a
ex

C
h

a
m

p
so

d
o

n
ti

d
a
e

S
p

a
ri

d
a
ex

P
a
ra

le
p

id
id

a
e

50
0 

m
R

 =
 1

.0
, 

p
 =

 0
.0

0
1

R
 =

 1
.0

, 
p

 =
 0

.0
0
1

R
 =

 1
.0

, 
p

 =
 0

.0
0
1

R
 =

 0
.5

, 
p

 =
 0

.0
0
1

A
v

g
. 

D
is

si
m

. 
5
5
%

M
y

ct
o

p
h

id
a
ey

E
n

g
ra

u
li

d
a
ex

B
re

g
m

a
ce

ro
ti

d
a
ex

B
re

g
m

a
ce

ro
ti

d
a
ex

M
y

ct
o

p
h

id
a
e

G
o

b
ii

d
a
ex

G
o

b
ii

d
a
ex

E
n

g
ra

u
li

d
a
ex

M
y

ct
o

p
h

id
a
ey

B
re

g
m

a
ce

ro
ti

d
a
e

S
il

la
g

in
id

a
ex

M
y

ct
o

p
h

id
a
ey

G
o

b
ii

d
a
ex

C
h

a
m

p
so

d
o

n
ti

d
a
ex

S
p

a
ri

d
a
ex

G
o

b
ii

d
a
ex

10
00

 m
R

 =
 1

.0
, 

p
 =

 0
.0

0
1

R
 =

 1
.0

, 
p

 =
 0

.0
0
1

R
 =

 0
.1

, 
p

 =
 0

.0
0
1

R
 =

 0
.5

, 
p

 =
 0

.0
0
1

R
 =

 0
.2

, 
p

 =
 0

.0
0
1

A
v

g
. 

D
is

si
m

. 
6
0
%

M
y

ct
o

p
h

id
a
ey

E
n

g
ra

u
li

d
a
ex

B
re

g
m

a
ce

ro
ti

d
a
ex

B
re

g
m

a
ce

ro
ti

d
a
ex

M
y

ct
o

p
h

id
a
ex

M
y

ct
o

p
h

id
a
e

G
o

b
ii

d
a
ex

G
o

b
ii

d
a
ex

E
n

g
ra

u
li

d
a
ex

M
y

ct
o

p
h

id
a
e

B
re

g
m

a
ce

ro
ti

d
a
ex

G
o

n
o

st
o

m
a
ti

d
a
e

S
il

la
g

in
id

a
ex

M
y

ct
o

p
h

id
a
ey

G
o

b
ii

d
a
ex

C
h

a
m

p
so

d
o

n
ti

d
a
ex

C
h

a
m

p
so

d
o

n
ti

d
a
ex

S
p

a
ri

d
a
ex

M
y

ct
o

p
h

id
a
ex

G
o

b
ii

d
a
ex

A
p

o
g

o
n

id
a
ex

N
em

ip
te

ri
d

a
ex

20
00

 m
R

 =
 0

.1
, 

p
 =

 0
.0

0
1

R
 =

 1
.0

, 
p

 =
 0

.0
0
1

R
 =

 1
.0

, 
p

 =
 0

.0
0
1

R
 =

 0
.8

, 
p

 =
 0

.0
0
1

R
 =

 0
.3

, 
p

 =
 0

.0
0
3

R
 =

 0
.2

, 
p

 =
 0

.0
1

A
v

g
. 

D
is

si
m

. 
5
7
%

M
y

ct
o

p
h

id
a
ey

E
n

g
ra

u
li

d
a
ex

B
re

g
m

a
ce

ro
ti

d
a
ex

B
re

g
m

a
ce

ro
ti

d
a
ex

M
y

ct
o

p
h

id
a
ex

M
y

ct
o

p
h

id
a
ex

M
y

ct
o

p
h

id
a
e

G
o

b
ii

d
a
ex

G
o

b
ii

d
a
ex

E
n

g
ra

u
li

d
a
ex

M
y

ct
o

p
h

id
a
ex

B
re

g
m

a
ce

ro
ti

d
a
ex

G
o

n
o

st
o

m
a
ti

d
a
ey

P
h

o
sy

ct
h

y
id

a
e

S
p

a
ri

d
a
ex

M
y

ct
o

p
h

id
a
ey

G
o

b
ii

d
a
ex

C
h

a
m

p
so

d
o

n
ti

d
a
ex

G
o

n
o

st
o

m
a
ti

d
a
e

N
em

ip
te

ri
d

a
ex

M
y

ct
o

p
h

id
a
ex

G
o

b
ii

d
a
ex

N
em

ip
te

ri
d

a
ex

Holliday et al.: Natural variability of macro-zooplankton and larval fishes, Kimberley


