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Present address: WasserCluster Lunz, Dr. Carl Kupelwieser Promenade 5, AT-3293, Lunz am See, Austria.
Danube Research Institute, MTA Centre for Ecological Research, Jávorka Sándor u. 14, H-2131 Göd, Hungary
Doctoral School of Biological Sciences, Szent István University, Páter Károly u. 1, H-2103, Gödöllő, Hungary
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Abstract – We investigated the diel vertical distribution patterns of microcrustacean zooplankton
(Cladocera, Copepoda) in a shallow pond (max. depth: 70 cm) of the Öreg-turján peatland (Ócsa, Central
Hungary) during three 24-h periods in July (19–20th), August (17–18th) and September (11–12th) 2011.
Environmental variables showed remarkable vertical stratiﬁcation. Oxygen concentration was close to zero
in the entire water column from night until sunrise, while the lower strata (from 20 cm below the surface)
were close to anoxic during all three diel cycles. It proved to be the main determinant of the vertical distribution of microcrustaceans. Accordingly, the highest proportion of individuals was present in the surface layer.
Chlorophyll-a concentration and phytoplankton biomass were inversely distributed compared to zooplankton. Microcrustaceans (mainly Daphnia curvirostris) migrated to the middle layer only in August, which
could be explained by a trade-oﬀ between food resources, dissolved oxygen (DO) and competition with littoral zooplankters. The diurnal density patterns of microcrustaceans suggested horizontal migration into the
aquatic macrophytes during night, which could be a strategy to avoid Chaoborus predation. Our results
show that strong vertical gradients of abiotic and biotic factors occur even in such shallow waterbodies.
Among them, DO can maintain constant vertical aggregation of zooplankters by limiting their occurrence to
the surface layers.
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Introduction
The vertical distribution of zooplankton represents
a trade-oﬀ between multiple selective forces (Winder
et al., 2004). In lakes exhibiting thermal or chemical stratiﬁcation, vertical gradients of abiotic and biotic factors
determine optimal depth for zooplankton, where
maximal individual ﬁtness and population growth can
be achieved. Gradients of temperature, food resources
(Lampert et al., 2003; Kessler and Lampert, 2004) or
dissolved oxygen (DO) (Sell, 1998; Larsson and Lampert,
2012) highly inﬂuence the distribution of zooplankters.
These gradients can be rather persistent during stratiﬁcation and, therefore, lead to relatively constant vertical
aggregations of plankton. Diurnally changing eﬀects, such
*Corresponding author: vad.csaba@gmail.com

as light-dependent predation by ﬁsh (Zaret and Suﬀern,
1976; Gliwicz, 1986) or harmful ultraviolet radiation
(UVR) (Rhode et al., 2001; Williamson et al., 2011),
however, can drive systematic diel changes in zooplankton
vertical distribution (i.e., diel vertical migration).
The vast majority of studies concerning vertical distribution of zooplankton targeted deep (up to tens of
metres), stratiﬁed lakes and only a limited number of
studies investigated shallow systems. In shallow lakes,
more focus was put on horizontal patchiness, especially on
diel horizontal migration (Lauridsen and Buenk, 1996;
Burks et al., 2002). However, some studies clearly indicated vertical patterns of zooplankton in such systems
(Kuczyńska-Kippen, 2001; Meerhoﬀ et al., 2007).
Our knowledge of the vertical distribution of microcrustacean zooplankton in small (up to a few hectares) and
shallow ( < 2 m) ponds and pools are even more limited
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compared to shallow lakes. Only a few studies dealt with
such patterns. Among them, Ranta and Nuutinen (1985)
documented diel vertical migrations of two Daphnia
species in rock pools (20–150 cm max. depths) but could
not satisfactory identify its drivers. Gilbert and Hampton
(2001) observed diﬀerences in the vertical distribution
of the cyclopoid copepod Tropocyclops extensus Kiefer
between noon and midnight in a 150-cm-deep pond, which
was attributed to predation by notonectids. The vertical
habitat choice of Daphnia longispina O. F. Müller in a
50-cm-deep arctic pond was determined by either UVR or
Chaoborus predation on sunny and overcast days, respectively (Rautio et al., 2003). However, noticeable vertical
variation in the physicochemical variables aﬀecting the
distribution of zooplankton was generally not reported
from ponds and pools; an exception was described from an
extreme habitat, a high-altitude (about 2500 m) crater
pond, where Blinn and Green (1986) found sharp gradients of temperature and DO at some occasions during a
3-year period.
Shallow waterbodies generally do not exhibit stratiﬁcation for an extended time, but may stratify thermally
for shorter periods, mainly on a diel basis (Ranta and
Nuutinen, 1985; Branco and Torgersen, 2009). Other
vertical gradients of physicochemical variables (e.g., nutrients, DO) may also develop following a diurnal cycle
causing micro-scale (within 1 m) heterogeneity of the
water column, which can be highly important for both
phyto- and zooplankton (Barker et al., 2010). Especially in
productive lakes, the concentration of DO highly ﬂuctuates during the day: the water column may be oversaturated during daytime, while critical oxygen depletion
can occur at night (Brönmark and Hansson, 1998; Ford
et al., 2002). The presence of sharp DO gradients may
be more pronounced in ponds with small surface area,
often inhabited by dense macrophyte stands, which moderate the eﬀect of wind turbulence. Microcrustaceans
living in ponds and pools are adapted to high ﬂuctuations
of DO concentration and even temporary anoxia (Fox,
1948; Herbert, 1954; Heisey and Porter, 1977). However,
there is a lack of studies investigating the spatial distribution of microcrustaceans in small and extremely shallow
habitats ( < 1 m), which may strongly depend on the
concentration of DO.
In lowland peatlands and mires, the high stock of dead
plant material represents an enormous substrate for microbial decomposition. Especially in stagnant water bodies,
which are usually densely overgrown by macrophytes,
oxygen is used up rapidly by microbial and animal respiration and diﬀusion cannot compensate this eﬀect.
Therefore, anoxic conditions occur in the sediment or
even in the water column (Moss, 1988; Rydin and Jeglum,
2006). This may lead to the vertical stratiﬁcation of oxygen
even in a shallow water column, having a strong inﬂuence
on the inhabiting species. Hence, peatland ponds seem to
be highly appropriate for testing the eﬀect of oxygen on
the diurnal vertical distribution of zooplankton.
The aim of the present study was to investigate diel
vertical microdistribution patterns of microcrustacean

zooplankton in relation to environmental variables.
During a previous 2-year monitoring period (2010–2011)
of lowland peat ponds in the Öreg-turján peatland at Ócsa
(Central Hungary), consistently low DO concentrations
were found in the water columns and anoxic conditions
were identiﬁed in the lower layers (Cs.F. Vad, unpublished
data). Therefore, we hypothesised that DO has a major
inﬂuence on the vertical distribution of zooplankton,
which may also change diurnally.

Material and methods
Study area

The Öreg-turján peatland at Ócsa is a Ramsar site and
a Natura 2000 area. We chose the deepest of the previously
monitored ponds for the present study, which is situated in
the central part of the wetland (19x12.412'E 47x17.609'N)
and originated from peat mining (abandoned in 1975). The
water column is shallow ( < 70 cm) and the sediment layer
is thick and muddy, mainly composed of dead plant
materials (reed, sedges and tree leafs). The open area of the
pond is y 300 m2, which is surrounded by a dense reed belt.
During summer, dense beds of bladderwort (Utricularia
vulgaris L.), coontail (Ceratophyllum demersum L.) and
duckweeds (Lemna spp.) appear along the edges of the
open water. A detailed description of the microcrustacean
community composition and seasonality was given by
Vad et al. (2012). A recent ﬁsh faunistic survey (conducted
on 21st August 2011) within the territory of the
Öreg-turján resulted in only one ﬁsh species in our study
pond, the European mudminnow (Umbra krameri
Walbaum) (Keresztessy et al., 2012). This is a facultative
air-breathing species, thus well-adapted to low oxygen
conditions and typically inhabits dense macrophyte beds
(Wanzenböck, 1995). Mudminnows were likewise only
recorded from the submerged vegetation of our study
pond during the ﬁsh survey (Katalin Keresztessy, unpublished data); therefore, in the open water, no considerable
eﬀect of ﬁsh on zooplankton can be expected.

Sampling and data collection

Sampling was performed during three 24-h periods
in summer and early autumn 2011 (19–20th July, 17–18th
August and 11–12th September). Weather conditions were
always sunny with scarce clouds. Samples were taken four
times (i.e., during diﬀerent times of day) in each diel
period: at sunrise (between 05:00 and 07:00), at mid-day
(12:00 and 14:00), at sunset (18:00 and 20:00) and during
night (01:00 and 03:00). In order to study the vertical
distribution of zooplankton, samples were taken from
three diﬀerent depths (0–20, 20–40 and 40–60 cm below
the surface) with a transparent plastic Van Dorn bottle
(height: 20 cm, inner diameter: 6.2 cm), which was used
vertically. We also collected samples horizontally (from
the unvegetated open water), both next to the submerged

Cs.F. Vad et al.: Ann. Limnol. - Int. J. Lim. 49 (2013) 275–285

macrophyte zone and from the central part (1.5 m away
from the macrophytes) to investigate whether vertical
patterns were similar between these two sites. All samples
were taken in three replicates. Samples were preserved in
70% ethanol. All the individuals found in the samples were
counted to determine the abundance of microcrustaceans.
Cladocera species were identiﬁed according to the key
from Gulyás and Forró (1999). As cyclopoid copepod
species were rare, we used their summed densities in
data analyses (but cyclopoid nauplii were managed
separately).
At each occasion, pH, water temperature, conductivity
and DO were measured with a Eutech CyberScan PCD
650 ﬁeld equipment (at 10, 30 and 50 cm, representing the
middle of each layer, except for DO, that was recorded
also at 5 and 20 cm, to detect the rapid decline from the
surface more precisely). Water for turbidity measures, as
well as for chlorophyll-a and phytoplankton samples were
also collected in the same way as zooplankton, but without
replicates. Turbidity was determined at the ﬁeld with a
Lovibond PC Checkit turbidity meter. The concentration
of chlorophyll-a was determined in the laboratory using
the hot methanol extraction method (Wetzel and Likens,
1991). Phytoplankton samples were only taken at the three
mid-day samplings, were ﬁxed with Lugol’s iodine solution and the abundance of species were determined
according to Utermöhl (1958). The most frequent species
were identiﬁed according to Tikkanen and Willén (1992)
and Komárek and Anagnostidis (1998, 2005). Biovolume
of the diﬀerent taxa was calculated from individual
measurements of cell sizes, using simple geometric equations and the parameters of 50 (most frequent species) or
all individuals (rare taxa). Conversion from biovolume to
carbon was estimated by applying a constant conversion
factor of 14% of algal wet weight (Rocha and Duncan,
1985; Vadstein et al., 1988).
Because in situ measurements of photosyntetic active
radiation (PAR) and UVR were not possible, water
samples were collected on 24th August 2011 and measurements were carried out on the following day at noon.
A PUV-2500 Radiometer (Biospherical Instruments) with
a plastic bowl aﬃxed above the sensor was used to
measure downwelling irradiance at diﬀerent wavelengths
(400–700 nm for PAR; 395, 380 and 340 nm for UVR),
from which the attenuation coeﬃcients (Kd) were calculated. A detailed description of this procedure is given
by V.-Balogh et al. (2009). The 1% penetration depth at
diﬀerent wavelengths was calculated using the form
Z1% = ln100/Kd.
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time of day as the repeated factor. Separate models were
constructed for the three sampling periods and diﬀerent
sites (except for the central part in August that was
excluded because of low animal densities). Distribution of
the most frequent species, Daphnia curvirostris Eylmann
and Ceriodaphnia reticulata (Jurine), was also analysed
with RM ANOVA. No models were constructed for
C. reticulata from the central part in July and September
due to the limited number of individuals. In the case of
the hyponeustic Scapholeberis rammneri Dumont and
Pensaert, altering vertical distribution due to changing
environmental conditions was not expected. Thus, we excluded this species from the analyses, although it was quite
abundant in July. In the case of signiﬁcant ANOVAs,
Tukey’s HSD post hoc tests were applied to test for signiﬁcant diﬀerences among the diﬀerent depths.
Redundancy analysis (RDA) was used to explore the
main environmental factors determining microcrustacean
vertical distribution. Three separate RDA models were
performed for the July, August and September data,
separately. Our explanatory variable set contained water
temperature, concentration of DO and chlorophyll-a, pH,
conductivity, turbidity and density of Chaoborus larvae
occurring in the zooplankton samples, while site (i.e.,
central part or next to the macrophytes) was used as
a covariable. Density of diﬀerent microcrustacean taxa
(average of the three replicate samples per depth), as well
as environmental data (apart from pH) were cubic root
transformed prior to analyses. S. rammneri was again
excluded. Manual backward selection was used to retain
signiﬁcant variables (P < 0.05). We performed a split-plot
permutation design (split-plot = time of day) with n = 999
Monte-Carlo permutations as our data included repeated
observations in time. Variance partitioning was performed
on the signiﬁcant predictors of July (concentration of
DO, temperature) and September data (concentration
of DO and chlorophyll-a).
Given the high variation in diurnal densities, we tested
for signiﬁcant diﬀerences using RM ANOVAs (for July,
August and September data separately). We tested for a
signiﬁcant eﬀect of time of day (repeated factor) and site
on cubic-root-transformed density data of the total
microcrustaceans and the diﬀerent taxa separately, while
depth was used as a covariable to take into account the
high vertical variation. Tukey’s HSD post hoc tests were
applied to identify signiﬁcant diﬀerences among diﬀerent
times of day within each sampling periods.
All analyses were performed in R (R Development
Core Team, 2009). RDA models were constructed with the
“vegan” package (Oksanen et al., 2012).

Statistical analyses

Diel vertical distribution of microcrustaceans was
analysed by repeated measures ANOVA (RM ANOVA).
As remarkable diel diﬀerences occurred in the densities
(Table 2), we used percentages (square-root-transformed
data) of individuals per depth layer as the dependent
variable, while depth was treated as the main factor and

Results
Vertical profiles of environmental variables

All the measured environmental variables exhibited constant, marked vertical patterns during our study period.
DO, water temperature and pH all decreased, while
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Fig. 1. Diel vertical patterns of DO (solid lines) and chlorophyll-a (dashed lines) during the three 24-h periods. Horizontal grey lines
separate the water layers from which the chlorophyll samples were taken.

chlorophyll-a, conductivity and turbidity increased with
depth (Fig. 1 and Appendix Table A1 available online).
The concentration of DO was close to zero at sunrise
and night and was highest during daytime (Fig. 1). However, the maximum saturation did not even reach 100% at
5 cm under the surface during the whole study period. At

20 cm depth, DO never reached 1 mg.Lx1 concentration,
or 9% saturation throughout the study.
Chlorophyll-a concentration increased with depth
during all three sampling periods. In the most extreme
case (morning of the July sampling), concentration in the
bottom layer (40 x60 cm) was more than ten times higher

Cs.F. Vad et al.: Ann. Limnol. - Int. J. Lim. 49 (2013) 275–285

279

Table 1. Vertical distribution of phytoplankton biomass (mg.Lx1) next to the macrophytes during the three 24-h periods at
mid-day. 0–20, 20–40 and 40–60 indicate the three diﬀerent layers in cm.

Cyanobacteria
Chrysophyceae + Xanthophyceae
Bacillariophyceae
Cryptophyta
Euglenophyta
Chlorophyceae
Wet weight
Carbon biomass

0–20
0.75
0.00
0.00
0.01
0.05
0.01
0.83
0.12

July
20–40
3.01
0.00
0.02
0.69
0.00
0.04
3.76
0.53

40–60
4.04
1.83
0.00
0.44
0.00
0.06
6.38
0.89

0–20
0.04
0.00
0.01
0.00
0.01
0.00
0.06
0.01

August
20–40
0.39
0.06
0.02
0.00
0.02
0.00
0.49
0.07

40–60
3.04
1.83
0.00
0.44
0.00
0.06
5.37
0.75

0–20
0.16
0.00
0.04
0.19
0.10
0.00
0.50
0.07

September
20–40
0.56
0.00
0.09
0.55
0.15
0.02
1.37
0.19

40–60
0.82
0.01
0.02
0.23
0.28
0.03
1.40
0.20

Table 2. The diel densities of total microcrustaceans (ind.Lx1) occurring in the diﬀerent water layers during the three 24-h periods
(data are the means of the three replicate samples ¡ SE; NM = next to the macrophytes, CP = central part).
Depth (cm)
July

Aug.

Sept.

0–20
20–40
40–60
0–20
20–40
40–60
0–20
20–40
40–60

Sunrise
NM
CP
123.3 ¡ 24.7 42.0 ¡ 11.4
9.3 ¡ 5.3
1.3 ¡ 0.7
4.0 ¡ 2.0
0.0 ¡ 0.0
172.7 ¡ 62.7 48.7 ¡ 7.51
10.0 ¡ 4.2
9.3 ¡ 1.8
5.4 ¡ 3.5
2.0 ¡ 1.2
8.0 ¡ 3.1
0.0 ¡ 0.0
2.0 ¡ 1.3
0.0 ¡ 0.0
1.3 ¡ 1.2
0.0 ¡ 0.0

Mid-day
NM
CP
396.0 ¡ 174.2 234.7 ¡ 142.0
28.0 ¡ 3.5
46.0 ¡ 21.0
10.7 ¡ 2.4
6.0 ¡ 0.7
416.7 ¡ 42.3
188.7 ¡ 100.3
138.7 ¡ 58.7
92.0 ¡ 51.6
38.7 ¡ 11.2
6.7 ¡ 4.8
18.7 ¡ 4.1
16.0 ¡ 4.2
6.7 ¡ 2.4
3.3 ¡ 0.7
0.7 ¡ 0.7
0.0 ¡ 0.0

than at the surface. Patterns were similar in the central
part and next to the macrophytes (Fig. 1).
Similarly to chlorophyll-a, phytoplankton biomass
also remarkably increased downwards (Table 1). Total
biomass mainly consisted of cyanobacteria with the dominant species Cyanothece aeruginosa (Nägeli) Komárek
and Planktothrix agardhii (Gomont) Anagnostidis and
Komárek. In July and August, blue-greens almost exclusively dominated the surface layer, while in the middle
and bottom layers, cryptophytes and chrysophytes
reached considerable amount of biomass, with the dominant species Cryptomonas ovata Ehrenberg and Syncrypta
sp. The vertical stratiﬁcation was less apparent in
September (Table 1).
The 1% penetration depth of visible light (photic
depth) would be 2.2 ¡ 0.3 m, which means that the whole
60-cm-deep water column is well-lighted. 1% depths for
UVR at diﬀerent wavelengths were 32.3 ¡ 0.6 (395 nm),
26.3 ¡ 1.3 (380 nm) and 15.5 ¡ 1.0 cm (340 nm). Considering that, UV-B radiation attenuated above these depths.

Distribution of zooplankton

During the ﬁrst two sampling periods (in July and
August), D. curvirostris was by far the most frequent taxon
(34.6–67.4 and 40.1–72.9% of all collected individuals per
time of day), followed by S. rammneri in July (0–38.0%)
and C. reticulata in August (17.6–45.3%). September
samples were remarkably diﬀerent, as D. curvirostris

Sunset
NM
CP
344.0 ¡ 109.2 903.3 ¡ 83.5
42.0 ¡ 8.3
39.3 ¡ 8.4
7.3 ¡ 5.5
1.3 ¡ 1.3
326.7 ¡ 59.0
441.3 ¡ 57.8
43.3 ¡ 3.7
32.7 ¡ 8.4
5.3 ¡ 3.5
6.0 ¡ 2.3
33.3 ¡ 2.4
14.7 ¡ 2.7
5.3 ¡ 2.9
2.7 ¡ 1.3
2.0 ¡ 1.2
2.0 ¡ 1.2

Night
NM
CP
21.3 ¡ 4.8
10.7 ¡ 1.3
0.7 ¡ 0.7
0.7 ¡ 0.7
0.0 ¡ 0.0
0.0 ¡ 0.0
169.3 ¡ 97.1 111.3 ¡ 24.9
96.7 ¡ 45.4
94.0 ¡ 45.0
4.7 ¡ 0.7
2.7 ¡ 1.3
35.3 ¡ 14.3
13.3 ¡ 4.7
8.7 ¡ 0.7
7.3 ¡ 1.8
5.3 ¡ 1.3
0.7 ¡ 0.7

almost completely disappeared and the community was
mainly composed of cyclopoid nauplii and C. reticulata.
This also resulted in an overall decline of zooplankton
density, e.g., the diel maxima in July and August were
903.3 ¡ 122.5 and 416.7 ¡ 42.3 ind.Lx1 (experienced
exclusively in the surface layers), while it was only
35.3 ¡ 14.3 ind.Lx1 in September (Table 2).
Percentages of microcrustaceans were always highest in
the upper 20 cm layer (both at the site next to the macrophytes and the central part), which was indicated by the
signiﬁcant “depth” factor in RM ANOVA and Tukey’s
HSD post hoc tests. Usually, hardly any animals were
found in the lowest layer (Fig. 2, Table 3).
Time of day r depth interaction was not signiﬁcant
in July and September, suggesting no diﬀerence in the
diel vertical distribution of zooplankters, however, the
interaction of these factors proved to be signiﬁcant in
August (Table 3). At mid-day and night, percentages of
microcrustaceans were considerably higher in the middle
layer than at sunrise and sunset (Fig. 2). The interaction
was also signiﬁcant in the cases of the two dominant
species D. curvirostris and C. reticulata, however, it
was more apparent in the case of D. curvirostris (Fig. 3,
Table 3).
Concentration of DO, water temperature and
chlorophyll-a concentration proved to be signiﬁcant predictors of vertical distribution in at least one of the RDA
models. Among them, only DO was signiﬁcant in all three
sampling periods; moreover, it was the only signiﬁcant
variable in August (Fig. 4). In July, DO alone explained
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Fig. 2. Diel vertical distribution of total microcrustaceans during the three 24-h periods. Data represent the percentages of
microcrustaceans occurring in the diﬀerent water layers (mean of the three replicate samples + 1 SE). Black bars refer to the sampling
site next to the submerged macrophytes, while the grey ones refer to the ones in the central part of the pond.

Table 3. Results of the two-way RM ANOVA testing for the eﬀects of depth and the interaction of depth and time of day on the
diel vertical distribution of total microcrustaceans, as well as Daphnia curvirostris and Ceriodaphnia reticulata. Analyses were carried
out separately for the three 24-h periods and two sites (NM = next to the macrophytes, CP = central part). Abbrev. for depths:
S = surface layer (0–20 cm), M = middle layer (20–40 cm), B = bottom layer (40–60 cm). Depths were ordered according to Tukey’s
HSD post hoc tests (P < 0.05). The F values and the respective degrees of freedom (in parentheses) are given in all cases. Squareroot-transformed percentage data of microcrustaceans in each vertical layer were used in the analyses.
Depth
Total

Daphnia curvirostris
Ceriodaphnia reticulata

July
Aug.
Sept.
July
Aug.

S>M>B
S>M>B
S>M=B
S>M=B
S>M>B

NM
233.70(2,6)
223.66(2,6)
187.67(2,6)
184.38(2,6)
101.52(2,6)

July
Aug.
Sept.

S>M=B
S>M>B
S>M=B

39.87(2,6)
715.48(2,6)
364.67(2,6)

***
***
***
***
***
***
***
***

S>M=B
S>M>B

CP
73.95(2,6)
124.25(2,6)

***
***

S>M=B
S>M>B

60.87(2,6)
47.66(2,6)

***
***

S>M>B

107.15(2,6)

***

Time of day r depth
NM
CP
0.76(6,18) ns
1.75(6,18)
8.50(6,18) ***
8.62(6,18)
1.59(6,18) ns
0.65(6,18) ns
1.86(6,18)
15.45(6,18) *** 10.55(6,18)
1.40(6,18)
12.11(6,18)
2.09(6,18)

ns
***
ns

3.32(6,18)

ns
***
ns
***
*

Signiﬁcance levels: “ns” P > 0.1, “.” P < 0.1, “*” P < 0.05, “**” P < 0.01, “***” P < 0.001.

only 3% of total variance in zooplankton densities, temperature had a pure variance of 12%, while their shared
eﬀect was much higher (35%). In September, DO had a
higher importance (26% pure variance) compared to
chlorophyll-a (2%) and their shared eﬀect (7%).
Signiﬁcant diel changes were found in the case of total
microcrustacean abundance (Table 4). Densities at sunrise

were always signiﬁcantly lower than during the day (midday and sunset). During the July sampling, we observed a
striking and almost complete disappearance of zooplankters at night. Densities were usually signiﬁcantly higher
next to the macrophytes compared to the central part,
which can be mainly attributed to C. reticulata and
Cyclopoida (Table 4).
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Fig. 3. Diel vertical distribution of Daphnia curvirostris and Ceriodaphnia reticulata in August, when signiﬁcant diﬀerences in the diel
distribution were found. Data represent the percentages of the two species occurring in the diﬀerent water layers (mean of the three
replicate samples + 1 SE). Shading is as in Figure 2.

Discussion
Strikingly clear vertical gradients were found in both
the environmental variables and zooplankton distribution
in this very shallow pond. These patterns were highly
similar for the three distinct 24-h periods covering the late
summer season.
The vertical distribution of microcrustaceans was
predominantly determined by the concentration of DO as
indicated by the RDA models. It proved to be signiﬁcant
in all models; moreover, it was the only signiﬁcant predictor in August and accounted for most of the explained
variance in September. In July, water temperature explained a higher amount of variation than DO, but their
shared fraction of explained variation was even higher,
indicating covariance. Water temperature is an important
factor inﬂuencing the distribution of microcrustaceans in
thermally stratiﬁed lakes (Orcutt and Porter, 1983; Kessler
and Lampert, 2004). However, it is unlikely to have a
leading role in our case, as the whole water column of the
pond was nearly isothermal during sunrise and night (and
in August and September, even at mid-day; Appendix
Table A1 available online), while the restricted distribution of zooplankton was constant.
Therefore, the observed distribution of microcrustaceans that was limited mainly to the upper 20-cm-layer
was most likely due to severe hypoxia (low-oxygen conditions) or even anoxia in the lower layers. A similar
phenomenon was found by Blinn and Green (1986) in a
senescent, high altitude crater pond in Arizona, when the
highest densities of zooplankton were seasonally most
frequently restricted to the upper, well-oxygenated 30-cmlayer. The phenomenon that zooplanktons are restricted

to the meta- and epilimnion is typical in thermally
stratiﬁed larger lakes with hypoxia in the hypolimnion
(Sell, 1998; Hembre and Megard, 2003). Under these
conditions, even benthic species migrate upwards to the
oxygenated layers (Tinson and Laybourn-Parry, 1985).
Hypoxia occurred even in the surface water during
sunrise and night. DO concentrations below 3 mg.Lx1
cause a rapid decline in the respiration and ﬁltering rate of
Daphnia (Heisey and Porter, 1977). However, limited
oxygen availability stimulates the synthesis of haemoglobin, which results in bright red colour of the animals
(Fox, 1948). We observed red colouration, indicating
this response to low oxygen was occurring in our case.
Cladocera species living in ponds or eutrophic systems are
often likely to be exposed to oxygen limitation, thus have
especially high regulatory ability on their haemoglobin
levels (Kring and O’brien, 1976; Heisey and Porter, 1977).
With increased haemoglobin content, Daphnia are able
to survive at the DO level of 0.5 mg.Lx1 (Weider and
Lampert, 1985). Anoxic tolerance also seems to be welldeveloped, as e.g., Paul et al. (1998) found that Daphnia
magna survived up to 1 day under complete lack of
oxygen.
Chlorophyll-a concentration and phytoplankton biomass exhibited an inverse vertical proﬁle compared to
zooplankton. We also found uneven vertical distribution
of diﬀerent phytoplankton taxa. In the surface layers, high
frequency of cyanobacteria was present, while cryptomonads and chrysophytes reached considerable amount
of biomass in the lower layers. We cannot be entirely
sure about the driver of these phenomena, however, the
numerous microcrustaceans (often hundreds of individuals, up to 903.3 ¡ 122.5 ind.Lx1 of total zooplankton
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Fig. 4. RDA models constructed for the three 24-h periods,
separately. Abbrev. for environmental variables (indicated by
arrows): DO = concentration of dissolved oxygen, T = water
temperature, Chl = chlorophyll-a. Abbrev. for species (indicated
only by labels): Dap = Daphnia curvirostris, Cer = Ceriodaphnia
reticulata, Cyc = cyclopoid copepods, nau = cyclopoid nauplii.
Points indicate samples.

and 511.3 ¡ 144.6 ind.Lx1 of large D. curvirostris) in
the surface water can undisputedly have a high grazing
pressure on the inhabiting phytoplankton. Grazing by
Daphnia and other macrozooplankters has been previously
identiﬁed as a major driver of the vertical distribution
of phytoplankton by forcing some taxa to the oxic–anoxic
boundary zone of lakes (Arvola et al., 1992; Massana
et al., 1994), which frequently contributes to deep-water

chlorophyll maxima (Pilati and Wurtsbaugh, 2003). Thus,
the vertical proﬁles of plankton suggest a possible
avoidance–response cascade induced by DO.
Food quality often has a higher importance for planktonic grazers than quantity (Gulati and DeMott, 1997).
Cryptomonads are excellent food source for cladocerans
(Ahlgren et al., 1990; Williamson et al., 1996), while cyanobacteria are known to be of low nutritional value (Ahlgren
et al., 1990; Müller-Navarra et al., 2000; von Elert et al.,
2003). Considering that, in our case, microcrustaceans
faced with a pronounced trade-oﬀ on the vertical axis
between higher quality food and better oxygen supply.
Despite this, the highest ratio of individuals spent most of
their time in the upper layer, which indicates a stronger
role of oxygen limitation. We only found signiﬁcant
diﬀerences in the diel vertical distribution of zooplankters
in August, most clearly exhibited by D. curvirostris, however, only to the middle layer. The carbon biomass of
phytoplankton in the upper layer in August (0.01 mg.Lx1)
was well below a threshold food concentration of individual growth (around 0.05 mg carbon.Lx1) fairly consistently predicted for some Daphnia species (incl. Daphnia
pulex, a very similar species to D. curvirostris; Andersen,
1997). Under these circumstances, expanding the lower
limit of the distribution might be beneﬁcial in spite of
hypoxia. Haemoglobin-rich Daphnia are able to descend
to the low-oxygen layer, thus utilizing its abundant food
resources (Salonen and Lehtovaara, 1992; Sell, 1998).
Migrating downwards, in our case, also reduces the likely
interference of D. curvirostris with C. reticulata, which
latter species was very abundant in August (when signiﬁcant diﬀerences in the diel vertical distribution were
found). These two genera largely overlap in their food
spectra (Lynch, 1978) and small cladocerans like Ceriodaphnia are usually better competitors than larger
Daphnia under low food supply (Romanovsky and
Feniova, 1985).
The main role of UVR as a reason for the signiﬁcant
diﬀerences in the diel vertical distribution can be excluded,
as in our pond, the 1% penetration depth for UV-A at
340 nm was y 15 cm. Thus, UV-B wavelengths, which are
the most damaging for freshwater zooplankton (Rautio
and Tartarotti, 2010) were likely absorbed in the upper few
centimetres of the water column. Moreover, we did not
ﬁnd signiﬁcant diel vertical migration during two of the
three investigated 24-h periods (i.e., migrating downwards
at mid-day to avoid harmful UVR), despite the highly
similar weather conditions.
We can also omit the possible role of ﬁsh as a driver
of the diurnal vertical aggregation of microcrustaceans.
European mudminnows exclusively inhabit dense macrophyte beds (which preference was conﬁrmed during the
investigations of Keresztessy et al., 2012) and avoid open
water due to their poor swimming ability. Therefore, in
the unvegetated zone of the pond, the eﬀect of ﬁsh on
zooplankton can be neglected.
Although we did not sample the shoreline plant beds,
the disappearance of zooplankters from the open water
during the night until sunrise strongly suggests that they
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Table 4. Results of the two-way RM ANOVA testing for the eﬀects of site and time of day on the diel densities of microcrustaceans.
Analyses were carried out separately for the three 24-h periods. Abbrev. for sites: NM = next to the macrophytes, CP = central part;
abbrev. for time of day: R = sunrise, M = mid-day, S = sunset, N = night. Times of day were ordered according to Tukey’s HSD
post hoc tests (P < 0.05). The F values and the respective degrees of freedom (in parentheses) are given in all cases. Density data of
microcrustaceans were used in the analysis after cubic root transformation.
Total

Daphnia curvirostris
Scapholeberis rammneri
Ceriodaphnia reticulata

Cyclopoid copepods
Cyclopoid nauplii

July
Aug.
Sept.
July
Aug.
July
Aug.
July
Aug.
Sept.
July
Aug.
Aug.
Sept.

NM = CP
NM > CP
NM > CP
NM = CP
NM = CP
NM = CP
NM = CP
NM = CP
NM > CP
NM > CP
NM > CP
NM > CP
NM = CP
NM > CP

Site
1.58(1,15)
5.46(1,15)
15.48(1,15)
0.46(1,15)
1.59(1,15)
0.53(1,15)
0.73(1,15)
1.47(1,15)
7.72(1,15)
5.67(1,15)
13.18(1,15)
16.11(1,15)
0.03(1,15)
11.01(1,15)

ns
*
**
ns
ns
ns
ns
ns
*
*
**
**
ns
**

R<M=S>N
R<M=S=N
R<M=S=N
R<M=S>N
R<M=S=N
R<M=S
R<M=S>N
R<M=S>N
R<M>S=N
R=M<S>N
R=M=S=N
R=M=S=N
R>M=S<N
R<M=S=N

Time of day
40.17(3,45)
7.94(3,45)
9.68(3,45)
44.83(3,45)
8.94(3,45)
10.63(3,30)
9.45(3,45)
9.32(3,45)
7.65(3,45)
3.12(3,12)
0.11(3,45)
1.61(3,45)
18.11(3,45)
13.90(3,45)

***
***
***
***
***
***
**
***
***
***
ns
ns
***
***

Signiﬁcance levels: “ns” P > 0.1, “.” P < 0.1, “*” P < 0.05, “**” P < 0.01, “***” P < 0.001.

are migrating into the macrophyte beds. Therefore,
our results indicate reverse diel horizontal migration,
i.e., migrating to the open water during daytime and
congregating among the macrophytes during night. This
pattern was previously observed by e.g., Nurminen and
Horppila (2002), who explained it as an avoidance mechanism against young-of-the-year ﬁsh aggregating within
the vegetation during the day. Lauridsen et al. (1998)
found the same pattern in a ﬁshless lake and explained it
with predation by night-active pelagic invertebrates, e.g.,
Chaoborus. This is also possible in our case, as Chaoborus
larvae were most abundant in our night samples, while
only a few or no individuals occurred in the daytime
samples (Appendix Fig. A1 available online). They were
the most frequent in July, when the reverse diel horizontal
migration pattern of zooplankton the most remarkable
was (as indicated by the signiﬁcantly lower densities at
both sunrise and night compared to mid-day and sunset;
Table 4), while fewer individuals of Chaoborus were found
in August and only a single specimen in September (but
still at night), when the pattern was less pronounced.
Therefore, the altering diel density patterns may be a result
of predator avoidance during the night (i.e., the tactile
predator, Chaoborus), but we know much less about the
adaptive role of daytime migration to the open water.
In summary, we found constant vertical microstratiﬁcation of environmental factors and plankton in
an extremely shallow water column. DO clearly had a
predominant eﬀect on the vertical distribution of zooplankton by maintaining its aggregation in the surface
layers. Even in August, when we found vertical migration
performed by D. curvirostris, likely because of food depletion in the surface layer, no or very few animals occurred
in the bottom layer. Regarding the strong gradient
of oxygen, the whole waterbody was similar to the

metalimnetic oxycline of a thermally stratiﬁed lake. The
vertical distributions of zooplankton and phytoplankton
also support this similarity, as they correspond to lakes
with metalimnetic algal maximum.
There is a growing interest in the ecology of ponds
(Oertli et al., 2009; Boix et al. 2012) but plankton communities of peatland ponds are still poorly investigated.
However, as these systems are generally oxygen-limited,
the strong vertical stratiﬁcation of plankton may be
widespread in this habitat type and even in other ponds
and pools with similarly high productivity. Therefore,
investigations regarding micro-scale patterns could be
an important part of monitoring such habitats and could
signiﬁcantly contribute to our knowledge on pond
ecology.
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and Forró L., 2012. Seasonal dynamics and composition
of cladoceran and copepod assemblages in ponds of a
Hungarian cutaway peatland. Int. Rev. Hydrobiol., 97,
420–434.
Vadstein O., Jensen A., Olsen Y. and Reinertsen H., 1988.
Growth and phosphorus status of limnetic phytoplankton
and bacteria. Limnol. Oceanogr., 33, 489–503.
V.-Balogh K., Németh B. and Vörös L., 2009. Speciﬁc attenuation coeﬃcients of optically active substances and their
contribution to the underwater ultraviolet and visible light
climate in shallow lakes and ponds. Hydrobiologia, 632,
91–105.
von Elert E., Martin-Creuzburg D. and Le Coz J.R., 2003.
Absence of sterols constrains carbon transfer between
cyanobacteria and a freshwater herbivore (Daphnia galeata).
Proc. R. Soc. Lond. Ser. B, Biol. Sci., 270, 1209–1214.
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