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DIURNAL A D SEASONAL CHANGES IN THE DIS-
TRIBUTION OF THE LIMNETIC CRUSTACEA OF

LAKE IPISSI G, 0 TARIO

ABSTRACT

An investigation of the limnetic crustacea of lake Nipissing was made in
1934 and 1935. The following species were obtained in sufficient abundance to
determine their distribution.

Cladocera
Daphnia longispina (Muller)
Holopedium gibberum (Zaddach)

Copepoda
Epischura lacustris (Forbes)
Diaptomus oregonensis (Lilljeborg)
Diaptomus minutus (Lilljeborg)
Limnocalanus macrurus (Sars)
Cyclops group.

The horizontal variation in numbers of each of these groups of organisms
was determined. Some, notably Daphnia and Epischura, were found to be nearly
uniformly distributed. Others, the Diaptomus and Cyclops populations, were
definitely "bunched" in that they showed marked variations in abundance
laterally. These variations necessitated a modification of the treatment of the
discussion of seasonal changes in abundance.

The diurnal changes in vertical distribution during the twenty-four hour
cycle were analysed. This was necessary to interpret changes in such distribu-
tion resulting from differences in absolute light intensity at the time of sampling
on the different dates during the season. The movements resulting in the diurnal
differences in distribution were correlated with changes in light intensity. There
were also specific differences in response to changing environmental conditions,
a!ld the type and extent of the diurnal migration of anyone species differed at
different periods during the season.

The seasonal changes in the vertical distribution of individual species were
analysed and a determination of the factors responsible for those changes was
~de. Field observations and experimental evidence showed that the factors of
light, temperature, oxygen, and carbon dioxide were important in determining
these changes in vertical distribution. The reaction of the limnetic crustacea to
~he above-mentioned factors was modified by age, sex, and specific differences of
individuals.

In the case of immature Diaptomus oregonensis, individuals were found con-
C!,!ntratednear bottom in the deepest water of the lake in June. This concentra-
tion moved progressively higher in the hypolimnion, correlated with oxygen
~epletion and the increased carbon-dioxide content of these strata in July and
. ugust. Experimental evidence was obtained indicating the extent of change
in the content of each of these gases separately, causing comparable avoidance
reactions in populations of Cyclops and Daphnia.
. . The seasonal changes in the abundance of the different species of Copepoda
indicate that the population undergoes two complete reproductive cycles and
the production of a third brood of nauplii between April and mid-September.

11



12 THE LIMNETIC CRUSTACEA OF LAKE NIPISSING

INTRODUCTION
The plankton crustacea are in a large measure responsible

for the transference to the higher organisms, of the food ma-
terials synthesized by phytoplankton. The present investiga-
tion in lake Nipissing has been directed towards a clearer
understanding of the distribution of these intermediate links
in the chain.

The point of attack has been through a quantitative
analysis of the distribution of the individual species of plank-
ton crustacea wherever practicable. The causal factors de-
termining the abundance at anyone place have been sought
through an analysis of the environmental factors responsible
for diurnal and seasonal changes in distribution.

ACKNOWLEDGEMENTS
During the course of the limnological investigation of lake

Nipissing carried out during the period from 1928 to 1935
inclusive, by the Ontario Fisheries Research Laboratory, a
large body of physical, chemical, and ichthyological data perti-
nent to the plankton investigation has been obtained. The
free use of these data afforded the author, has proved of in-
estimable value in the advancement of the investigation.

The investigation was made possible by the co-operation
of the various members of the Fisheries Laboratory, to whom
I take this opportunity of offering thanks. To Professor W.
J. K. Harkness, Director of the Laboratory, are due special
thanks for his kind assistance and advice, and for his support
throughout the period of the investigation.

I wish also to acknowledge the kindness of Drs. Birge and
Juday, of the University of Wisconsin, in allowing me the
privilege of an extended visit to their limnological laboratory
during the summer of 1933. The adoption of methods and
technique in use there was a direct result of their generosity in
giving of the wealth of their experience.

The physical and chemical data discussed throughout this
paper have been taken from the original data obtained by
Dr. G. H. W. Lucas and Dr. J. M. B. Corkill, and from Dr.
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THE LIMNETIC CRUSTACEA OF LAKE NIPISSING 13

Corkill's manuscript, which will be published in the near
future in the Biological Series of the University of Toronto
Studies.

GEOLOGY OF LAKE N IPISSING

Lake ipissing, Lat. 46 . Long. 79 W., has an area of 345
square miles, and lies at an elevation of 640 feet (Barlow,
1907). During the early period of lake Algonquin, the area
occupied by the present lake Nipissing was covered by a re-
treating lobe of the Labrador ice sheet which blocked all out-
lets for the lake to the north-east. The final retreat of the ice
from this region opened a new outlet lower than the St. Clair
river, previously in use, and the Nipissing Great Lakes which
resulted drained through lake Nipissing and the Mattawa
valley to the Ottawa river. As a result of the continued retreat
of the ice, the rise of the land in this area and to the north-east
finally turned all the water southwards through the St. Clair
river. The North Bay channel dried up and the present lake
came into existence, draining through the French river to
Georgian bay (Coleman, 1922).

The present lake lies in an area of Precambrian rock,
covered in large areas by glacial deposits of sands and clays.
Several small streams and three rivers of considerable size
drain the surrounding area to the lake.

MORPHOMETRY OF LAKE NIPISSING

The lake is long and narrow, the long axis extending some
50 miles from east to west. The width averages approximately
12 miles, and few relatively small islands break the broad
expanse of open water. Prevailing westerly winds result in
severe wave action in the unprotected areas.

In general the lake is rather shallow. The map (figure 1),
Showing the depth contours at intervals of 15 feet, indicates
that over the major area of the lake the maximum depth is 45
feet. The proportions of the different 15 foot depth zones,
together with the percentage of the area within each contour,
are given in the following table.
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TABLE I.-The surface area of lake Nipissing divided by 15 foot contours.

Stratum

68
34
12
1.8
0.46
0.27
0.09
0.00

FIGURE 2.-Region of lake Nipissing, including stations I and II.

Percentage of total
area

Percentage of area
within each contour

feet
0-15

15-30
30-45
45-60
60-75

75-105
105-150

Below 150

32
34
22
10.2
1.34
0.19
0.18
0.09

Two-thirds of the area of the lake is less than 30 feet in
depth, and only a half of one per cent. is deeper than 75 feet.

This restricted area of deep water has been found to be of
extreme importance in the biology of the lake, and has, there-
fore, been drawn on a much larger scale in figure 2. Reference
points are given as in figure 1. Near the south shore there
exists a valley-like depression leading towards the source
of the French river. It is in this region, and at the source
of the river itself, that the only water over 75 feet in depth
has been found in the lake. A still greater enlargement of
the deep water area just to the east of Frank's bay is given in
figure 3. It is clear that organisms limited to depths below
60 feet would be restricted to this region of the lake, and
migrants to the deepest of this area would tend to become
greatly concentrated.

PHYSICAL AND CHEMICAL CONDITIO S IN THE LAKE

The results of the extensive physical and chemical study
of the waters of the lake, from 1929 to 1934 inclusive, are to
be published by Dr. Corkill. Some general statements perti-
nent to the problem at hand may, however, be made here to
provide a background for the discussion which follows.

The lake is usually free from ice by the end of April, and
spring warming is quite rapid. The extensive area of shallow
water which is exposed to wind action, becomes warm, and
is well oxygenated throughout all strata during the summer.

o.

6b,/ I

--<it, _ _ I

shool o "";"6' -...., I
B'ueberr~ ,,~ "J2.~, , \ /cp~I.Qn" / ,/ /}~O ~) /Cd- / <, St I /,/,/

111/ /: c.. ,:~",
1
1
" . l"150~// »:": .

60,. I 1'0 / ,/ \<: __ " / \
_-' ,'~ 75/

- -60 - - - - - - - - - - 60 '
___ -60- - - - -

,.
"

r

I. 1. "".Ie----__+~'1
contours In feet

FIGURE 3.-Region of station I. lake Nipissing.
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The more protected deep area becomes stratified in early
summer and the hypolimnion remains comparatively cold
throughout the season.

The character of the thermocline varies from year to year.
Ix: most years it is depressed to within 45 feet of bottom by
mid-September. Oxygen depletion and a corresponding in-
crease in carbon-dioxide content occur in the lower strata of
this restricted hypolimnion; bottom water (3 feet above mud)
usually having only 1-2 cc. of oxygen per litre and 12-14 p.p.m.
of carbon dioxide by mid-September.

The lake may then be divided into two quite different
areas with respect to physical and chemical conditions. The
major portion of the lake (88 per cent.) of less than 45 feet in
depth is warmed and remains well oxygenated at all depths
throughout the summer season. The very restricted area of
deep water which is thermally stratified, remains cold through-
out the summer, but loses much of its dissolved oxygen and
becomes highly saturated with carbon dioxide resulting from
respiration and decomposition.

ApPARATUS AND METHODS OF COLLECTION

Wh~n the plankton investigation was begun in July, 1932,
the :=tvalla~leapparatus consisted of small closing nets of No.
20 silk bolting cloth patterned after the small net described by
Juday. (1916, .p. 569). l.t was realized that this type of
sampling was Inaccurate, In that the whole column of water
above the net is not strained during a haul. The efficiency
fac.tors of similar nets used by workers have been compared
(RIcker, 1932) and a great diversity of values was found. It
appears that when long hauls are taken to determine a net's
efficiency, the value obtained is very much lower than when
such a test is made by short hauls. This is especially true
when large numbers of algae are present in the water (Birge,
189~, p. 284). There must, then, be large differences in the
e!ficlency of a net in taking stage hauls in different concentra-
tions of a plankton population, or in different populations.

THE LIMNETIC CRUSTACEA OF LAKE NIPISSING

As an attempt was being made to study the vertical dis-
tribution of the plankton, it was clear that results obtained
in sampling with a fine meshed tow net were subject to severe
criticism. Since Drs. Birge and Juday had discontinued the
use of the closing net and had designed a plankton trap
(Juday, 1916) and later evolved a continuous centrifuge
(Juday, 1926), it was considered advisable to investigate the
merits of these newer methods. Through the kindness of
Drs. Birge and Juday, the author was enabled to spend the
summer of 1933 at their Trout lake limnological laboratory
and study the methods in use there.

During the season of 1933, a comparison was made be-
tween the plankton trap and the nets used in 1932. These
data are discussed elsewhere (Langford, MS.) but table 2 and
figure 4 show some of the results obtained. The most striking
difference is that of the greatly increased efficiency when
sampling by short hauls. Secondly, a variation in the effi-
ciency of catching particular organisms in certain strata is
noted. This is no doubt due in part to errors in sampling the
very small numbers of the organisms under consideration
(Ricker, 1937a).

TABLE2.-Percentage efficiency of closing net compared to plankton trap,
Trout lake, Wisconsin, 1933.

Depth Diaptomus Cyclops Nauplii Daphnia Mean
Metres Per cent. Per cent. Per cent. Per cent. Per cent.

0 - 2.5 64.0 63.5 55.0 84.5 65.0
2.5- 5 27.3 26.5 36.6 38.5 36.0
5 -10 9.9 8.9 9.2 13.5 10.0

10 -15 15.0 18.3 19.8 13.6 17.0
15 -20 17.0 16.8 9.5 20.3 13.5,!O -29 12.5 8.6 4.8 6.7 11.6

As a result of the above comparison, a plankton trap of 10
litres' capacity was purchased and used for all quantitative
samples in 1934 and 1935. The efficiency of this method of
sampling compared with pump methods is discussed in con-
nection with the trap and net comparisons (loc. cit.).

Light measurements were made at the time of sampling

17
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with a modified "metrophot" photoelectric exposure meter,
calibrated to read in foot candles. Samples were taken so far
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FIGURE 4.-Comparison of the efficiencyof net and trap, Trout lake Wisconsin
1933. "

as it was possible when conditions of light were stable. This
was done in order to avoid changes in distribution while
sampling.

COLLECTIONS

Two stations were selected as representative, respectively,
of the deep and shallow areas of the lake. These stations were
marked by observing the position of salient features of the
shore line. Station I was situated near the south shore three-
quarters of a mile east of Frank's bay (figures 2 and 3).
Depths of 40 and 45 metres were regularly obtained at this
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station. Station II was situated some three and a half miles
from Frank's bay in the direction of the Goose islands
(figure 2). Depths of 10 and 12 metres were found in this
region of open water, which was subject to considerable wind
action.

In 1932 samples were taken with the closing net at bi-
weekly intervals from July till October at both stations. The
stage hauls subject to such variations in the efficiency of the
net have not been included here. The seasonal variation in
numbers, determined from total vertical hauls only, is com-
pared with that for 1934 and 1935, at station I, using an
efficiency factor of 6.6 for the tow net. Absolute abundance
is, therefore, not to be compared, but rather only the relative
changes during the season.

In 1934 trap samples from station I were taken weekly
from May 16 until the end of June, bi-weekly during July, and
weekly until the middle of September. The series of depths
sampled was 0, 3, 5, 8, 10, 15, 20, 25, 30, 35, and 40 metres.
Trap samples were also taken from station II at approxi-
mately bi-weekly intervals from May 19 until the end of
August, the series of depths sampled being 0, 3, 5, 8, 10, and
12 metres.

In 1935 samples were taken with the plankton trap from
station I at weekly intervals from May 18 until September
18. Samples were taken at 1 metre and 45 metres in addition
to the series given for 1934. The value of the 1 metre sample
may be seen from the graphs of many of the organisms, which
show wide differences at depths of ° and 3 metres. Station II
was sampled only irregularly during 1935, and the 1 metre
level was added to this series as well.

It will be noted that plankton samples have been taken at
depths measured in the metric system in order that results
may be easily compared to those of other plankton workers.
It has been necessary to include certain data and maps in-
volving the English system of linear measure. The error is
slight if 1 metre is considered equivalent to 3.3 feet wherever
comparisons are necessary.
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In addition to the routine sampling, certain special samples
were obtained for specific investigations. In 1934 a diurnal
series of samples was obtained at station I; the regular series
of depths being sampled at critical periods during the diurnal
cycle.

In 1935 midnight series, as well as daylight series, were
obtained on the dates on which oblique settings of gill nets were
made for ciscoes. The data from the enumeration of these
are used in comparing the plankton food present at the
different levels with that taken by ciscoes caught in com-
parable strata.

ENUMERATION AND EXPRESSION OF RESULTS

All individuals of each species of the plankton crustacea,
with the exception of nauplius and metanauplius stages, were
enumerated in the total trap collection. A large counting cell
was employed, on which the sample was distributed by stir-
ring. A Leitz travelling binocular microscope was used in
observing the plankton, and numbers were recorded by
"counters" and later tabulated on suitable forms. The ease
with which the objectives could be changed from low to high
power proved valuable in determining the Diaptomus species.

The numbers of individuals given in the tables, and indi-
cated in the graphs of this paper, are in all cases one-tenth of
the count, i.e., numbers per litre. In the case of the diurnal
migration study, since there was a certain variation in the
total of the vertical series of collections, the data are con-
verted to percentages of the total in constructing these
graphs. The actual numbers per litre of all counts are, how-
ever, given in the respective tables.

SAMPLING ERRORS

Introduction
Ricker (1937a) has shown that estimates of a plankton

population, made from individual samples, are subject to
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statistical errors of considerable magnitude. When the popu-
lation has a random distribution throughout the whole or
part of a lake, it can be shown that a series of samples taken
simultaneously from that part will const.tute a Poisson fre-
quency distribution. Following the methods of Clopper and
Pearson (1934), Ricker calculated tables of confidence or
fiducial limits, which yield a measure of the accuracy of small
samples as an estimate of the population (Ricker, 1937b).
For larger samples (i.e., counts of over 50) the standard error
is equal to the square root of the count, and the probability
that the population lies between given limits may be obtained
from the table of the normal probability integral.

It must be emphasized that these statistical limits are ac-
ceptable only when the distribution of plankters is proven to
be random. This involves the determination of the horizontal
distribution of each plankter considered in the individual lake.

Variation in horizontal distribution
(a) Historical. From the time of Hensen (1895), who

believed his results showed a uniformity of distribution of the
oceanic plankton, the subject of horizontal variation in dis-
tribution has received a great deal of attention. The question
is still, however, far from being satisfactorily settled. Apstein
(1892), Reighard (1894), and Ward (1896) have all contended
that the plankton studied in their investigations was distri-
buted with great uniformity. Imhof (1892), Zacharias (1894),
and Marsh (1897) state that such was not found to be the case
in their studies. Birge (1897) agrees with Apstein that two-
to four-fold variations are not to be counted as swarms, and
hence states, "while therefore I find swarms occasionally
present, I find also that the Crustacea of Lake Mendota are
in general distributed with marked uniformity".

An analysis of these early reports, and of the results of
recent studies, indicates that probably three factors were
responsible for these differences of opinion. Firstly, the indi-
vidual lakes studied probably differed with respect to the
distribution of the plankton population therein. That this is
POssibly true of Cultus lake (Ricker, MS. 1) and lake ipissing
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will be shown later. Secondly, methods of collection and
analysis very likely gave different results from this stand-
point. A third reason for these differences of opinion, may
have been the fact that no exact measure of the variation in
distribution was available, and considerable diversity of
opinion existed over the definition of what was meant by a
"swarm". .

(b) Statistical analysis. Ricker (1937a) has shown that:
(i) If the plankton population is randomly distributed, the

counts of a series of samples at point of time will comprise a
Poisson frequency distribution. The mean will in this case

(
1:(X- Xl)2)

equal the variance N1-1 .

(ii) If the population is bunched together in places, scarce
in others, the variance of a series of counts will exceed their
mean.

(iii) If the population is "spaced", i.e., if the individuals
have a tendency toward remaining a definite distance apart,
then the variance will be less than the mean.

The significance of these differences from the mean may
be determined by the X2 test: "when testing agreement to a
Poisson distribution, since the variance should equal the mean
X2 = 1: (x - X)2 Ix. Reference may then be made to the X2 table
to determine whether or not the value obtained is unreason-
ably large or small. Such tables are to be found in Pearson
(1924) table 12, or Fisher (1934) table 3" (Ricker, 1937a).
We have, therefore, a means of determining with exactitude
the type of distribution exhibited by any plankter, provided
that sampling methods give results suitable for analysis.

(c) Horizontal distribution in lake Nipissing, An at-
tempt was made in 1934 to determine whether or not the
population was more variable from station to station laterally
than at one station in lake Nipissing. Plankton trap samples
were taken at a series of depths at ten different stations,
within a radius of three-quarters of a mile. Ten samples were
also obtained from 8 metres at one station. The samples were
all taken between 10.00 a.m. and 1.00 p.m. on July 4, and
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light conditions as meas~red with .the photometer remained
practically constant dunng v= tlI?e. There was no wave
action to change the penetration of light, so that there should
have been no vertical migration resulting from change in light
intensity. The counts of the ten samples at 8 metres together
with the mean, the variance, and the X2 value are given in
table 3. Similarly the series at each of the ten stations is
given in table 4.

TABLE 3.-Variation in the number of organisms taken at 8 metres, in ten samples
taken at one station, July 4, 1934.

.,
u

SAMPLE "••Organism Mean .;::
1 2 3 4 5 6 7 8 9 10 •• X'>- - - - - --- - - -- -- -

Diaptomus ......... 140 222 185 173 163 185 134 141 178 164 168.5 703 37.6
Cyclops ............ 22 35 35 32 25 35 18 21 30 20 27.3 52 17.1
Epischura .......... 5 11 7 8 5 3 1 6 7 7 6.0 7.6 11.3
Metanauplii ........ 5 12 12 2 3 9 0 5 5 2 5.5 18 28.7
Nauplii ............ 569 575 589 555 483 436 423 471 490 514 510.5 3485 61.9
Daphnia ........... 31 37 45 30 25 30 31 35 33 40 33.7 33.1 8.9
Bosmina ........... 4 5 2 8 6 1 1 4 4 5 4.0 5 11.0

From the consideration of the ten counts at one point, 8
metres, it is clear that there was considerable difference in the
type of distribution exhibited by the different organisms.
Diaptomus, Cyclops, and their metanauplii and nauplii were
definitely bunched, although Cyclops were not greatly so.
Epischura, Daphnia, and Bosmina appeared to be randomly
distributed at 8 metres at this station, with a variance not
significantly different from the mean. The influence of errors
arising in the transference of samples from the trap to vials
has been neglected. It is felt that such errors have not caused
the large fluctuations in the numbers of certain organisms
since the bunching is evident only in certain species, not in all
groups represented in the samples. The 0.05 probability has
been taken as the limit of significance.

If we inspect table 4 we find a marked difference with
regard to laterally spaced series. In only one case does the
variance approach the value of the mean. In this case from a
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comparison of the X2 value with a table of the same, Daphnia
is found to have been randomly distributed at 8 metres over
the lake. At 10 metres it was bunched, although but slightly.
In all other cases the variance is significantly higher than the
mean, and Cyclops, Diaptomus, auplii, and Daphnia, with
the exception noted, were definitely bunched in their hori-
zontal distribution at all depths sampled.

TABLE 4.-Horizontal variationin the number of plankters,1934. Figures
givenare inallcasesactualcountsof planktersin the 10 litretrapsamples.

"HAUL vDepth ".~Metres :;;
1 2 3 4 5 6 7 8 9 10 Mean > X'
- - - - - -- - --- - -- --

Cyclops
37 35 12 7 11 32 19.8 55.0 11 14 18 21 121

3 45 36 32 35 ? 23 62 35 30 ? 37.3 138 257.
5 31 30 14 53 20 15 55 40 25 50 33.3 239 64.
8 22 27 11 20 20 30 45 50 15 25 26.5 154 524.

10 16 ? 20 25 20 ? 10 ? 15 10 16.5 306 111.
Daphnia

360 5 15 9105 60 115 43 55 106 54.9 1725283.
3 110 115 35 155 ? 100 227 30 127 ? 112.4 4015 250.
5 35 75 40 85 32 40 157 40 4.5 63 61.2 1454 213.
8 27 43 45 40 38 35 52 43 30 35 38.8 55 12.

10 31 ? 42 40 50 ? 32 ? 52 22 38.4 117 18.
Diaptomus

170 345 175 270 227.7 7917 3100 63 215 180 280 220 359
3 285 215 86 560 ? 275 465 200 486 ? 321.5 11684 255
5 160 235 95 325 80 145 410 145 140 304 203.9 12031532
8 65 95 80 90 67 95 145 160 50 230 107.7 3033 252

10 60 ? 70 60 70 ? 125 ? 50 160 85.0 1692 119
Nauplii

0 461 537 742 975 912 1350802 680 1185980 862.4 7657 884
3 426 464 415 627 ? 670 815 497 658 ? 571.5 20330 249
5 538 480 371 522 339 440 805 525 490 683 519.3 19113331
8 317 272 438 437 300 390 478 563 286 578 405.9 12571280

10 202 ? 222 258 230 ? 310 ? 296 400 274.0 4622 101

Even though Epischura and Bosmina were randomly dis-
tributed at 8 metres at one station, this distribution was not
found to hold true laterallyat other depths over the lake. It
is again possible to compare these types of distribution by a
statistical method.

If we wish to compare the variation in distribution
laterally with that at one station, a test of the significance
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of the differences between their variance will tell us if one'
distribution is more variable than the other. "In testing the
difference between two estimates of variance, s; and s: from
two small samples of 1 and N2 the index z = Yz (loge s;-
loge s:) may be used. Fisher's table 6 shows the distr~bu-
tion of z for probabilities (P) of 0.05 and 0.01 and for vanous
small values of n.and n2(= N 1-1, and 2-1)" (Ricker, 1937a).

The following example, table 5, illustrates the application
of the treatment discussed above to the Daphnia population
at 8 metres.'

2
o
8
o
5

o
o
o
7
3

TABLE 5.-Comparison of the numbers of.Daphnia a~ 8 metres in ten samp.les
takenat one station,with ten samplesdistributed within three-quartersofa mile.
Haul 1 2 3 4 5 6 7 8 9 10 Mean
One station 31 37 45 30 25 30 31 35 33 40 33.7
Horizontal 27 43 45 40 38 35 52 43 30 35 38.8

One station
Number of samples 10
Degrees of freedom 9
Variance (S2) 33.1
loge(S2) 3.50
difference(logeS,'-loges2!)=0.50

z = Yo (logeS,'-logeS.')= 0.25

Horizontal
10
9

55
4

Entering the table of z (Fisher's table VI) we find for 9
degrees of freedom for P=O.Ol, z=.8494, for P=0.05,
z = .5862.· The value of z here, 0.24, is much smaller than the
value corresponding to the 0.05 level of significance, and hence
the variation at 8 metres over the ten laterally spaced stations
was not great enough to be demonstrated by this small
number of samples.

A comparison of the variance of the other organisms
studied (as indicated in table 6) yields the following results:
Diaptomus, nauplii, and metanauplii were more variable
hOrizontally at 8 metres than at one point, their z values
being greater than the value of z corresponding to the 0.05
level of significance. Cyclops, Epischura, and Bosmina were
not so much more variable horizontally at this depth as to be
shown by this comparison.

At this date Epischura, Daphnia, and Bosmina appear to
'Example comparable to one givenby Ricker (1937a).
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have been nearly randomly distributed at 8 metres, at one
point and laterally. Cyclops was slightly bunched at 8 metres
at one point, and from this comparison was evidently not
more variable laterally. Diaptomus, metanauplii, and nauplii
were definitely bunched at 8 metres at one station and show
significantly greater bunching horizontally.

An attempt was made in 1935 to determine whether there
would be any trend observable if the ten series of samples were
taken in a line. That such was not found to be the case is

TABLE 6.-Comparison of variationin the numbers of planktersat 8 metres in
ten samples taken at one station,with ten samples distributedwithin three-

quartersof a mile.
"HAUL u ~'"""

Mean
.~~ M Diff."z'oS .21 2 3 4 5 6 7 8 9 10 >

- - - - - - - - - -- -- ---- --
Diaptomus 141 178 164 168.5 703 6.55StationII...140 222 185 173 163 185 134
Horiz....... 65 95 80 90 67 95 145 160 50 230 107.7 3033 8.01 1.46 0.73
Nauplii
StationII...569 575 589 555 483 436 423 471 490 514 510.5 3485 8.15
Horiz.......317 272 438 437 300 390 478 563 286 578 405.9 12500 9.43 1.28 0.64
Metanauplii
StationII... 5 12 12 2 3 9 0 5 5 2 5.5 18 2.89
Horiz....... 2 6 1 10 5 10 20 30 10 15 10.9 76 4.33 1.44 0.72
Cyclops
StationII... 22 35 35 32 25 35 18 21 30 20 27.3 52 3.95 .
Horiz ....... 22 27 11 20 20 30 45 50 15 25 26.5 154 5.04 1.09 0.54
Epischura 7 8Station11... 5 11 5 3 1 6 7 7 6.0 7.6 2.03
Horiz....... 1 1 1 0 5 5 10 5 12 6 4.6 15.1 2.71 0.68 0.34
Bosmina
StationII... 4 5 2 8 6 1 1 4 4 5 4.0 5.0 1.60
Horiz....... 7 4 1 3 0 2 5 5 7 5 3.9 5.6 1.72 0.12 0.06

indicated in table 7. The statistical analysis yields results
quite similar to those found in 1934, with the exception of
Daphnia which is found to have been randomly distributed
at the surface, and not greatly bunched at 1 metre.

When we compare this to the results obtained by Ricker
on Cultus lake, we find very marked differences. Ricker
(1937a) finds that Epischura and Bosmina are randomly dis-
tributed at a point, Cyclops and nauplii are "spaced", and
Daphnia are definitely "bunched". In comparing the hori-
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zontal variation of these organisms with that at one station,
he concludes (MS. 1): "In most cases their horizontal
distribution is approximately the same in the immediate
vicinity of the central sampling station as over the entire
open water of the lake. In only one case has a more variable

TABLE 7.-Horizontal variationin the numbers of planktersin 10 litresamples
taken at ten stationsin a straightline,1935.

HAUL "u
"Depth oS X2Mean .;:

Metres 1 2 3 4 5 6 7 8 9 10 ">- -- - -- - - - - ---- --- --
Daphnia 0 2 7 8 2 7 7 30 5 7 4.8 7.4 14

1 1 0 3 1 0 6 2 5 6 5 2.9 5.8 18
3 27 17 5 13 10 12 20 10 20 10 14.4 42.5
5 40 40 20 29 30 20 65 12 40 50 34.6 248.7
8 16 37 20 23 11 25 52 25 23 30 26.2 132.5

10 22 40 25 40 15 45 32 25 38 25 30.7 94.7
12 45 40 30 32 20 35 25 ? 15 17 28.8 67.3 21

Diaptomus
0 14 10 12 25 1 10 20 30 20 30 17.2 89.3 47
1 15 8 4 10 12 6 17 17 10 12 11.1 23.2 19
3 50 10 8 54 40 80 35 25 50 10 36.2 547.2 136
5 86 10 42 65 18 145 30 95 150 43 68.4 2480 326
8 72 47 43 50 47 130 65 60 100 25 63.9 941 132

10 80 210 75 80 65 195 90 70 75 20 96.0 3490 327
12 130 480 130 70 85 120 150 ? 25 17 134.1 19030 1136

Metanauplii
0 35 90 130 65 50 125 195 240 205 310 144.5 8350
1 130 155 145 145 165 255 230 240 205 225 189.5 2120
3 260 345 360 270 465 255 415 325 355 450 350.0 5740
5 245 380 690 270 285 310 470 520 405 390 396.5 9580
8 290 370 290 245 218 355 355 325 395 340 318.3 4790

10 240 255 220 240 205 285 320 270 325 240 260.0 1600
Nauplii 12 195 175 240 280 370 315 280 ? 250 195 255.5 4725

0 165 385 450 525 405 685 680 630 720 805 545.0 36477
1 310 465 455 490 535 565 695 625 730 646 551.6 16177
3 660 610 795 660 1225 445 550 550 780 875 715.0 48972
5 480 440 1355 433 435 320 440 350 595 425 527.3 14544
8 370 250 370 345 285 365 290 250 300 295 302.0 204010 325 205 255 230 155 175 280 180 262 310 237.7 3675012 185 100 165 125 105 90 225 ? 245 242 148.2 4294

distribution over the greater area been demonstrated with
certainty, that of Cyclops in one of the tests, and the differ-
ence was not great." .

Whether or not this great difference in the type of dis-
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tribution is a result of inherent differences in the two lakes, or
whether it is an apparent difference due to difference in
sampling methods, is not known. Ricker's samples for com-
parison were all taken with a Juday closing tow net. The first
group was taken with a No. 20 silk net for which he gives net
factors of 15.3 on March 17 and 5.9 on October 12. Later a
second group was taken with a No. 10 silk net for which he
gives a factor of 1.10 (loc. cit.).

(d) Conclusions. The data presented above are so perti-
nent to the question of seasonal and yearly fluctuations in
abundance, and of comparisons of productivity from lake to
lake, that when taken into consideration in such studies they
must modify significantly conclusions reached. With regard
to seasonal fluctuations in abundance, it should be pointed
out that even in spite of horizontal variations, seasonal trends
are still noticeable and must be significant. Even though the
absolute numbers making up seasonal maxima and minima
are subject to large errors, still the trends are so definite, and
the differences between such maxima and minima are so
great, as to make their existence quite certain. Since the
statistical significance of these differences is not known, it will
be necessary in the future to modify sampling methods to
obviate these fundamental errors when present, if accuracy is
required.

In order to overcome the effect of these horizontal varia-
tions, both from the standpoint of seasonal abundance and
comparative productivity studies, it will be necessary to take
a number of duplicating series. Counts of a smaller number of
organisms from each, or a fraction of mixed samples from one
depth, will yield greater accuracy than is possible from single
samples.

In the present study, the extent of horizontal variations
was not known until the field work was nearly completed;
h~n~e?o att.empt is made to compare the productivity of lake
Nipissing with other lakes, from the standpoint of plankton
production. The. section of this paper dealing with seasonal
abundance contains only a general comparison of the modes
in the distribution curves, and no conclusions are drawn as to
the relative production in different years.
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Throughout the investigation, emphasis was placed upon
a study of variations in the vertical distribution of individual
species. It was realized that samples must be obtained at
short intervals of time, since conditions change rapidly at
certain seasons. In the final year (1935), the analysis of a
large number of cisco stomachs, in addition to the enumera-
tion of weekly series at station I, and midnight series in con-
nection with food studies, precluded the possibility of attempt-
ing more than one series at each sampling date.

In the study of vertical distributions, care has been ex-
ercised in analysis in the case of those species which were taken
in small numbers. Only outstanding differences have been
considered to be at all significant. Minor differences have
been disregarded in the analyses.

THE PLANKTO CRUSTACEA OF LAKE NIPISSING

Six species and one group of entomostraca were taken in
sufficient abundance to determine their distribution. These
are listed below.

Cladocera
Daphnia longispina ( iltiller)
Holopedium gibberum (Zaddach)

Copepoda
Epischura lacustris (Forbes)
Diaptomus oregonensis (Lilljeborg)
Diaptomus minutus (Lilljeborg)
Limnocalanus macrurus (Sars)
Cyclops group.

Of the Cladocera, Diaphanosoma leuchtenbergianum
(Fisher), Bosmina longirostris (Muller), and Leptodora kindtii
(Focke) were taken in such small numbers that distributional
studies were impossible. The same was true in the case of the
malacostracan Mysis relicta (Loven).

The family Cyclopidae is represented by three species in
lake Nipissing. These three species, Cyclops bicuspidatus
(Claus), Cyclops viridis (J urine), and M esocyclops obsoletus
(Koch), were too difficult to separate in enumerations, and
have therefore been combined under the genus Cyclops.
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PART I: DIURNAL MOVEMENTS OF LIMNETIC CRUSTACEA

It has for many years been recognized that plankton
crustacea react to changes in light intensity. This results in a
difference in their vertical distribution at different times of
the twenty-four hour cycle. In the studies of vertical dis-
tribution of the lake Nipissing plankton crustacea, collections
were made so far as possible at times when light conditions
were similar, yet light measurements indicated the existence
of different light intensities on different dates. In order
properly to understand and interpret the results of this
vertical distribution study, it is desirable to have definite
information on the diurnal movement of the plankton
crustacea occurring in lake Nipissing. The results of a study
of their movements throughout the day and night of June 27,
1934, is therefore given, and those movements occurring
during the cyclic changes of daylight and darkness are here
considered as diurnal movements.

Vertical series of trap hauls were taken at critical periods
of the day and night beginning at noon on June 27, 1934.
The thermocline was not well marked at this date, the steepest
gradient (1.5° C. in 2 metres) occurring between 13 metres and
15 metres. The temperature from surface to 13 metres de-
creased gradually from 17.8° C. to 16.6° C. The diurnal
variation in vertical distribution of the different· plankton
crustacea is indicated in figure 5, and the numbers of organ-
isms involved is given in table 12 (p. 121). The lowermost
panel represents on a logarithmic scale the differences in the
light intensity at the surface throughout the period.

In 1935, midnight series of trap samples were obtained in
connection with the study of the utilization of plankton
crustacea by the cisco. Comparable samples were taken the
previous day in each case, and these permit a comparison of
diurnal movements at different dates during the season. The
actual numbers involved are given in table 13 (p. 124).
Table 9 (p. 117) records the light intensity values at the time
of daylight sampling. Temperature relations at different
depths during 1934 and 1935 are indicated in table 10 (p.
118) and figure 12 (p. 51).
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Daphnia longispina (M tiller)
(a) Diurnal movement on June 27, 1934. The only -

abundant cladoceran in the open water of lake Nipissing is
Daphnia longispina. The lower panel of figure 5 indicates the
changes in distribution of this form during the day and night
of June 27, 1934.

The daytime distribution of Daphnia in the lake was
characterized by fairly large numbers in the epilimnion, a
marked scarcity in the region of the thermocline, and at times
an abundance below that level. This large population in the
hypolimnion was predominantly of the larger and older indi-
viduals. The species was definitely scarce at the surface and
the young forms predominated in the upper strata during the
day.

When the light intensity had decreased to a value of ap-
proximately 2,000 foot candles by 6.00 p.m., a very definite
maximum occurred at 3 metres and a second mode was found
just above the thermocline. Very few individuals were taken
at any level in the hypolimnion at this time of day. At 8.00
p.m. when twilight conditions prevailed, there appeared to
have been a definite movement downwards. A maximum was
produced at 8 metres and numbers of individuals were taken
throughout the hypolimnion. Subsequently, darkness ap-
parently caused a migration to surface and fairly large num-
bers were found in the upper 5 metres at 10.30 p.m. By
midnight a very definite maximum was found at surface and
fewer individuals were taken below that level. The change in
distribution at 3.00 a.m. and 4.00 a.m. is characterized by an
apparent movement downwards to produce a mode at 5 and
8 metres, although the mode at surface continued until dawn.
By 6.30 a.m. a fairly typical daylight distribution was found.
At 10.00 a.m. large numbers were taken below the thermo-
cline and a definite maximum was produced at 3 metres .: By
noon this maximum was found slightly lower, at 5 metres.
During the morning from 3.00 a.m. onwards, there was a
gradual evacuation of the surface stratum, and between
10.00 a.m. and noon the 3 metre stratum was affected
similarly.
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(b) Seasonal differences in diurnal movements, 1935.
From figure 6, which gives the various daytime and midnight
distributions throughout the season, we observe that at no
time was there such a definite maximum at the surface as dis-
cussed above. If we consider the nocturnal distribution to be
a result of movement from the position of occurrence during
the day, the following movements appear to have taken place
as the light decreased in the evening, or after darkness set in.

On June 22 the movement was apparently downwards
from zero and 1 metre levels and upward from lower levels to
produce a maximum at 5 metres at midnight. On July 5 a
slight movement took place into the 1 metre stratum. On
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FIGURE 6.-Seasonal differences in diurnal movement of Daphnia, 1935 .

July 27 the individuals in the hypolimnion (below 12 metres)
penetrated the thermocline to form a definite maximum at
5 metres. Contrary to this, on August 24 and September 1,
the daytime maximum in upper strata disappeared and a
more or less even distribution occurred at night. On Septem-
ber 1 the population of the zero and 1 metre strata did not
appear to be materially affected.
••. (c) Conclusions. Juday (1903) says of Daphnia hyalina:
With one exception [in nine lakes studied] the young did not

show so great a movement as the adults, for they were nearer
the surface in the daytime." The difference in distribution
~t~een young and adult Daphnia noted in lake [ipissing is
Itnllar to that found by Juday, but Southern and Gardiner
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(1932) and Worthington (1931) have found the exact opposite
in Lough Derg and lake Lucerne respectively. Dice (1914)
with regard to the question states: "young individuals of
Daphnia pulex are more strongly positively phototactic and
negatively geotactic than adults. They also sink less rapidly
in water. For these reasons they are usually found nearer the
surface than the adults. There is a downward movement
(i.e. in distribution) due to the ageing of the individuals."

The differences in the movement of Daphnia throughout
the season do not appear to have been generally observed.
Juday (1903), in sampling ten lakes at different times during
the summer, mentions no differences for D. longispina cor-
related with seasonal differences. In eight of the lakes a
nocturnal movement to the surface was found, the range of
the extent of movement being from U metre to 7 metres.
No great difference in migration is reported by Burckhardt
(1900) who sampled lake Lucerne in March and Worthington
(1931) who sampled the same lake in September, both finding
a migration of some 30 metres through the thermocline to
surface. Kikuchi (1931) makes the statement that: "In
Japanese lakes Daphnia longispina is generally distributed
below the thermocline. It apparently shows a tendency to
move upward at night, but not a single individual was found
above a depth of 5 metres or in the epilimnion at night.
However, D. longispina came up near the surface in winter,
when the temperature of the water decreased."

From the above it is evident that D.longispina reacts very
differently in different lakes, and it is therefore not surprising
to find that its reaction in lake Nipissing varied under the
changing conditions of the season.

Epischura lacustris (Forbes)
(a) Diurnal movement on June 27, 1934. Panel four

of figure 5 represents the percentage distribution of Epischura
at different periods during the day and night of June 27, 1934.
Numbers taken in anyone sample were small, so that too
much reliance must not be placed on individual counts. Cer-
tain trends are, however, quite evident and are taken as
significant, since several samples are involved in each case.
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The daytime distribution was characterized by a bimodal
curve, one maximum occurring near surface and another in
strata below the thermocline. It is questionable whether or
not the marked congregation of individuals occurring at 6.00
p.m. was significant, since with continued decrease in light
intensity the typical daylight distribution was observed at
8.00 p.m. Throughout the hours of darkness, however, maxi-
mum numbers were taken in upper strata and no individuals
were obtained below the thermocline. Two hours after dawn a
downward movement was observed, and later the species was
again taken below the thermocline. The individuals found
below the thermocline in daylight definitely moved through
the thermocline to upper layers at night. Whether or not this
was a result of a change in geotropism is not known.
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FIGURE 7.-Seasonal differences in diurnal movement of Epischura, 1935.

(b) Seasonal differences in diurnal movements, 1935.
Figure 7 indicates the differences observed in the diurnal

movements of Epischura in the summer season of 1935. On
June 22 there was no definite movement of the species. On
July 5 a downward trend was evident in the epilimnial popula-
tion, and on July 27 and August 24 there was a definite up-
ward movement at night.

(c) Conclusions. Marsh (1897) says of the species:
"Epischura prefers warm water but avoids bright light. In
the daytime during the hot months it is most abundant in the
upper layers, but not at the immediate surface. In the dark-
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ness of the evening however, it is no longer repelled from the
surface by the light." From night hauls in late August, 1893,
he observes: "In these three night hauls, there was an average
of 82 per cent. in the 0-5 metre stratum, while the average in
the day hauls in the same stratum was 33.32 per cent."
Again he states: "On the contrary it appears that in October
nights it migrates to greater depths. It appears to be prob-
able that temperature is the controlling cause of both the
diurnal and seasonal migrations."

It is true in the case of lake ipissing that in June when
the temperature was approximately 16°C. from surface to
20 metres, no nocturnal movement was noticeable in 1935.
In 1934, on June 27, when the upper 10 metres of water were
definitely warmer than those below, there was a movement
upward at night. On July 27 and August 24,1935, there was
also an upward migration into regions of warmer water, but
on July 5 the movement was in contrast, from regions of
warmer to colder water. It is believed, then, that no one
factor is at all times the controlling agent in this case, but
rather an interplay of factors is responsible for the reactions
exhibited. The explanation for the change observed on July 5
must, therefore, be sought through experimental investiga-
tion.

Diaptomus oregonensis (Lilljeborg)
(a) Diurnal movement on June 27, 1934. The second

panel of figure 5 represents the distribution of copepodid
stages of D. oregonensis which were taken near bottom in deep
water. Small numbers of adults did occur above the thermo-
cline but were relatively of slight importance in this study.

It is clear that the copepodid stages did not exhibit any
marked diurnal movement at this time.

(b) Seasonal differences in diurnal movements, 1935.
The copepodid stages below the thermocline did not exhibit
any marked diurnal movement on any of the dates when day
and night series were taken (figure 8). This is in conformity
with the data from the diurnal study on June 27, 1934. Con-
siderable difference was, however, observed in the movement
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of the adults above the thermocline. On three of the dates,
June 22, July 27, and September 1, a definite upward move-
ment was observed at night. On the other two dates, the day-
light and midnight distributions were not greatly different,
and there was apparently no diurnal movement of these
mature individuals.
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FIGURE S.-Seasonal differences in diurnal movement of Diaptomus group, 1935.

TO correlation exists between the light intensity at the
time of daylight sampling and the subsequent nocturnal dis-
~ribution, nor was there any observable differencejn light
tntensity between the nights when movement was observed
a~d those nights on which adult D. oregonensis failed to
mIgrate towards surface. Other factors, the nature of which
are not known, must at times limit the response of this species
to diurnal changes in light intensity.
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Diaptomus minutus (Lilljeborg)
(a) Diurnal movement on June 27, 1934. The upper

panel of figure 5 represents the changes in distribution of
adult Diaptomus throughout the diurnal cycle. The diagrams
can be taken as indicative of the movement of D. minutus, for
it was the abundant diaptomid taken in the epilimnion at this
time. Although D. oregonensis adults occurred in this region,
their numbers were negligible.

The daytime distribution of Diaptomus, when the light
intensity was high (approx. 10,000 foot candles), showed a
definite maximum at 3 metres. The form was evidently posi-
tively phototropic to bright light, but not to the intense light
at surface. When the light intensity decreased to approxi-
mately 2,000 foot candles at 6.00 p.m., the distribution became
bimodal, part of the population leaving the 3 metre stratum
and descending to 8 metres. As the light decreased still
further, the distribution again changed, greater numbers being
taken at the zero and 3 metre levels; later at 10.30 p.m. and
12.10 a.m. maximum numbers were definitely at surface. Co-
incident with this latter movement to surface, part of the
population tended to settle to lower strata, so that there was
an even gradation in distribution from the maximum at sur-
face to a minimum at 15 metres, the region of the thermocline.
At 3.00 a.m. the distribution again changed and although
maximum numbers were still taken at surface, a second con-
centration was found from 10 to 15 metres. Just at dawn,
4.00 a.m., numbers decreased in the zero and 3 metre strata,
and a fairly even distribution was found from 5 to 15 metres.
A light intensity similar to that found previously at 6.00 p.m.
failed to produce a bimodal distribution at 6.30 a.m. This
was possibly because the light was increasing rather than de-
creasing. By 10.00 a.m. a unimodal distribution was again
produced, the maximum occurring at 5 metres, and by noon it
had become bimodal once more, maxima being found at 3 and
8 metres as at 6.00 p.m.

It is, therefore, clear that the population of D. minutus in
lake Nipissing does react to changes in light intensity, in that
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its distribution changes markedly throughout the cycle.
Marsh (1897), however, found no such reaction for this species.

The bimodal type of distribution suggested a difference
in the composition of the population at the two modes, certain
individuals reacting differently from others to existing con-
ditions. A determination of the sex ratio at certain depths
suggests a possible explanation. The problem is, however, so
complex that its ultimate solution is impossible from the
series of small samples resulting from the final subdivision to
sexes. This greatly lessens the significance of the differences.

(1) Differences in the diurnal movement of the sexes. Table
8 gives the percentages of the males and females of Diaptomus
minutus in samples from certain of the depths referred to

TABLE 8.-Percentage sex ratio of D. minutus at different depths, June 27, 1934.

Depth 12.10 3.30 6.00 8.00 10.30 12.10 3.00 4.00 6.30 10.00 2.115
metres p.m. p.m. p.m. p.m. p.m. a.m. a.m. a.m. a.m. a.m. p.m.-- -- -- -- -- -- -- -- -- -- -- --

90' 9 0' 9 0' 9 0' 9 0' 9 0'9 0'9 0'9 0'9 0'9 0'
-- -- -- -- -- -- -- -- -- -- -- --

0 68 32 72 28 90 10 25 75 17 83 24 76 28 72 79 21
3 58 42 53 47 92 89 84 16
5 35 65 58 42
8 27 73 38 62 12 88

10 52 48 58 42 45 55 50 50 31 69

above. For the most part, only in samples containing large
numbers of individuals were sex determinations attempted.
It was, however, considered necessary to obtain an approxi-
mate value of the ratio between the sexes in certain of the
samples of special significance, even though the numbers
were smaller.

The maxima observed at 3 metres at 12.10 p.m. and 3.30
p.m ",when light intensity was high were apparently composed
of fairly equal numbers of males and females. Above these
maxima the surface population was made up of more females
than males.

In the upper maximum at 6.00 p.m. females predominated
to a marked extent, whereas in the lower maximum at 8
metres, the reverse was true. At 8.00 p.m. the females still
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remained predominant in upper layers, while males pre-
dominated at the 5 metre level.

At 10.30 p.m. a definite change occurred; males became
more numerous at surface and numbers of males and females
became equalized at 10 metres. This condition becam~ more
marked at the surface by midnight and the proportion of
males at 10 metres became slightly lower. The distribution
of the sexes at 3.00 a.m. and 4.00 a.m. was apparently quite
similar to that at 10.30 p.m.

By 6.30 a.m. a radical change again took place and ~emales
predominated at the surface and males were again pre-
dominant at 10 metres.

At 10.00 a.m. the maximum at 5 metres was made up of
fairly equal numbers of males and females, as were similar
maxima at 3 metres the previous day; at 8 metres there oc-
curred a slight predominance of males.

In the mid-day distribution, which was bimodal, the upper
mode was predominantly composed of females, the lower pre-
dominantly of males, as was observed in the other bimodal
distribution at 6.00 p.m.

(2) Summary. Both males and females appeared to be po~i-
tively phototropic to bright light. Females were take~. in
greater proportion at the surface since they were not sensrtrve
to the same intensity of light as males.

With declining light intensity, when the value reached
some 2,000 foot candles, some males separated from the rest
of the population and congregated at levels slightly lower,
producing a bimodal curve for the total population. Females,
on the other hand, showed a slight tendency towards an up-
ward movement, numbers at the surface having increased
slightly and males having in part moved downward. Females
remained in surface layers when the light intensity decreased
still farther and twilight condition existed. Males, however,
dispersed in layers slightly lower than where they were previ-
ously taken in maximum numbers.

After an hour or more of complete darkness, males defi-
nitely moved to the surface, since total numbers at the surface
did not change appreciably, and the ratio of males to females
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became 3: 1 as compared to 1: 9 at 8.00 p.m. Similarly it was
evident that females must have settled away from surface.

This condition, with slight variation, continued until
dawn, at which time fairly large numbers of females were
taken at the lower levels near the thermocline, and males still
predominated at surface.

Two hours after dawn, with light intensity increasing, the
distribution showed the result of an active migration of
females towards surface, and males had again moved down-
wards.

After light conditions had become stable by 10.00 a.m.,
equal numbers of males and females occurred at the 5 metre
maximum, with a predominance of females in the population
above that level. '

The distribution at mid-day, with a light intensity of
4,000 foot candles, was again of a bimodal type, with a maxi-
mum of males at a lower level than that of the females. The
distribution at this time is not understood, but may have
been a result of variations in light intensity previous to
sampling, and hence not observed since light measurements
were taken only at periods of sampling.

(3) Conclusions. The movement of the population of D.
minutus in lake [ipissing, throughout the diurnal cycle, ap-
pears to be the result of a complex movement of the two sexes,
for the differences in sex ratios at different depths have been
found to be statistically significant. The distribution under
conditions of intense light was unimodal, with a maximum
near surface, in which the ratio of the two sexes was approxi-
mately 1:1. The movement of males downwards under de-
creasing light intensity caused a bimodal type of distribution,
the upper mode of which was predominantly of females, the
lower of males. Females apparently did not react actively to
decreasing light, or in darkness, as they only gradually left
the upper layers and by dawn were found in largest numbers
near the thermocline. Males did react actively in the absence
of light, and large numbers occurred at surface shortly after
darkness set in, and remained until dawn. When light in-
tensity had increased after dawn, males at first actively
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moved downwards and females actively came to the surface.
Later the unimodal distribution was produced, in which the
sexes were equalized at 3 or 5 metres, depending on light in-
tensity. Above this mode females predominated and below it
males were predominant.

Southern and Gardiner (1932) state for Diaptomus gracilis
in Lough Derg: "The ad ult males and females do not differ
in their vertical distribution." In the population of Cyclops
strenuus in the same lake, males predominate at the bottom
at all times, the preference for the lowest layers being most
marked from sunset to midnight. Females of Cyclops strenuus
predominate at levels above the male population, and are
apparently the most active in performing the diurnal migra-
tion. Kenzo Kikuchi (1927) shows in the diurnal distribution
of Diaptomus pacificus in Kizaki lake that females had their
maximum at lower levels than males and were more active
in performing the diurnal migration. Males and females of
Cyclops strenuus in the same lake were both most abundant at
bottom, 28 metres, but males predominated at 25 and 20
metres. It is evident that in each lake, each species, and the
sexes of each species, show an individuality in their reactions
to environmental conditions.

(b) Seasonal differences in diurnal movements, 1935.
The diurnal movements of D. minutus also differed through-
out the season (fig. 8, p. 37). On June 22 the individuals from
the daylight mode at 3 metres, immediately above the ther-
mocline, evidently scattered out towards surface at night.
Certain individuals producing a maximum just below the ther-
mocline apparently did not change their position greatly. On
July 5 certain individuals in the daylight maximum at 3 metres
moved to the 1 metre level at night, and others scattered
downward producing a gradation in concentration from the
maximum at 1 metre to a minimum at the thermocline. A
similar change took place on the nights of July 27 and August
24, although in these cases the maximum abundance was
found at surface. In these three cases males were predomi-
nant at the upper mode and females at the lower limit at
night. This change is quite similar to that observed in the
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diurnal study on June 27,1934. On September 1 there was a
nocturnal movement of males to the surface, and a concentra-
tion of females at 8 metres. Detailed temperature relations
in this region were not obtained on this date, and the cause
of this concentration is not known. It is evident that
factors other than diurnal changes in light were affecting
the migrat.ions of this species as well. Juday (1903) also
found considerable variation in the movement of Diaptomus
spp. from lake to lake, and in certain lakes at different times
during the summer.

Cyclops group
(a) Diurnal movement on June 27, 1934. The third

panel of figure 5 indicates the diurnal movements of Cyclops,
as observed over a twenty-four hour period on June 27, 1934.
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FIGURE 9.-Seasonal differences in diurnal movement of Cyclops group, 1935.

It is clear that on this date there was no definite trend to
c~anges in distribution throughout the diurnal cycle. A pos-
f~ble exce?tion wa~ the slight downward movement in upper
. v~l~ dunng the night. Daylight apparently attracted some
IndlViduals to maxima near the 3 metre level.

C
(b) Seasonal differences in diurnal movements 1935

ont d with ' .n raste Wit the above lack of movement we observe
Illarked differences in diurnal changes at different times during
the 1935 season (figure 9). On June 22 the most important
change was a loss at night of the 8 metre maximum, which was
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immediately below the thermocline. On July 5 we note a
definite nocturnal movement downward from upper strata
and the formation of a maximum at 10 metres. On July 27 a
concentrated upward migration from 15 and 20 .me~re levels
resulted in a definite maximum at 3 metres at midnight, On
August 24 the daytime maximum at 3 metres cha?ged t~ a
fairly uniform distribution from surface to thermochne region
during darkness. On September 1 another upward move~ent
resulted in the production of a maximum at 5 metres at night.

(c) Conclusions. The changes. exhibited. by ~he com-
bined species of Cyclops are indeed diverse. It IS q~lt~ p~ob-
able that the separate reactions of the. three sP:cles IS :n a
large measure responsible for the great dl.fference III ?eh~vlOur
exhibited from time to time. It seems hkely also, In view of
the comparisons of other specific groups, that even the species
are not constant in the manner in which they react to diurnal
changes. .

It seems obvious also that factors other than hght must
play an important part in these reactions.

Nauplii
(a) Diurnal movement on June 27, 1934. I~ fig~re 5

the diagrams representing the distribution of nauplii at differ-
ent periods during the day and night show but little difference.
No attempt has been made to separate the nauplii of the
different species. There was apparently no movement of
nauplius stages correlated with changes in light intensity at
this date.

(b) Seasonal differences in diurnal movements, 1?35 .
From figure 10 which indicates variations in day and night
distributions throughout the summer of 1935, we observe that
this stage was, as was the case for adult copepods, not constant
in its reaction to changes of light. On June 22 there was a
slight concentration in mid-hypolimnial layers. On July 5
there was a movement away from surface at night and the
formation of a bimodal distribution. On July 27 a more even
distribution was produced in the upper 3 metres, as con-
trasted with the daytime maximum at 1 metre. A second
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mode also formed at 10 metres on this night. On August 24
a definite settling downward occurred at night, producing a
fairly uniform distribution from surface to 20 metres, the
region of the thermocline. On September 1 a similar move-
ment took place, but maximum numbers continued to remain
at upper levels, although not in the surface stratum.

(c) Conclusions. The daytime distribution of nauplii
in lake Nipissing as indicated in figure 10 and figure 26
(p. 84) tended towards maximal numbers at or near surface.
This was definite after July 1. The nocturnal movement ap-
peared to be away from the upper levels, although this was
more or less imperfectly expressed at times. It is believed

VARIATION IN DISTRIBUTION or NAUPLII DAY IE] NIGHT_

FIGURE 10.-Seasonal differences in diurnal movement of nauplii, 1935.

that the daylight distribution here was the result of a positive
phototropism, the lack of which allows the individuals to
settle slowly during the night. The sensitivity to bright light
appeared to be stronger at that time, when the upper water
had become quite warm.

That the above type of distribution and subsequent noc-
~umal movement is not constant for larval forms of copepods
In general, is evident from the following, although Marsh
(1918) gives the general statement that "most of the larval
f?rms of copepods are found close to the surface in the day-
time". Birge (1897) states: "In all lakes which I have ex-
amined in summer, the great majority of the nauplii have
been found in the region of the thermocline. I infer therefore
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that this distribution is the common one." Kikuchi (1927)
finds for the nauplii of D. pacificus a "plurimum" at 8 metres
in the day and a nocturnal migration to sur~.ace. ..In .1.929
Kikuchi makes a general statement that .nauplll.are twilight
migrators", i.e. they migrate to surface m evening and early
morning during rapid changes in light int~nsity, but are away
from surface during the hours of daylight a~d darknes~:
Juday (1903) states that in several lakes examined, nauplii
exhibited no diurnal movement. From even these few refer-
ences and the distribution found in lake Nipissing, it is evi-
dent that no general positive statement co~~e.rning t~e dis-
tribution and nocturnal movement of nauplii 1S of universal
application.

,,"
~3S..
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VARIATION IN OISTRIBUTION or HETANAUPLII

FIGURE ll.-Seasonal differences in diurnal movement of metanauplii, 1935.

Metanauplii
(a) Seasonal differences in diurnal movements, 1?35.

Metanauplii were not enumerated in 1934 but a comparison
of the nocturnal changes in distribution at different times
during the summer of 1935 may be obtained from figure ~1.
No marked diurnal changes are exhibited by the metanauphus
stages at any time during the year. A slight downward move-
ment from the upper 10 metres occurs on the night of June 22.
On July 5 and July 27 the daytime maximum in the upper
epilimnion disappears at night, although on the former date
some individuals appear to congregate at 1 metre. On August
24 some individuals settle from upper strata and others appear
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to scatter into the surface layers in the absence of light. On
September 1 there is a slight tendency toward an upward
movement at night, larger numbers being taken in the upper
10 metres than during the day.

Summary of Diurnal Movement

Five groups of the plankton crustacea of lake Nipissing
were of sufficient abundance that the diurnal changes in their
vertical distribution could be detected by 10 litre plankton
trap samples. The changes in distribution of each of these
groups throughout the diurnal cycle as determined on June
27, 1934, are indicated in figure 5. In 1935 five daylight and
midnight series were obtained, and considerable variation in
the diurnal changes of the individual groups is apparent
throughout the season. These variations are indicated in
figures 5-11 inclusive.

Diaptomus minutus exhibited a complex diurnal movement
which is in part clarified when the distribution of the two
sexes is determined at different periods in the diurnal cycle.
Great variation in the extent and type of migration occurred
during the season. At times no change was found between
daylight and midnight distributions, whereas at other times
there is a definite movement to surface at night.

Diaptomus oregonensis in late copepodid stages of develop-
ment were found in the lower hypolimnion and exhibited only
a slight tendency to change their distribution at night.
Adults, on the other hand, were found only above the thermo-
cline and differed in their response to changed conditions of
light.

The Cyclops group, consisting of the combined popula-
tions of Cyclops bicuspidatus, Cyclops viridis, and Mesocyclops
obsoletus, showed no diurnal change on June 27, 1934, but did
show marked differences in their midnight distributions during
the season of 1935. Movements away from upper layers,
movements producing an extensive maximum at 3 metres by
midnight, and movements resulting in uniform distribution in
the epilimnion were expressed.
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Epischura lacustris, although rather scarce, showed a
definite migration on June 27,1934, but practically no change
was observed on June 22, 1935. Later in the season a very
definite movement to upper warm strata occurred at night.

Nauplius stages of the above copepoda showed no migra-
tion on June 27, 1934. After the upper water had warmed to
over 20°C. in 1935, there was a tendency for the nauplii to
concentrate at surface in the day, and settle downward at
night. This movement was imperfectly expressed at times.

Metanauplii showed no marked diurnal changes in distri-
bution.

Daphnia longispina exhibited a definite nocturnal move-
ment to surface on June 27, 1934, some of the older indivi-
duals moving from 15 metres through a rather poorly defined
thermocline. During the summer of 1935 considerable varia-
tion in the type and extent of diurnal movement was
observed.

Discussion
It is not considered advisable to attempt to discuss the

many hypotheses involving a great variety of factors that
have been put forward in explanation of diurnal migration.
Welch (1935), in reviewing the literature, considers light,
temperature, food, and gravity to be the important factors
involved, but states that: "It is also possible that still other
factors may sometimes influence the reactions." Light ap-
pears to be the most important factor in this connection, but
its effect is without doubt modified by other existing en-
vironmental factors. That these are of great importance is
clear from the variation in response exhibited at different
times during the season in lake Nipissing.

It is because of this great complexity of inter-acting
factors that it has been impossible to assign causal factors
to the variations in type and extent of diurnal movement ex-
hibited in the lake. It is believed that comprehensive experi-
mental investigations, based upon the field observations of the
many workers in this field, are of prime importance in further-
ing this study. The data discussed above also lend force to a
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statement made by Juday (1903) which is in part: ".. di-
urnal movement is not a simple phenomenon, which may be
attributed to a single factor. On the contrary, the movement
in each lake presents complexities which can be solved only by
complete observations that cover a considerable period of time"
(italics are present author's).

Welch (1935), in discussing the dependability of predic-
tions of diurnal movement in un investigated lakes, says:
"with knowledge of these phenomena still incomplete, the
only safe procedure is to make an actual examination of any
new situation." The variations in diurnal distributions ob-
served in lake Nipissing illustrate the necessity of considering
even different periods of the season as "new situations", and
indicate the value of these night samples in the productivity
work discussed in a later paper. It is realized that samples
taken only at midnight and mid-day do not give a complete
picture of diurnal migration. They do, however, serve the
purpose of showing the great variations in this phenomenon
during anyone season. These day and night samples were
primarily taken as indicative of the nocturnal distribution of
the plankton crustacea, in an attempt to determine the
utilization of the different forms by the cisco population.

Conclusions

There are definite diurnal migrations exhibited by the
plankton crustacea of lake Nipissing, which are correlated
~ith changes in light intensity. Light appears to be the most
Important causal factor, but its effect is modified by other
environmental conditions.
. .The diurnal movements of the various plankton crustacea
IndIcate marked differences in the response to changes in
environmental conditions. This is noticeable among different
s~cies, between the sexes of a species in one case, and among
dIfferent developmental stages of an individual species, or of a
group of species.

The type and extent of diurnal migration of anyone
species are not constant during the season.
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The diurnal migration results in differences in the density
of individual species at different levels in the lake, and is of
importance in their availability to plankton feeders.

These changes in the concentration of the various species
of the population, at different depths, must be taken into ac-
count in considering the seasonal differences in their vertical
distribu tion.

PART II : SEASONAL DIFFERENCES IN VERTICAL DISTRIBUTION
OF THE LIMNETIC CRUSTACEA OF LAKE NIPISSING

In view of the marked horizontal variation in distribu-
tion, and the differences in diurnal migration exhibited during
the season, it may appear futile to attempt a discussion of the
seasonal differences in the vertical distribution of the plankton
crustacea. But differences in the numbers of an individual
species at different depths are so marked, and trends in the
changes from depth to depth so noticeable, that their sig-
nificance must be appreciated. Trends in the changes of
vertical distribution during the season also lend significance
to the differences observed. Even though there are marked
horizontal variations in distribution, it is believed possible to
observe real differences in vertical distribution by taking a
number of vertical series of samples at one station, at weekly
intervals. It is also believed that these differences can be
correlated with changes in physical and chemical conditions
in the lake.

The diurnal movements previously discussed are pri-
marily a result of reactions to changes in light intensity. The
effect of this factor in the study of vertical distribution has
been minimized by sampling whenever possible, on bright
days between 10.00 a.m. and 2.00 p.m. Between these hours
light conditions were relatively stable, and, as shown by the
diurnal migration study, the plankters do not migrate to any
great extent at this period. Since the absolute light intensity
has some effect on the vertical distribution of these forms, the
light intensity was measured at the time of sampling and will
be discussed in the analyses below. Table 9 (p. 117) indicates
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the light intensity measurements at time of sampling both in
1934 and 1935. Table 10 (p. 118) and figure 12 indicate the
temperature relations at different depths during the summer
seasons of both years.

Vertical Distribution-Station I
Daphnia longispina (Muller)

The vertical distribution of Daphnia throughout the sum-
mer seasons of 1934 and 1935 is represented in figure 13 and
the numbers obtained are given in table 14 (p. 126). Few
individuals were taken in May, and the form was practically
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FIGURE 13.-Seasonal differences in vertical distribution of Daphnia, station 1.
1934 and 1935.

restricted to the upper strata at that time. In June, as
numbers increased, they were present in maximum concen-
trations in the upper warmer layers, but were evidently re-
pelled from the immediate surface by intense light. On June
22, 1935, when the light intensity was only 1,800 foot candles,
quite large numbers were taken in the surface catch. It was
noted during the enumeration at this time, and subsequently,
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that the smaller individuals made up the population in the
upper 10 metres, and large individuals predominated below
this depth.

During the month of June the water was well populated to
the thermocline region. On July 12, 1934, when Daphnia in-
creased to an early summer maximum in both years, the
major portion of the population was still found above the
thermocline. There was a definite decrease in the region of
most rapid change in temperature, and a second concentra-
tion in deeper strata.

In 1934 the maximum persisted until July 24, but the
distribution was markedly different on July 12 and July 24.
As opposed to few individuals at the surface and a heavy
population to a depth of 15 metres on July 12, extremely large
numbers were taken at the surface and a definite concentra-
tion existed above 8 metres on July 24. The concentration in
the hypolimnion was also 10 metres higher on the latter date.

Two factors are apparently responsible for these differ-
ences. (1) The light intensity on the earlier date was the
highest observed at any time throughout the summer, having
a value of 10,800 foot candles. That measured on July 24 was
7,200 foot candles. The very intense light on the former date
apparently repelled all individuals from the immediate sur-
face, and forced the hypolimnial maximum to 35 metres. On
the latter date the maximum in the hypolimnion rose to 25
metres in response to the lessened light intensity. (2) A sec-
ondary temperature gradient had been formed between 8 and
12 metres on the latter date. The concentration in the warm
layers above this gradient apparently occurred as a reaction
to these temperature conditions.

In 1935 the maximum on July 12 was not as great as in
the former year, and as the thermocline lay at the 20 metre.
level, there was no marked concentration in upper strata.
The light intensity of 8,400 foot candles apparently allowed
the hypolimnial maximum to rise midway between that ob-
served in 1934 on the two dates discussed above.

The decrease from maximum numbers was rapid in both
Years, and the distribution became similar to that observed



54 THE LIMNETIC CRUSTACEA OF LAKE NIPISSING

in June. The increase toward a second maximum, however,
occurred fairly soon. This was more marked in 1934, the
interval being of the order of two weeks as compared to a
month in 1935. This second seasonal maximum was in both
cases practically restricted to the epilimnion.

There was a definite difference in the distribution
in August and September in the two years. With the
exception of September 14, the autumnal distribution in 1934
was characterized by the presence of large numbers down to
the thermocline region (below 20 metres). On September 14
large numbers were taken to a depth of 15 metres. Con-
versely in 1935 only small numbers were taken below 10
metres from August 18 until September 18. Again two factors
appear to be of importance with respect to these differences.
(1) As may be seen from the table of light intensities (table
9, p. 117), the light at the time of sampling in each case in
1934 was considerably less than in 1935. As was noted in the
day and night series in 1935 (p. 33), the nocturnal movement
was away from upper strata, thus destroying daylight maxima
near surface. It is possible that the lower light intensities in
1934 did not attract the population to maxima near surface,
as was the case in 1935. The definite concentration on Septem-
ber 14, 1934, noted above as an exception, falls into place
when it is observed that the light intensity was double that
on the preceeding dates of sampling. (2) The autumnal tem-
perature relations in 1934 were characterized by homother-
mous conditions from surface to thermocline, while in 1935
a definite gradient existed from the warmer surface to the
thermocline region. It is quite probable that this, too, played
a part in the concentration of the population in upper strata
in 1935.

Holopedium gibberum (Zaddach)
The cladoceran Holopedium was taken in the upper strata

of lake Nipissing in the spring, as indicated in the right-hand
portion of figure 14. It disappeared from the catches in June,
and was not again taken during the summer or autumn as
may be seen from table 14 (p. 127).

'III
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The disappearance of this form might be accounted for in
two ways. Firstly, the increasing temperature in the spring
might at some critical point inhibit reproductive activity or
prove lethal to the population. In 1934 the form persisted
in fairly large numbers until June 19, but in the next year was
almost entirely absent by June 12. Table 10 (p. 118) giving
the water temperature, indicates, however, that the upper
strata were considerably warmer during the former year,
when Holopedium persisted longer. Secondly, the form may
supply certain food requirements of higher organisms, as the
ciscoes, to such an extent that its reproductive activity is
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FIGURE 14.-Seasonal differences in vertical distribution of Epischura, and
Holopedium, station I, 1934 and 1935.

unable to maintain the population when consumption is at a
peak. In 1935 when the utilization of the plankton by the
cisco was investigated, it was observed that large amounts of
Holopedium were taken in the spring, before other food
organisms became abundant. The form was evidently "se-
lected" since it appeared in stomachs in greater numbers
relative to the other organisms than in the water. Even if
HOlopedium is subject to definite selection, it is impossible to
imagine complete extermination by such means. It is possible
that both increased temperature and consumption were re-
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sponsible for the absence of this organism in the summer
months. It is not known how this organism continues to
appear in lake Nipissing each succeeding spring. Scattered
individuals may live throughout the summer and fall, or
ephippial eggs may be produced during the decline in June,
to remain inactive until the next spring.

Epischura lacustris (Forbes)
The seasonal change in the vertical distribution of Epis-

chura is graphically represented at the left in figure 14 (p. 55),
and the numbers taken are given in table 14 (p. 128). We are
here dealing with a sparse population and detailed analysis is
not warranted because of errors in sampling such small
numbers.

Epischura, was most abundant in the epilimnion in lake
Nipissing a condition similar to that found in Green lake by
Marsh (1897). On June 22, 1935, a considerable concentra-
tion of the form occurred in the surface layer. The light in-
tensity on that date was only 4,800 foot candles as compared
to the 9,120 foot candles on June 29, which definitely held
maximum numbers at 8 metres.

When the temperature of the upper levels of the epi-
limn ion became greater than 20°C. by mid July, there was an
apparent vacation of these strata. This was most marked in
1935, corresponding with the higher temperatures of the
epilimnion, and a concentration again occurred at depths with
temperatures just below 20°C. With the exception of July 27,
these concentrations were just above the thermocline region.
That this vacation of upper, very warm strata was not simply
the result of limiting temperatures was shown by the fact that
the population moved into these strata at night. It appears
that the form is more sensitive to light when in warm water
than in cold. No marked difference in the transparency of the
lake water was noted during the period, and with the excep-
tion of July 19, the light intensity was comparable through-
out the period.

In 1934 there were apparently more individuals in lower
strata than in 1935. No factor or factors have been found to
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be clearly responsible for this difference in distribution. The
relatively large maximum on June 22, 1935, probably ac-
counts for the greater survival throughout that summer, al-
though too much weight must not be given to apparent dif-
ferences after that date, since the errors of sampling must be
great, due to the scarcity of numbers.

Diaptomus group

(a) Introductory. During the enumeration of Diaptomus
in the plankton trap samples of 1934, it was noticed that
samples from the epilimnion contained adults of both D.
oregonensis and D. minutus, but hypolimnial samples were
almost entirely large immature D. oregonensis in a late
copepodid stage of development. A study of the food and
feeding of Leuchichthys artedi (Le Sueur) was begun in 1935,
and it was observed that the larger form, D. oregonensis, was
the only diaptomid taken by the ciscoes studied. It was,
therefore, deemed necessary to obtain a more detailed knowl-
edge of the distribution of the two diaptomid species. Accord-
ingly they were enumerated individually in 1935, and a re-
count of the separate species was made on certain of the more
important series in the 1934 collection.

The changes in the distribution of the combined popula-
tion of Diaptomus at station I, throughout the summer season
of 1934, is shown in figure 15. In each case the region of the
thermocline is indicated by a circle to the right of the dis-
tribution diagram, and a representation of the temperature
relations at different depths over a comparable period in 1934
and 1935 is given in figure 12 (p. 51). The early spring
catches indicate the building up of the population by progeny
of overwintering individuals. After June 14 each diagram of
the series shows a maximum in the epilimnion, a decrease in
the thermocline region, and a second maximum in the hypo-
limnion. The vernal increase involves primarily the group
which inhabits the upper strata, and, correspondingly, the
seasonal maximum is reached earlier in the epilimnion than
below the thermocline.

In order to compare in more detail the production and
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distribution of the two species in 1934 with those for 1935, the
recounts are represented in figure 16. It should be noted that
the distribution of D. oregonensis is plotted on half the scale
used for D. minutus because of the great concentration of im-
mature individuals of the former species in the lower strata.
The numbers of each species of Diaptomus taken in 1934 and
1935 are recorded in table 14 (pp. 129-30).

(b) Diaptomus minutus (Li1ljebor~) in .19~4. .D. minu.tus
differed markedly from D. oregonens1,s in Its vertical
distribution. In general all stages of development appeared
to find optimum conditions in the upper warmer layers where
food was abundant. The adults were not restricted to the

FIGURE 15.-Seasonal differences in vertical distribution of Diaptomus group,
station I, 1934.

epilimnion to the same degree as those of the other
species, for although maximum numbers were in all cases
taken above the thermocline, they did extend into the hypo-
limnion to some extent. The number of adult D. minutus was
considerably larger than that of D. oregonensis at all times
during the summer, which might be expected with this form,
which does not lose its progeny to a cold hypolimnion whe~e
they are consumed in very large numbers, and where, even If
they escape such a fate, they develop but slowly. D. minu!US
also reacted more quickly in the spring, in that the populatlOn
was built up earlier than that of D. oregonensis. .'

An explanation of the differences in vertical distribution 15
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grea~l~ complicated by differences in temperature and light
condItIons, as may be seen from the following. On July 12,
1934, although there was temperature gradient at 15 metres,
the population extended in fairly large numbers to a depth
of 25 metres. On July 24, under similar temperature con-
ditions larger numbers were found at surface, and the lower
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D. minutus, station I, 1934.

limit of distribution for the major part of the population
w~s considerably higher. The difference is here correlated
WIth differences in light intensity. From table 9 it may be
In that the light intensity, when the samples were taken on
uly 12, was 10,800 foot candles at the surface, while on July
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24 it was only 7,200 foot candles. After .the begi??in~ of
August. the species was again .tak~n only in the epilimnion
With the descending thermochne m late A~gust, the lower
limit of distribution is extended progressively to greater
depths. From the data at han?, no feasible explanation can
be given for the peculiar maxima obser;ed ~t 3 =v= on
August 13 and August 28. Conditions of hght mtensity at the
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time of sampling yield no correlation, and temperature con-
ditions were uniform from surface to a depth of 15 metres.

(c) Diaptomus minutus (Lilljeborg) in 1935. From figu!es
16 and 17 it may be seen that in general the populatl?n
of D. minutus behaved similarly in the two years under dis-
cussion. In 1935 the species again reacted quickly to favour-
able conditions in the spring, and the population soon rose to
a maximum. This maximum was composed of fewer
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individuals than in 1934 and did not continue as long
as in the previous year. In late August and early September
a second maximum occurred. The species was largely re-
stricted to the epilimnion, although at times small numbers
appeared below the thermocline. In late August and Septem-
ber the population followed the descending thermocline as in
1934. With regard to the difference in distribution within the
epilimnion, there does not appear to be any correlation be-
tween maximum abundance at or very near the surface,
and light intensity at the surface at the time the samples were
taken (see table 9, p.117).

(d) Diaptomus oregonensis (Lilljeborg) in 1934. As men-
tioned previously, the specimens of D. oregonensis taken
in the epilimnion were almost all adults, and these were prac-
tically restricted to that portion of the lake. This is in con-
formity with the observations of Birge (1897) who states of
the species in lake Mendota: "In no case do the older indi-
viduals of the species show a tendency to accumulate in the
deeper water of the lake. . . ." Below the thermocline in
lake ipissing only late copepodid stages were obtained, and
as the season advanced very large numbers congregated near
bottom. It is believed that the very restricted area of this
deep water is responsible for this marked concentration.

The reproductive activity of relatively few adults in the
epilimnion, then, produced large numbers of immature forms
which penetrated to the cold hypolimnion. The fact that few
nauplii or metanauplii were found in bottom strata after
stratification was well established (see figures 26 and 27, pp.
84 and 86) suggests that migration to this region must take
place at some copepodid stage. During the period of most
rapid growth the immature stages were, therefore, present in
upper strata where phytoplankton food was abundant.

The presence of immature D. oregonensis in bottom strata
Wasapparent by June 2 (see figure 16), and a gradual increase
took place until early July. Maximal numbers were taken
during July and at this time they were still most concentrated
near bottom. By the middle of August, however, the dis-
tribution had changed, and there was evidently a migration
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of part of the population to immediately overlying layers.
This migration may be the result of at least two factors ". As
will be shown later, the consumption of this form .by the CISCO
population during July, 1935, was most .marked in the. lower
10 metres of this deep water area. As this may be .con~ldered
the usual occurrence for most years, the consumptIOn. in 1934
would tend to deplete the population of r:. ?regonens'ts to the
greatest extent in this region. However,!t IScl.ear !hat when
the form migrated to the hypolimnion in spnng It. became
most concentrated at bottom. If pa~t of the popu.latIOn were
consumed, one would expect a continued migration .to t~ke
its place unless some other factor prevented such a.mlgratI?n
in mid-August. This factor seems to be a .change m the dIS-
solved oxygen and carbon-dioxide content m these lowermost

layers. diff
The change in the dissolved oxygen content at 1 erent

depths during the summer of 1934 is given in table 11 (p.12~)
(data from field notes, J. M. B. Corkill). From June unttl
early August there was a gradual reduction i~ t~e a~ount of
dissolved oxygen in lower strata, and carbon dioxide increased
gradually throughout this period.

These changes were most marked in the bottom strat.um
(45 metres) where the oxygen content fell to 3.6 cc. per litre
and the carbon-dioxide content rose to 10 p.p.m. by the be-
ginning of August in 1934. At 40 metres, the greatest depth at
which plankton samples were taken in 1934, the oxyger;t c?n-
tent did not fall below 4 cc. per litre and the carbon-dIOxIde
content did not rise above 7 p.p.m. until August .9. ~etwee~
August 6 and 13 there was a rapid .decrease m dlsso~ve
oxygen at this depth, from 4.1 cc. per litre to 3.? cc. per litre,
and without doubt there was a relative increase in the carb?n-
dioxide content. As it was at just this period that a portion
of the D. oregonensis population appeared to evacuate the
40 metre stratum; it is possible that this organism was re-
acting to these two factors.

(e) Diaptomus oregonensis (Lilljeborg) in 1935. As m~Y
be seen from figures 16 and 17 (pp. 59 and 60), t e
most obvious difference between the populations of D. ore-
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gonensis in the two years was the increased numbers in 1935.
This was in part due to sampling in 45 metres of water rather
than in 40 m.etres as in the previous year. It is strikingly evi-
dent that 'this form concentrated in the very deepest water of
the lake in early July. Even neglecting that portion of the
population below 40 metres, the production in 1935 was still
fou~d to b~ the greater. and this greater population persisted
until well into September. The only apparent difference in
conditions in the two years was the much greater distribution
of heat to lower strata early in the season in 1934. It is diffi-
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FIGURE 18.-0xygen depletion .at 45. metres at different periods of the season
In various years.

cult to assign a definite cause to the greater production of such
an organism on th: data available, for it was probably de-
pendent upon a cham of events and a combination of factors.

Again, as in the previous year, there was a movement of
f.art. of the. population from lowermost strata of the hypo-
l~rnnIOn t? mtermediate lay~rs.. In 1935 this. took place in
. te July in contrast to the similar movement m mid-August
In the previous year.

Although oxygen and carbon-dioxide determinations were
not made throughout the summer of 1935, it is believed that
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their changes were similar to those observed in 1934, and that
oxygen depletion and the corresponding increase in c.arbon-
dioxide content caused the movement of D. oregonensts from
bottom strata similarly in 1934 and 1935. The stages of
oxygen depletion at 45 metres reached at diffe:ent periods of
the summer seasons of previous years are available, and are
represented for 1930, 1932, 1933, and ~934 in figur~ 18 (a
modification of plate 28 given by Corkill, 1935). WIth the
exception of 1933, in which year the temperature of the
hypolimnion was considerably higher than usual~ the .stage of
depletion reached at any period after early July ISquite com-
parable from year to year.

a: 1930
x 1931.-, S 1.9032- o 1. 9.33, • 1.934-,
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FIGURE-19.-Correlation between carbon-dioxide content and dissolved oxygen
- in lower strata, lake Nipissing.

Since the stage of depletion reached in early September is
similar in 1934 and 1935, and since the temperature of the
lower hypolimnial layers was equal after July 1 in .the two
years, it is quite probable that the oxygen depletion pro-
gressed in a like manner in the two seaso~s. . d

The correlation between the carbon-dioxide content an
dissolved oxygen depletion in the lower layers of th: hypo-
limnion of lake Nipissing is given in figure 19. A considerablv
number of determinations from different years have been 1I~-

eluded in the comparison, so that an average relationship 15

observed. It is clear that a fairly definite relationship do~s
exist, although considerable variation is apparent. It 15
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realized that both reduced oxygen and increased carbon
dioxide may be instrumental in causing the movement of D.
oregonensis from bottom layers. Due to the variation in the
relationship, and to the scarcity of carbon-dioxide determina-
tions, a comparison is attempted between only the depletion
of oxygen and the movement of D. oregonensis.

If the 1934 dissolved oxygen data (Corkill field notes,
1934) are used without modification in 1935, the following
correlation is observed. In 1934 the oxygen at 45 metres de-
creased rapidly after July 11 (table 11, p. 120). On that date
the dissolved oxygen content was 4.5 cc. per litre. Roughly
speaking, the oxygen content at the bottom fell to below 3.5
cc. per litre by the end of July, which is usual in normal years
(see figure 17). On July 25 it was 3.7 cc. per litre, and by
August 2 it had fallen to 3.1 cc. per litre. As discussed previ-
ously, it was at about this concentration of oxygen that move-
ment away from 40 metres occurred in 1934. From the dis-
tribution graphs of 1935 the migration from 45 metres is seen
to Occur when the oxygen depletion has reached an estimated
similar stage near the end of July. The further migration from
40 metres occurred on August 18, approximately the same
time it was noted in 1934. A still further migration from 35
metres occurred on September 1 in 1935, and by September 9
the oxygen content at this depth had decreased to 2.5 cc.
per litre.

Concurrent with this upward migration from lowermost
layers, .the descending thermocline after August 18 carried
~fo~e It the concentration of individuals in the upper hypo-
hOllllon. By September 9 the stage was reached when the
therm?cline lay between 25 and 30 metres and the oxygen
depI~tIon extended from bottom to practically this level. The
speCIeswas at this time proverbially between the "devil and
the deep "d I"sea, an apparent y Its avoidance of low oxygen
~as the more strenuous, for it penetrated the thermoCline tod:come .scattered in. the epilin:nio? by September 18. The
h sce~dlll.g thermoc~llle, resulting III a concentration of the
hypohmlllal population. may have been a factor in preventingt e' . f

mlgratlOn rom 35 metres until the oxygen content fell to
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the low figure of 2.5 cc. per litre. In 1934 the depressed
thermocline actually increased the concentration at 40 metres
on September 6, as it did at 45 metres on September 18 in
1935, although the indications are that many individuals had
penetrated the thermocline on these dates. The presence of
immature forms above the thermocline at this time lends force
to this inference, since reproductive activity in these strata
had been slight for some time.

Experimental evidence on the effect of (a) increased carbon
dioxide, and (b) decreased oxygen, on vertical movements of
plankton crustacea

The peculiar movement of immature D. oregonensis from
the lower strata of the hypolimnion of lake Nipissing, and its
correlation with oxygen depletion and related increase of
carbon dioxide, led the author to attempt an experimental
analysis of the effects of these two factors separately upon
such movement. A series of experiments was conducted em-
ploying a vertical gradient tank, designed by Dr. F. ~. J. Fry.

The organisms used in this work were Daphma magna
(Straus) reared in the laboratory and Cyclops bicuspidatus
(Claus) obtained in February, 1936, from Grenadier pond,
Toronto. A few individuals of Diaptomus reighardi (Marsh)
were also found in the Grenadier pond samples, but were so
scarce that the analysis of their movements was not con-
sidered significant. It is interesting to note that with regard
to the latter species, so closely allied to D. oregonensis, Marsh
(1907) says: "It is apparently a rather narrowly localized
species, for although collections have been made quite gen-
erally in the Michigan and Wisconsin lakes, it has so far, been
found only in three localities." In "Freshwater Biology",
1918, he states that the species has been found in only four
localities, in Michigan and New York states.

(a) Apparatus and methods, The vertical gradient tank
consisted of a small aquarium with two glass sides and
two wooden sides. A diagram of this tank is given in the scale
drawing (figure 20). Through corks placed in the wooden
sides, thermometers were inserted at different depths. A cool-
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ing coil, through which tap water flowed at a temperature of
approximately 100 c., was placed at a height of 7 inches from
the bottom. The total height of the water column in the tank
was 15 inches. The upper stratum of this column was kept at
a constant temperature by means of an electric rod heater
ther~ostati~ally controlled with a mercury contact regulator:
The immediate upper layers were kept in circulation by rising

water" level __

cool"'9 COil ...,

aerator- (:01'
h~pollf'nn,on

tn\e" mon,fold
~
LINCH

FIGURE20.-Diagram of Fry's vertical gradient tank.

air ~ubbles from an inlet 2 inches below the surface. It was
POSSIbleby cooling the bottom water and warming and cir-
cula~ing the, upper la'yers, to produce a marked temperature
g,radient at intermediate depths. By modifying the circula-
t~onby changing the ~epth and force of the air jet, it was pos-
SI?le to produce practically any type of "thermocline region"
~lth. di~erent r~lative volumes of "epilimnion" and "hypo-

Inmon at vanously controlled temperatures.
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By allowing water, cooled slightly bel?w the temper~ture
of the lower hypolimnion to flow s.lowly III thr~u&:h the inlet
manifold at the bottom water of high carbon-dlOXlde content
or low oxygen content ~ould be introduced .and would remain
at the very bottom. This produced a gradient of these gases
upward from bottom. An outlet manifold in. upper ':hypo-
limnial" layers removed the displaced water without dlstu.rb-
ing the system. Water could be removed for chemical
analysis, through outlets at different depths. An a:rator was
installed for aerating the hypolimnion, although It was not
used in these experiments. Lighting was obtained by the use
of a large diffused plate of light, some distance to the side of
the aquarium. .

The water used in these experiments was obtained from
a large tank of "conditioned" water, in which ~nger1ing trout
were living. The oxygen content was app~o~matel~ 4.5 cc.
per litre and the concentration of carbon dioxide vaned from
6 p.p.m. to Sp.p.rn. The plank~on was added.tothisuntreated
water and a thermocline estabhshed. A portion of the plank-
ton not used in the experiments continued to live in this water
for several weeks, which indicates its suitability.

Water taken from the same large tank was also used for
creating the gradients of carbon dioxide and oxygen. C.arbon
dioxide, evolved from sodium bicarbonate by the action of
sulphuric acid, and washed by passing. through ,:ater, was
bubbled through this conditioned water, mcreasing Its carbon-
dioxide content. In experiment IV, oxygen. was re~oved
from the water used by heating, and by evacuatmg the air from
above in a large winchester. This evacuation with constant
shaking was continued for four to eight hours. .

The determination of free carbon dioxide was obtained by
using the methods given in "Standard Methods of W~ter
Analysis" (1925). Dissolved oxygen content was determmed
by the Miller method discussed by DeLaporte (1920).

Counts were made of the numbers of individuals at the
levels indicated in the diagrams. In the case of Cyclops,
numbers of individuals were counted at each level by employ-
ing a large lens, in front of a narrow opening in a mask. Only
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individuals in focus, and within the limits of the mask were
counted. This obviated certain errors such as the attachment
of large numbers to the glass sides of the aquarium and gave a
better average measure of distribution, since the focal point
of the lens was approximately at the centre of the tank. The
angle iron forming the edges of the aquarium prevented the
enumeration of individuals at the bottom in all experiments.
Several series of counts within the time interval noted in the
figures, were averaged to obtain the values for the diagrams.

(b) Experiment I. (Daphnia under increased carbon
dioxide.) In the first case only Daphnia magna were used to
determine the effect of an increased carbon-dioxide content.
When the thermocline had become well established, and the
plankton had had sufficient time to form a steady vertical dis-
tribution, cooled water of high carbon-dioxide content was
admitted at the bottom. The resultant changing gradient is
indicated by the isometric lines showing carbon-dioxide con-
tent, in the upper panel of figure 21. The thermocline lay at
approximately 4 inches from surface throughout the experi-
ment, as indicated at the right of the graph.

The original distribution of the Daphnia after the tem-
perature gradient had been formed is indicated in the first
diagram, and in the last diagram at the right. The large
numbers at the 14 inch level were predominantly adults, and
the upper mode was made up of only small individuals.
Below the 14 inch level a still greater concentration was noted,
but numbers could not be counted at this depth.

A slight change in distribution was noticeable shortly
after beginning the addition of the water of high carbon-
dioxide content to the bottom. By the time that 12 p.p.m.
of carbon dioxide were determined for the 14 inch level, a
portion of the individuals had moved upward, and only large
Individuals were left. Whether or not these were less sensi-
tive is not known, since they were apparently weighted down,
carrying eggs.
. . T~e rise in the carbon-dioxide content was so rapid that
It IS dIfficult to ascertain the exact concentration responsible
for the movement observed. That there was a definite up-
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ward movement under the influence of this factor is evident.
Apparently the rise in carbon dioxide from 6 p.p.m. to 10 or
12 p.p.m. caused some individuals to move. It is believed
that this concentration would not have caused the movement
of all individuals even in an extended time. Large females,
carrying eggs, were found at bottom at all times. By the time
that a value of 48 p.p.m. of carbon dioxide was determined

VERTICAL MOVEMeNTS or DAPHNIA

r~~~--~--~--~~--~--~--~--
TT

FIGURE 21.-Vertical movements of Daphnia and Cyclops under conditions of
increased carbon-dioxide content at lower levels.

at the 14 inch level, many of the large specimens appeared t?
be asphyxiated at the bottom. The continued lack of indi-
viduals under the 48-56 isometric line is to a great extent due
to the asphyxiation of individuals in these strata. Some in-
crease is, however, noted in upper levels in the 120 minute
diagram.

These individuals in upper strata show a secondary up-
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ward movement as the carbon-dioxide content increases in the
lower "thermocline region". The upper limit of the general
population is progressively forced higher and higher in the
warmer layers at the "thermocline". The upper temperature
limit which they will tolerate under these conditions appears
to be about 20° C.

(c) Experiment II. (Cyclops under increased carbon
dioxide.) An attempt was made, using Cyclops bicuspidatus
(Claus), to determine with more exactitude than above the
concentration of carbon dioxide necessary to (a) originate and
(b) cause a more general movement of this form from lower
levels. Carbon dioxide was added gradually at first to the
water to be introduced, and later the carbon-dioxide content
of this inflowing water was increased more rapidly. As dis-
cussed in experiment I the isometric lines indicate the chang-
ing carbon-dioxide gradient, and in addition the carbon-
dioxide content of the inflowing water is indicated in the
lowermost circles in the lower panel of figure 21. It should be
mentioned that at the beginning of the experiment a well-
defined thermocline had not been established. This, however,
was soon remedied and has little effect on the results obtained,
as no change in distribution occurred before the temperature
gradient became fixed.

There was at the outset of the experiment an apparently
uniform distribution from the 6 inch level to the 14 inch level.
As indicated by the dotted lines below this level, there was a
very great concentration of individuals near bottom. Again
as in experiment I, it was impossible to enumerate these.

Very little change occurred during the first hour, except
that a slight increase is noted at the 6 inch level in the last
COunts. When the concentration of carbon dioxide had in-
creased to 12 p.p.m. at 14 inches and incoming water had a
carbon-dioxide content of 19 p.p.m., a definite increase was
noted at the 14 inch level, and at levels above. These increases
must have been due to a movement from the concentrated
population at bottom.

As the carbon-dioxide content of incoming water was in-
creased to 28 p.p.m. and an increased concentration was noted
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up to 8 inches, a definite mode was formed at 6 inches. This
mode became much more marked when the carbon-dioxide
content at 14 inches reached 15 p.p.m. and a content of 14
p.p.m. existed to 9 inches.

As the concentration became progressively greater in the
lower levels, a large maximum was formed in the upper hypo-
limnion, but Cyclops were apparently more sensitive to higher
temperatures than Daphnia and did not move into the
thermocline as did Daphnia in experiment 1. This was prob-
ably due to the fact that they had been collected from below
the ice in Grenadier pond and had been kept in cold water
until used in the experiment.

From this experiment it is clear that even a slight change
in carbon-dioxide content (from 8 to 12 or 13 p.p.m.) initiates
an upward movement, and a concentration of 14 and 15 p.p.m.
results in a more marked reaction. It might be argued that
higher concentrations than these given (i.e. 19 to 26 p.p.m.)
were the ones responsible for bringing about the reaction, but
it must be understood that incoming water is at once mixed
with water in the lowermost strata, thus having its carbon-
dioxide concentration diluted. It is believed, too, that the
initial stages of this movement were observable after sixty
minutes had elapsed.

(d) Experiment III. (Cyclops under decreased carbon
dioxide.) An experiment had indicated that there was
no upward movement of either Daphnia or Cyclops when
conditions remained stable. However, the question arose
as to whether or not the movements observed in experi-
ments I and II were the result of carbon-dioxide gradients or
of agitation in lower strata. After the Cyclops population had
remained in the gradient tank for twelve hours following the
completion of experiment II, the distribution observed was
that indicated in the first diagram of figure 22. A maximum
abundance was noted in the upper hypolimnion, but large
numbers were found in lower strata as well. An even distri-
bution existed from 8 to 14 inches. The carbon-dioxide con-
tent in all strata was high but the gradient had not entirely
disappeared.

FIGURE 22.-Vertical movements of Cyclops under conditions of decreased carbon-
dioxide content at lower levels.
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In order to determine whether or not agitation at bottom
comparable to that involved in experiments I and II would
cause an upward movement of part of the population, fresh
water of low carbon-dioxide content was introduced at the
bottom of the gradient tank when the distribution was at
equilibrium under the conditions mentioned above. The
thermocline lying in the 3 to 5 inch stratum was kept constant
throughout. The numbers determined at different depths
have been converted to percentages of the total counts (mean
count 385) obtained in each series. The change in carbon-
dioxide content at the depths sampled, resulting from the
introduction of the fresh water, is indicated within the circles
in figure 22.

VERTICAL MOVEMENTS or CYCLOPS SCALE I
co ,.,.M SO,l 0 10 20 30 ..a •••

TEMP DEGRE[S C

8 12 16 20

When the carbon-dioxide content became equal at 8 and
13 inches, a significantly different distribution was observed.
Large numbers were noted in the 12 to 14 inch stratum and
as a decrease in numbers was found at 11 inches, it is likely
th~t movement from the latter level was responsible. A cer-
~aIn a~ount of le~kage had taken place over night, so that
~nftowIng.wate: raised the l~v~l of all strata approximately 1
.nch. It IS beheved that t.his IS the cause of the disturbance
In the upper hypolimnion.

Progressive decrease in the carbon-dioxide content in
lower levels resulted in a definite migration to bottom (15
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inches). Since animals at bottom could not be enumerated,
the total numbers counted at all levels fell off considerably,
so that the percentage graph has been constructed. The very
definite movement to lowermost depths is apparent in the
last two diagrams of the figure.

It is clear that the effect of inflowing water of low carbon-
dioxide content did not result in a movement comparable to
that observed in experiment II. Rather the direction of
movement has been reversed by a reversal of the carbon-
dioxide gradient. The movement downward is very likely
expedited by the apparent positive geotropism exhibited by
this species under this series of experimental conditions.
These movements are then, without doubt, brought about by
reactions to carbon-dioxide gradients.

(e) Experiment IV. (Daphnia and Cyclops under de-
creased oxy~en.) The movement of D. oregonensis from
lower strata in lake Nipissing was correlated with both a de-
crease in oxygen and an increase in carbon-dioxide content.
A comparable movement was induced experimentally by pro-
ducing a carbon-dioxide gradient at the bottom of a gradient
tank. In the present instance an attempt was made to de-
termine whether or not low oxygen concentration would cause
a reaction similar to that observed for high carbon-dioxide
content. Water treated as discussed under methods on p. 68,
was found to contain 1.6 cc. of oxygen per litre when cooled.
It was, therefore, necessary to add large amounts of this water
to lessen the oxygen content materially in the experimental
hypolimnion.

The results of this experiment are graphically represented
in figure 23. Oxygen contents at different depths are given in
circles. The numbers counted at each depth are again con-
verted to percentages of the total count (mean totals, Daphnia
48, Cyclops 154) in the column. Three series within each time
interval indicated, are averaged in each case.

Certain variations in distribution occurred within the first
hour, but no noticeable upward movement took place until the
oxygen content at 14 inches decreased to approximately 3.0
cc. per litre. That this is very near the value which initiates
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the movement of these two species is indicated by the d fi it
m~vement observed when the water of the hypoli . e ru e
tamed onI 27 1. imruon con-y . cc. per itre, It would appear from th .
ment that Cyclops were to a slight d e.e:cpen-1 d egree more sensitrve to
owere oxygen concen~rations than were Daphnia.

As has. been mentioned previously difficult
countered in decreasing the oxygen co~tent of tYhwas e~-
ment I hr. e expen-a ypo imrnon, and as may be observed no definite
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FIGURE 23 V ..- ertical movements of Daph' del
decreasing oxygen conte~~aa~lowe;letels~nder conditions of

Oxygen gradient was prod d I .Oxygen content did ro uce. t is ?lear, .ho.wever, that low
served for high ca b p d.du~dea reaction similar to that ob-

r on- lOXl e conte t Th ..
apparently about 3 0 cc pe lit f n . e critical value was
and possibly less f~r C;clo;/ re 0 oxygen for Daphnia magna
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(f) Summary. By experiments involving gradients ~f
carbon dioxide and oxygen, it has been shown that. Daphma
magna and Cyclops biscuspidatus moved from a region ~f ~a)
high carbon-dioxide content to one of low carbon-dioxide
content, (b) low oxygen content to one of high ~xygen content.

These movements were relatively of conslderabl~ extent
and involved a fairly large proportion of the pop~latlOn.

In general, the movem~nts ~ou.nter.acted rea:t~ox:s to fac-
tors responsible for a definite distribution at equilibrium ... Of
these factors higher temperature a~d aI?-apparent positrve
geotropism in the case of Cyclops ~~cusp~datus may be m:n-
tioned. In one case the movement Into lower strata, contain-
ing lesser concentrations of carbon dioxide, was probably
furthered by the positive geotropism of the form.

The movements were comparable to the movements ex-
hibited by immature D. oregonensis in lower s~rata of the
hypolimnion of lake Nipissing, the moveme.nts In th: latter
case having been correlated with the facto.rs Involved In these
experiments. Considering the factors Independently, the
critical values for the initiation of these movements appear to
be an increase of carbon dioxide to approximately 12 or 15
p.p.m., or a gradient of from 8 to 12 or 15 p.p.m '. carbon
dioxide, or a decrease of oxygen content to approximately
3.0 cc. per litre. .

The comparison of these values, with the correlations
found in lake Nipissing, follow.

(g) Discussion. It was found that in the lower strat<l;of
the hypolimnion of lake Nipissing, a portion .of the ~opulatlOn
of immature D. oregonensis moved progressively higher froI?
bottom in late July and August of both 1934 and 1935. T~ls
movement was apparently correlated with oxygen depletion
and the related increase of carbon dioxide in these strata. It
seemed evident that this reaction was brought about when the

d' toxygen content fell to about 3.5 cc. per litre an.d a .gra lena
existed from this value to a higher concentration In strat
above. .

In figure 19 (p. 64) it was shown that there is a defimte
relationship between oxygen depletion and increased c'arbon-
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dioxide content in the bottom strata of lake Nipissing. Con-
siderable variation is noted in this relationship, and for the
value of 3.5 cc. per litre of oxygen, we find corresponding
values of 9, 10, and 10.5 p.p.m. of carbon dioxide, both within
the same year at different depths, and in different years at the
same depth. The average value would likely be in the neigh-
bourhood of 9 p.p.m. of carbon dioxide.

From experimental evidence, it has been shown that
critical values for these two factors, which independently in-
cited comparable movements in Daphnia magna and Cyclops
bicuspidatus, were approximately I2 p.p.m. to IS p.p.m. of
carbon dioxide and 3.0 cc. per litre of oxygen.

That higher values of oxygen content and lower values of
carbon dioxide, when the factors are acting together, result
in movements of D. oregonensis in the lake is not surprising.
In fact, what was surprising to the author was the close agree-
ment observed between the values causing similar reactions in
Daphnia and Cyclops under experimental conditions, to those
affecting the distribution of D. oregonensis in the lake. It was
believed that specific differences in the reaction to concentra-
tions of these gases would probably yield results not at all
comparable to field observations. It was felt also that the
abrupt change of conditions in the experimental procedure
would probably bring about the reaction before the values
reached the limits indicated. The effect of such an abrupt
change may be an alternate explanation for the difference
between values which cause these reactions in the lake and
under experimental conditions. However, the difference ob-
served is so small as to be only of minor importance. The
time necessary to analyse the water samples during the ex-
periment would make difficult a comparison of the above data
with those obtained from an experiment involving both factors
acting together.

Reference must be made at this point to the comprehensive
Work of Birge and Juday on this problem. Birge and Juday
(1911) state in introduction to their study of dissolved gases:
"The animal plankton has not shown any close correlation
with the dissolved gases, considered either with reference to
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kind or quantity. These gases seem to have no chemotactic
effect on the zooplankton, nor do the gaseous products of
decomposition, as they exist in lakes, app~ar to have .any u~-
favorable effect on the animals, such as might determme .thelr
distribution in the water of the lake. The zooplankton IS ex-
cluded from water whose supply of oxygen is too smal~; but
sensitiveness to deficient oxygen does not app~ar until the
supply of the gas is much reduced. These animals do n~t
begin to withdraw from water, until the oxygen supply IS

reduced to 0.2 cc. or 0.3 cc. per li.tre, a verysmall percent~ge
of the normal amount. Few ammals rernam in water which
has less than 0.1 cc."

In view of the above statement, it must be stressed that
the movement of D. oregonensis w~s in ~o case a. complete
evacuation of the strata under consideration, and m th: e~-
perimental material it was noted throughout ~hat some indi-
viduals remained under conditions from which others had

moved. . dJ d
From a consideration of the data given by Birge ~n u ay

(1911, pp. 116-20 and figures), it is evident that .m several
cases fairly large numbers of Cyclops do occupy reg~ons whe~e
oxygen conditions are of the order of 0.3 ,cc. per litre. It IS

believed that in most cases-e.g. Mendota, August 8, 24,
September 14, 1906; Elkhart, October 2, 1906; Mendota,
September 6,1907; Beasley, August 3,1908, August 14, 1909;
Knights, August 25, 1909; Silver, August 21, 19.07and. August
28 1908-conditions of light or temperature, i,e. an immedi-
ately overlying thermocline, or both, were holding concentra-
tions in these strata of low oxygen content. The fact othat.a
temperature gradient or temperature of the orde~ of .20 s:. did
inhibit the avoidance reaction to high carbon dioxide m the
experimental work, is clear from figures 20, 21, and 22, and
that the thermocline prevented the upward movement of D.
oregonensis in lake Nipissing until upper strata cooled con-
siderably is in accordance with this view.

In two cases, Elkhart, July 3, 1906, and lake Geneva,
September 25, 1906, modes in the distribution of CycloPS
occur in strata of low oxygen content, and no tenable explana-
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tion can be given on the basis of the above hypothesis. In
most cases, with exceptions noted, Cyclops, the only group
which can be compared directly here, showed definitely
smaller numbers in strata having less than 3.0 cc. per litre
of dissolved oxygen than in strata containing more than this
amount.

In Mendota the rapid decrease of oxygen in the hypo-
limnion, and the single or far-separated collections from the
other lakes, prevent the observation of a correlation, such as
was noted for immature D. oregonensis in lake Nipissing.
Only by a closely spaced series of collections can such a move-
ment be followed, when oxygen conditions are changing
rapidly.

It should be pointed out that the critical values in the
production of movement given above are far from lethal in
effect. The distribution of apparently normal individuals of
Cyclops, at the beginning of experiment III, in water contain-
ing from 64 to 70 p.p.m. of carbon dioxide, is evidence of that
fact. These animals lived for several weeks after being used
in that experiment. This bears out the statement, made by
Birge and juday (1911), that oxygen depletion to 0.2 cc. per
litre and correspondingly high carbon-dioxide content, had no
unfavourable effect on the animals. The values given, then,
are not limiting values in distribution but rather are critical
values which incite avoidance reactions.
• (h) Conclusions. From analysis of the movements of
Immature D. oregonensis from lower strata in lake Nipissing,
correlated with oxygen depletion and related increase in free
carbon dioxide, and from subsequent experimental results of
the action of these two gases separately, it would seem that
th; .vertical movements of immature D. oregonensis in lake

IPlssing are of the nature of avoidance reactions to certain
critical values of these gases. A comparison of the field ob-
~rvations and experimental data has led the author to believe

a~ a decrease in oxygen to approximately 3.0 cc. per litre or
an Increase of carbon dioxide to 12 p.p.m. or 15 p.p.m. are
:Ufficient to bring about these reactions, provided that other
actors of stronger influence do not inhibit the response. A



80 THE LIMNETIC CRUSTACEA OF LAKE NIPISSING

steep temperature gradient, moderately high temperatures,
and possibly light, may be factors limiting the avoidance of
these critical values at times. It appeared that when both
factors, low oxygen and high carbon dioxide, were working
together in nature, the reaction occurred at slightly higher
oxygen and lowercarbon-dioxide values than when the factors
were working independently under experimental conditions.
It is possible that the values given are not of universal applica-
tion, but it is believed that further observations in nature and
more detailed experimental investigation may bear out the
hypothesis given.
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FIGURE 24.-Seasonal differences in vertical distribution of Limnocalanus,
station I, 1934 and 1935.

Limnocalanus macrurus (Sars)
The vertical distribution of Limnocalanus throughout the

summer seasons of 1934and 1935is indicated in figure 24 and
given in table 14 (p. 131). In 1935both immature and adult
specimens were enumerated and their difference in distribu-
tion is illustrated in the graph.

By the middle of June both adults and copepodid stages
were found concentrated in the deeper strata. This may have
been a result of the development of the immature stage from
previously unrecognized nauplii and metanauplii, as well as a

''>-
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definite concentration in the restricted volume of cold water.
Marsh (1897) states that "In February, March and April
most of the Limnocalani are immature in Green Lake, Wis-
consin". In May fewindividuals were taken in lake Nipissing
and these were found to be scattered over a wide area.

The numbers remained relatively the same throughout the
summer and although some were utilized as food by the cisco,
the amount was small and depletion was not noticeable. The
form does not carry eggs so that it is difficult to determine
reproductive activity, yet the above facts indicate that there
must be a slowbut steady production throughout the summer.

The errors in sampling a small population such as that of
Limnocalanus prevent any detailed analysis of their distribu-
tion. They were present only in the lower hypolimnion, how-
ever, and a marked concentration occurred in mid-September
when the thermocline descended to 35 metres. As would be
expected the immature forms were considerably more numer-
ous than the adults. The latter appeared to be more restricted
to lower strata than the copepodid stages, but their very
small numbers invalidate any definite statement that might
be made to that effect.

Cyclops group
Cyclops bicuspidatus, Cyclops viridis, and Mesocyclops ob-

soletus have been taken in the limnetic region of lake Nipis-
sing. The group as a whole was so poorly represented quan-
titatively that the individual species were not enumerated,
~incenumbers obtained would have been practically valueless
10 distribution studies.
. The seasonal distribution of the combined Cyclops popula-

tion for the summer seasons of 1934 and 1935 is given by
figure25 and in table 14 (p. 133). Few individual! wintered
OVer,and the group did not increase rapidly in numbers in the
sPring. Between the beginning and middle of June, a tre-
rnendous increase occurred in both years. In 1934 these in-
creasednumbers had their maximum in strata below20metres
~d were distributed in large numbers from this level to

ttom. In 1935maximum numbers were taken at 20 metres



82 THE LIMNETIC CRUSTACEA OF LAKE NIPISSING THE LIMNETIC CRUSTACEA OF LAKE NIPISSING 83

and a definite decline was observed below this depth, the
group being scarce below 30 metres. It is possible that this
scarcity in deep water in 1935 was a result of the lower
temperature of the hypolimnion, 9.7°C. to 6°C. below 20
metres, compared with from 12°C. to 8°C. in 1934. When
the hypolimnion had warmed up by June 20 in 1935, although
the light intensity at the time of sampling was low, producing
a maximum at 8 metres, fairly uniform numbers were found
from 10 metres to bottom.

In both years the hypolimnion was fairly well populated
until the middle of July, after which date Cyclops was defi-

o TH£RHOCLIHE
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indicated by figure 18, and the lack of oxygen data in 1935,
prevent detailed comparison in 1934 and 1935. It is, there-
fore, not possible to make any definite statement with respect
to the relationship existing between dissolved oxygen content
and the distribution of Cyclops. The distribution observed
might well be produced only by the effect of more successful
survival and reproduction in upper strata, and an inhibition of
downward migration by the more pronounced stratification
developed in mid-summer. The increase in August definitely
remained above the thermocline, as did the final brood ob-
served in late September.

The depressed thermocline in autumn greatly increased
the depth of the epilimnion, yet the major portion of the
population was found in the upper 10 metres of water in
contrast to its distribution in June. .

In 1935, on both July 27 and August 2, the light intensity
reading at surface when the samples were taken was 8,400 foot
candles and on August 9,18, and 24 the reading was 7,200 foot
candles. The tremendous difference in vertical distribution in
the upper 10 metres of water on these dates definitely shows
the lack of correlation between the distribution of these com-
bined species and light intensity. In all cases the collections
were made near midday, and light conditions had been fairly
cc;>nstantfor some time. As was shown previously in discussing
?lUrnal movements (p. 44), factors other than light are more
Important in controlling the vertical distribution at this
season.

SEASONAL DISTRIBUTION CYCLOPS 1934 STA. I
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FIGURE 25.-Seasonal differences in vertical distribution of Cyclops group,
station I, 1934 and 1935.

Nauplii

The nauplius stages of all species of copepods present in
~~e.op~n ~at~r o~ the lake were enumerated together, and

err dlstnbutlOn in 1934 and 1935 is indicated in figures 25
and table 14 (p. 134).

I' The nauplius population was concentrated in the epi-un' .
, nion m May, although May 16, 1934, proved an exception
bothat an almost uniform distribution existed from surface to
\\r ttom. On that date the light intensity when the samples

ere taken was only 900 foot candles as compared to 8,400 on

nitely scarce below the thermocline. In both years, also,
there was a marked decrease in the concentration of the
population in the immediate bottom strata, in early July.
Whether this was produced by a definite upward movement
as in the case of Diaptomus oregonensis is difficult to deter-
mine. If such was the case, it suggests that the form is much
more sensitive to oxygen depletion than D. oregonensis, but
Birge and Juday (1911) have found the opposite to be the
case. The great differences in the amount of dissolved oxygen
at 45 metres in June and early July in the different years, as
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May 25. On May 16 a practically homothermous condition
existed from surface to bottom. It is impossible, of course, to
be certain, but it seems probable that the distribution found
on May 16, 1934, is to be explained by the peculiar light and
temperature conditions obtaining on that date.

During June large numbers were found below the thermo-
cline. The hypolimnion as a whole was well populated after
the middle of the month, but in all cases the bottom strata
had a sparse population. The hypolimnion lost the nauplius
stages during July, and they were scarce in that region after

SEASONAL OISTRIBUTION NAUPLIf ISH STA. I
JUl.'!' AUGUST I 5[PT

13 21 28 s 14

MAY
~ 0' JS2s
i:! 5
:Ii I.

,.
IS

~~III -.-,
3.
35

o
o

SCAL[~
NO.P[", L. 2S 50 100

AUOUST I SEPT

9 i8 2" I 18

--.!ll§.
JULY

" 21•5I.2" 0--10-20
'2>t 30
~35

••
NO.Spi~~E.o THtRt1O(UNt

FIGURE 26.-Seasonal differences in vertical distribution of nauplii, station I,
1934 and 1935.

the middle of the month. In 1935 the weekly collections
showed a progressive upward vacation of the lower strata and
a similar end point was indicated in 1934.

The distribution of nauplii during the month of July was
quite similar to that of Cyclops and very dissimilar to that of
Diaptomus. No concentration occurred in bottom layers
comparable to that of Diaptomus oregonensis. Neither was
there an increase in the number of metanauplii in the hypo-
limnion concurrent with the decrease in the nauplius popula-
tion there, or correlated with the increase of copepodid
stages of Diaptomus oregonensis. Since they constitute the
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larval stages of several genera, whose vertical distribution
differ greatly, and which quite possibly undergo individual
ontogenetic changes in distribution, it is difficult to correlate
the distribution of the nauplii with the older and adult groups.
A similar difficulty was noted by Birge (1897).

The distribution in the epilimnion during late July and
throughout August appears to be considerably different in the
two years. In 1935 very large maxima were observed at a
depth of 1 metre after July 12. In 1934 no samples were
taken at 1 metre and the great concentrations at this depth
observed in 1935are absent from the graph. Maximum num-
bers were taken at surface on July 24 and August 13 and it is
possible that maximal concentration did exist just below the
surface layer in 1934. In both 1934and 1935with fewexcep-
tions definitely smaller numbers were obtained at 3 metres
than at surface.

Metanauplii
The vertical distribution of metanauplii for the year 1935

is given in figure 27 and table 14 (p. 135); as in the case of the
nauplii, in the latter part of May, fairly large numbers were
found in upper strata, with a definite scarcity below 15metres .
In June there was a more or less uniform distribution through-
out the total depth range, with the exception of the immediate
bottom layers. During July maximum numbers were found
near surface and the hypolimnion was sparsely populated.
When the increase in numbers occurred in August, in contrast
to the distribution of the nauplii which produced them, the
tnetanauplii were present in fairly large numbers below the
thermocline. In late August and early September, when the
n~mber's again declined, the metanauplii below the thermo-
chne persisted producing maxima there. This may have been
the result of a specificdifference, or of slower development in
the colder hypolimnion.

Vertical Distribution-Station II
The vertical distribution of the limnetic crustacea was

also determined at station II in the shallow water area of
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lake Nipissing (see figure 2, p. 15). The discussion of the
vertical distribution of the various forms at this station, and
a comparison with the distribution in the upper strata at
station I, follows.

Daphnia longispina (M tiller)
The vertical distribution of Daphnia at the shallow water

station is given in figure 28 and table 15 (p. 136). Few
individuals were present in early spring and as was the case
at station I the population remained small until July. At
that time very large numbers appeared suddenly and then
decreased, producing a minimum in late July or ~arly August.
A second maximum occurred in late August which continued
into September.

SEASONAL DISTRIBllTlON METANAUPLII STA.L
1935

,JULY
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FIGURE 27.-Seasonal differences in vertical distribution of metanauplii, station 1,
1935.

The species was quite definitely positively phototropic
being taken most abundantly in upper layers, on all dates
when light intensity was high. On two dates when the
light intensity value was below 4,000 foot candles, however,
there was a tendency toward the reverse condition. These
data are not conclusive as evidence of a lack of phototropism
to these low intensities, since numbers were small on June 9,
1934, and the samples were taken immediately after three
days of strong wind on August 21 of same year. Ot?er
factors probably play an important part in their distribution
on these dates.
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Holopedium gibberum (Zaddach)
As shown in figure 28, Holopedium was taken at station II

only in the spring. When compared to the distribution
indicated at station I, it is evident that the form is not
evenly distributed over the area of the lake, therefore, as will be
discussed later, little can be said with respect to seasonal
abundance. The form appeared to be very definitely posi-
tively phototropic to low light intensity as indicated by its
distribution on June 9, 1934, when the light value was 1,500
foot candles. On June 19, its negative phototropism to the
strong light of 9,600 foot candles was quite evident.

SEASONAl. OtSTRIBUTION HOLOI'EOIUH STA II
1934
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FIGURE 28.-Seasonal differences in the vertical distribution of Daphnia and
Holopedium, station II, 1934 and 1935.

EPischura lacustris (Forbes)
The vertical distribution of Epischura throughout the

t~o seasons under discussion is illustrated in figure 29 and
gIVen in table 15 (p. 138). The small numbers present
pr~vented detailed analysis, but certain general facts are
eVIdent. The species was scarce in the early spring, but
~umbers increased rapidly in June, decreased in July and

ug?st, and practically disappeared by September. The
;nax1mum numbers taken during the season were obtained in
ate June in both years.
th As observed in the distribution at station I, we find here

at the population of Epischura was sensitive to strong light

87
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but positively phototropic to light of moderate intensity.
When the light intensity was high, from 7,000 to 9,000 foot
candles, only few individuals were taken at surface and
maximum numbers were found at the 5 and 8 metre levels.
When the light intensity values were near 5,000 foot candles,
the levels of maximum abundance were nearer the surface.
The presence of a thermocline ~egion at 5.metres may have
been responsible for the exceptlOn at station II on June 6,
1935. On the dates when surface illumination was below
4,000 foot candles, only one or two stray individuals were
taken at 5 metres, and none was fou~d above that depth.
It is apparent that moderately strong light was necessary to

SEASONAL OISTRlBUTOO [PiSCHURA STA. II
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FIGURE 29.-Seasonal differences in vertical distribution of Diaptomus group,
and Epischura, station II, 1934 and 1935.

attract this form to maxima in upper layers, yet excessive
illumination repelled them from surface layers to produce
maxima in middle depths.

The avoidance of temperatures above 20° C. was marked
at station I where Epischura was able to penetrate to depthS
below such warm water. At station II the avoidance of
water above this temperature was marked on July 24 and
August 6 in 1934, and on July 10 and 20 in 1935. On the
last date a definite concentration was noted at bottom,
probably as a result of low light intensity as well as an
avoidance of the warm upper layers.
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Diaptomus group
Figure 29 and table 15 (p. 139) indicate the vertical

distribution of Diaptomus at the shallow water station in
1934 and 1935. In 1935 both Diaptomus oregonensis and
D. minutus were enumerated and their distribution is illus-
trated in the lower panel of the graph.

Since the shallow water of the lake is quite unprotected
from wind action, it is kept in a homothermous condition from
top to bottom throughout the summer. Under this condition
differences in light intensity probably play the primary role
in determining distribution. In all cases maximum numbers
of Dicptomus were taken in the upper 5 metre stratum, but
as was the case at station I no simple relationship existed
between the position of this maximum in the stratum and
the light intensity at the time of sampling. On June 9,1934,
the light intensity was least, being but 1,500 foot candles.
With the exception of August 21, the value on all other dates
was above 7,000 foot candles. Maxima were present on
these latter dates at the 3 metre level and only a small
proportion of the individuals occurred at the surface. It
would appear that high light intensity caused a congregation
of individuals a short distance from the surface, but the
effect of low intensities of light is not clear from these data.

On August 21, 1934, samples were taken after three days
of strong wind and the even distribution from top to bottom
y.ras probably due to circulation of the water, since all organ-
Isms enumerated showed a similar dispersion.

In 1935 the two species were enumerated separately and
samples were taken at 1 metre as well as at surface and 3
metres. When the light intensity was 4,800 foot candles on
June 6 and June 22, definite maxima were observed at 1
metre on both dates. A surface light intensity of 9,100 foot
candles depressed maximum numbers to the 3 to 5 metre
stratum on July 10, but the upward trend is noted again on
~uly 20 when the light intensity value was 3,840 foot candles.

he difference in the ratio between the numbers at 1 metre
:n~ 3 metres on July 10 and July 20 is significant since the
aho On July 10 was 19.5 per cent. ± 1.4 as compared to 70
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per cent. ± 3.8 on July 20. There was also a definite up-
ward movement from the 8 to 5 metre stratum on the latter
date.

It is clear from a comparison of these distributions that
the organism was positively attracted to regions of bright
light, but repelled from regions where light was intense.
Certain optimum conditions of light intensity were probably
present, but no clear correlation exists between points of
maxima and light intensity at those depths. It is quite
probable that detailed sampling at 1 metre intervals together
with light measurements would go far in clarifying the picture
in this respect.

Only small numbers of D. oregonensis were taken at
station II in 1935. From the study carried on at station I
in 1934 and 1935, it would appear that such is the normal
condition in the upper 10 metres of the lake as a whole.
Only in the deep water, then, where the species is con-
centrated as an immature form, could D. oregonensis be of
very great importance as a food organism.

Cyclops group
The vertical distribution of the Cyclops group at station II

is given in figure 30 and table 15 (p. 140). The members of
this group were scarce in early spring as were the other crusta-
ceans, but by early June fairly large numbers of adults
appeared and continued throughout the summer and fall.
The picture of seasonal abundance is not as detailed as was
that at station I, since the shallow water was not sampled as
regularly.

Although Cyclops was fairly abundant at all depths in the
early summer at the deep water station, they noticeably
preferred upper layers at station II. No simple relationship
existed between variations in the strength of illumination at
the surface and the depth at which maxima occurred. Part
of the group at least was positively phototropic to all lig~t
intensities encountered in the sampling at this station. It 1S

possible that the separate species are not equally sensitive to
light, but the small numbers taken if subdivided to species,
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would be subject to such large errors that significant differ-
ences could not be obtained. Sampling with a large trap
would, therefore, be necessary in order to analyse in detail
the distribution of the separate species.

Nauplii
The vertical distribution of the nauplii of the copepoda

present at station II are given in figure 31 and table 15
(p. 146). The early rise in numbers in spring and later
abundance were due to early production, later to development
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FIGURE 3Q.-Seasonal differe~ces in vertical distribution of Cyclops group
station II, 1934and 1935. '

~d t~ subsequent reproduction of the adults produced.
hese lI~mature stages increased in numbers early in spring

and fell into a decline just previous to the dates on which
adult copepods reached peaks of abundance metanauplius
stage . t . 'of s m ervemng. Further increases occurred after peaks

adult abu~dance as a result of reproductive activity.
t At first sight the vertical distribution of these immature

~hage.sappears to have no relationship to light intensity at
o e 'time of sampling. On June 19 and August 6 in 1934 and
n July 10, 1935, the light intensitv at surface was similar

OVer 9 000 f .: ,, oot candles. There IS, however, an obvious
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difference in the distribution on these dates. On Ju?e 19
and August 6,1934, and on August 11,1935, when maximum
numbers were taken at the surface, the temperature of !he

id bl b e 20° C The explanationupper layers was consi era ya ov . . .
is offered that the nauplii became less ~e~sltlve to v~ry
intense light at this high temperature. A similar observation

d t tation I in this respect. The more usualwas ma e as. . .
ti t li ht appears to be a positive phototropIsm toreac Ion 0 19 ."

moderate intensities and a negative phototropIsm or In-
tolerance to the very intense light at the surface.
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FIGURE 31.-Seasonal differences in vertical distribut~on of nauplii and
metanauplii, station II, 1934 and 193<).

Metanauplii
The metanauplii w~re :ounted only in 1935 and1:;~

vertical distributiOn IS grven m figure31 ~nd table 15 (~dwi;h
The data in this case are so scanty that httle can be sat
respect to the distribution of this stage in the shallowJwater6On only three dates are the numbers abundant. On ~ne
when a thermocline existed at 7 to 9 metres, maxlmu~
numbers were taken below this region of rapid cha~ge :
temperature. On August 11 and September 21, maxlm~as
numbers were taken near surface, but the whole depth
well populated.
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Summary of Vertical Distribution of the Plankton Crustacea
It is quite evident that the vertical distribution of each

individual speciesis the result of specificreactions to complex
environmental factors. The ever-changingenvironment thus
affects the vertical distribution from day to day and from
hour to hour, to such an extent that in very few cases can
general statements be made as to the existence of any stable
distribution of the various forms. In the followingsummary
the more usual type of vertical distribution, together with the
general seasonal changes, is given for the individual species
studied. Where possible, mention is made of the factor or
factors which appear to exert an influence on these changes.

Diaptomus oregonensis is found in adult stages only above
the thermocline. Late copepodidstages are found only below
the thermocline, concentrated at bottom in early summer.
Later there appears to be a movement to intermediate hypo-
limniallayers, correlated with a decrease of oxygen to 3.5 cc.
per litre and an increase of carbon dioxide to approximately
10p.p.m. The great concentration of this form is due to the
relatively small area of this deepest water. Only few are
taken in the major portion of the lake which is less than 15
metres in depth.

Diaptomus minutus is restricted almost entirely to the
epilimn:ionthroughout the season. Maximum numbers are
usually taken near surface. The form is evidently positively
phototropic but is repelled from the immediate surface by
Intense light.

Cyclops group. As a group Cyclops is found in consider-
able numbers, at all depths, from May until mid-July.
After a more definite thermocline is established at this time,
the group becomes'more or less restricted to the epilimnion.
There appears to be little correlation between light intensity
~nd the vertical distribution of these forms. Since the group
bemade up of three species, a complexity of behaviour is to

expected.
1 EPischura lacustris is more or less restricted to the warm
ayers of the epilimnion, although it is definitely repelled
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from the immediate surface by intense light. The species
showed a definite movement out of strata of over 20° C.
during daylight, although an upward movement into such
strata was noted during darkness. Whether or not this is a
result of a change in sensitivity to light at the higher tem-

perature is not known.
LimnocalcLnus macrurus was found only in the deep water

area during the summer, and in all cases it was taken only
below the thermocline region. Temperature is probably the
primary factor in controlling its distribution. umbers of
this organism were too small for its distribution to be con-

sidered in detail.
Nauplii were found in considerable numbers at all depths

from May until mid-July. After a definite thermocline was
established, large numbers were found only in the epilimnion.
A particular type of distribution resulting in maximum
numbers at zero and 1 metre strata was observed in 1935,
after the upper layers had warmed to approximately 24° C.
This was observed both at station I and station II.

Metanauplii were enumerated only in 1935. In May
they were concentrated in upper strata. In June a fairly
even vertical distribution was observed, except in bottom
layers. During their period of scarcity in July, maximum
numbers were taken at surface. In August, when the increase
takes place, large numbers extended well into the hypolimnion.
This is in contrast to the distribution of the nauplius stage.
In late August the hypolimnial fraction of the population
persisted, forming a maximum for the group below the thermo-

cline.Daphnia longispina was taken in maximal numbers near
surface when the light intensity was high in June. In July
the early summer maximum consisted of a well-populated
zone in the epilimnion, a sparse population in the region of
the thermocline, and a second maximum at some level in the
hypolimnion. The upper population is predominantly young
individuals, while in the hypolimnial population adults pre-
dominate. The levels of these concentrations appear to be
correlated with light intensity.
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The second seasonal maxi . .
limnion, but its distributio ImuI? IS restncted to the epi-
with light intensity. n therein appears to be correlated

Holopedium gibber .
f M d J

um was taken only dunng the months
o ayan une It wa fabove 20 metres' F s present. or the most part in levels

. rom a companson of the I'
the two stations, it evidently was "b h d" .popu at.1On?attion. unc emits distribu-

Conclusions

Many factors have been i . h
the vertical distribution of ~~:n ~n ~ e past as determi~ing
(1897) gives a detailed discussion ~f ~~ ton crustacea. Birge
influenc:d the vertical distribution in l~:b~ of~a~tors ~hich
(1935) hsts from the existing literature on ~~ 0 a.. elch
following as important: "(1) li ht : (2) f e sub~ect the
gases principally oxygen and ~th' di o~d;d (3) dissolved
(4) temperature' (5) wind' (6) ~r ISSOve substances;
of a species" Th' li .' gr~vlty; (7) age of individuals
Birge (loc. cit.). IS 1St IS essentially the same as given by

° Of these factors, the followin~::?=;~in determiningthe ve~i~~rd'f.t~u~o:~n '?:~!
° Llght. Many instances are i ° hi
l!lfluence upon the vertical dist 0b

g
;en in w ich the prime

lIght intensity In m t r~ u I?n appears to be that of
in s~rata nea; surfac~s ar~a~:l~ ~~e ISe;idence toh~t maxima
tropism, and usuall . er: Yoa positive photo-
~urface layers, evid:ntf scarcity exists m the immediate
Intense light. It shoull ~aus~d by the repelleI?-t effect of
are not sensitive to equally hP~7.te~ ?ut th~~ vanous species
observed from th . Ig. I?" t mtensitres. It has been
that there are mar~ ver~lcal distribution of different species
the regions occuPie~t dlffere.nces in existing light conditions in
Populations. y maximum numbers of their respective

The effect of light is hq~alified by that of oth~r ~wever, m practically all cases,
dISCussion of di I actors. As was shown in the

iurna movements, great differences exist in
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the response to changes in light intensity, and ==modifica-
tions are no doubt conditioned by other environmental

factors. .
Food. There is no doubt that plankton orgamsms must

be in a position to obtain sufficient food for .the p~rpose of
growth and reproduction, or the populatlOn will suffe:.
Although many workers have written at great length In
attempts to prove invalid putter's arguments: that mo~t
aquatic animals must derive t~e greater. por tion of their
nutriment from dissolved organic ~atter In. n~tural waters,
very little has been accomplished ill determmmg the actual
source of food of zooplankton. The importance of the
utilization of particulate organic material other than phyto-
plankton is not known. Naumann (1921) has .shown that
fresh water Daphnia rapidly filter out detntus wI~h attache.d
bacteria. Woltereck (1928) decided that pelagic Daphma
cannot make use of detritus, although pond ~orms. do. so.
The utilization of bacteria by plankton orgamsms IS little
known, but may be of considerable importance. Bond (1933)
and Stuart, McPherson, and Cooper (1931) ha:re shown that
certain bacteria are utilized as food by vanous plankton

organisms. dIt is realized that many of the plankton crustacea. fee
upon phytoplankton forms which are more or !ess restncted
to the upper strata, but abundance or scarcity of phY~O-
plankters should not be confused with a,?undanc~ or scarclt~
of food, since other particulate orgamc material may b
utilized. Plankton crustacea are not always numerous ~he~~
algae and protozoans are most abundant, and u~tll 0
knowledge of the food relationships is more detatled,. n~
absolute correlation can be expected. It is.'of cou~se, reahz~e
that other modifying factors may be more mfluential than ~ I
relation between food and feeder in determining the vertl

ca

distribution of a population. n
Chemical Factors. The decrease in dissolved oxyge

content and related carbon-dioxide increase have been sho~n
both by observation and experiment to affect the distribu~lboln

I· . S51 e
of certain of the plankton crustacea. t IS qUlte po
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that other su,?stances may playa part in these changes.
OXYf!endepletion and related phenomena are not as marked
in this case ~s In many others noted throughout the literature.
Corre?pondIngly, the deeper water does not become un-
in~abl.tabl~, although there is a marked change in the dis-
tnbutlOn In the hypolimnion. The scarcity in the hypo-
limnion, after mid-july, of forms other than D. oregonensis
may also be a re?ult of these changed chemical conditions, but
their very s~arclt.Yprevents detailed analysis of their move-
~ents. It IS bel.leved that conditions less severe than those
Cited from the literature may be instrumental in bringing
abo~t changes in distribution, and that other factors, such
as high tem~erature or ~right light, are at times inhibitory
to. ~hese aVOlda?ce reactions. It is quite possible that the
critical values discussed are not of universal application.

Temperatu~e •. T~e direct effect of temperature is illus-
~ated by ~h: ~lstnbutlOn of several of the species investigated
In la.ke NlPISSIng. These have been discussed previously in
detail, Th: fact that the copepodid stage of D. oregonensis is
f?und onl~ In low~r-most layers, and changes its distribu-
tion but sh?htly With change in light intensity, would lead
rne to. bell(:ve that teI?perature is the important controlling
cactor In ~hls .case. Limnocalanus, too, is restricted to the
oo~hypolimnion after the upper layers have become warmed.

fPischura, on the other hand, definitely shows its preference
or the upper warmer layers.

. The temperature gradient at the thermocline is an
~rtant factor in the ~ertical distribution of many species.

s has not been as noticeable with respect to diurnal move-
ments as i it d . . . .defi . s CIe In so many Instances In the hterature, but
In ~Ite effects hav: been observed in daylight distributions.
the t~st case~ maxll~a are observed either above or below
hy liern:oclIne, or In some cases in both epilimnion and
der.Immon .. Under such circumstances there is usually a
itse~lte scarcrty of the species in the thermocline region
We . In very few cases other than in the group Cyclops
th~:e numbers fo.und in this region equal to, or larger than,

observed either above or below. It would appear that
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where a temperature gradient exists, the forms are able to
orient themselves and move toward favourable temperatures.
In some cases the temperature gradient is observed to be a
definite barrier to such selection of habitat.

Indirectly through a change in sensitivity to light, tem-
perature changes appear to affect the distribution of nauplii
and of Epischura. Our conclusion that the change in the
distribution of nauplii under higher temperature conditions
was a result of lessened sensitivity to light appears to be
contrary to the general view expressed by Welch (1935),
" . . . higher temperature increases, while lower temperature
decreases the sensitivity". The necessity for experimental
investigation of this case is evident.

Wind. The direct effect of wind in causing changes in the
vertical distribution of the plankton crustacea has been
positively identified in only one instance. On August 21,
1934, collections were made after three days of heavy wind.
A fairly uniform distribution from surface to thermocline,
of all organisms, with the exception of Cyclops, was noted at
this time. In lake Nipissing, however, the plankton crus-
tacea reacted to other environmental conditions with suffi-
cient energy to overcome the effects of wind-produced
currents.

Indirectly the effect of wind action and cooling, in de-
pressing the thermocline in late summer and fall, increases
the volume of the epilimnion, so that its inhabitants, in many
cases, scatter. The depressed thermocline, which is here the
primary factor limiting distribution, also tends to con-
centrate the hypolimnial population.

Gravity. The effect of gravity on the distribution of these
crustaceans which are heavier than water is omnipresent.
In many cases the nocturnal change in distribution has been
attributed by us to a lack of an attraction towards light, a~d a
gradual settling to lower strata. The effect of geotropIsI?S
has not been discussed, since experimental evidence of Its
existence is lacking.

Age. Young and adults of some species have been shown
to differ with respect to their vertical distribution. Young
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forms usually predominate nearer the surface as in the case
of Daphni?" and t~e nauplius stages of the c;pepods. That
the latter ISnot universal has been discussed. In the case of
D. oregonensis this ontogenetic difference in distribution is
evident.

Sex. The difference in the distribution of the two sexes
of D. minutus, as discussed on p. 39, is considered to be a
result of differences in sensitivity to light. Such differences
may be more general than would appear from the literature
yet they escape observation, due to the difficulty of deterrnin-
ing the sexes during enumeration.

Specific differe~ces. Throughout the study, it has
been observed again and again that each species reacts
differently to changes in environmental conditions. The
vertical distribution of the limnetic plankton as a whole is a
resultant of a complex of specific reactions to interrelated
li?Iiting an? contr?lIing factors. The effects of ontogenetic
dIfferences In reaction and changes in sensitivity under differ-
ent related con..dit~onsfurther c~mplicate the picture. Only
through an analysis of the reactions of the individual species
and their developmental stages does any order appear.

Depletion by consumption. The consumption of large
numbe.rs of any zooplankter, by definite selection, as is indi-
cated In the case o~ the plankton feeder Leucichthys artedi
(Le S~eur), may at times alter the concentration of a plankton
for~ In a certain region. This would affect the observed
:;rttca! distribution of the plankter if such distribution were
feeherwisa st~ble.. If. the predator were concentrated and
th dIng heavily this might be of considerable importance, but

e extent of such consumption, and hence of the effect on
~a.nkton distribution, would be difficult to determine. It is
I kheve? ~h~t this factor has not been of general importance in
a e NlPISSIng.

Significance of Results
of Ow~ng to the great complexity of the interrelated effects
o en~lron~ental factors on the distribution of a highly
rgamzed biota such as the plankton crustacea, it was deemed
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necessary to obtain first-hand knowledge of the reactions in
the lake. The ultimate analysis of the relative importance
of these causal factors affecting vertical distribution will come
from experimental investigation. Accurate indices of the
effect of individual factors can be determined only under
controlled conditions. The types of reactions, and conditions
inducing these in nature, must be known, however, before the
above indices can be obtained with the expectation of success-
ful correlation with natural phenomena. As was stated in
the introduction, it was through an analysis of the distribution
and movements of the limnetic crustacea and factors impli-
cated therein that a deduction was made of the factors
responsible for observed differences. The tentative explana-
tions of the relative effect of these factors are given in order
to clarify the picture for future experimental work. It is
hoped that the suggested explanations may be of significant
value themselves, and may prove helpful in the furtherance
of the problem from this standpoint.

PART III. VARIATIONSIN SEASONALABUNDANCEOF THE
LIMNETICCRUSTACEA

Introduction

It has been shown that the plankton crustacea exhibit
decided differences in horizontal and vertical distribution,
and that the differences in vertical distribution are subject
to the seasonal as well as the diurnal cycle of environmental
changes. Information on the relative abundance of different
species and the changes in the abundance of their respective
populations throughout the season is essential for a complete
picture of the population of limnetic crustacea. The figures
and tables indicating the vertical distribution during the
season do not show this seasonal abundance clearly, as the
numbers at different depths are plotted separately, and the
numbers of each species taken are plotted on different scales.
In order to illustrate these differences in seasonal abundance
as accurately as possible from the data at hand, the average
values for the population throughout all strata, at each date
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of sampling, have been calculated from the vertical series of
samples. These are indicated in figure 32, for station I in
1932, 1934, and 1935, and figure 33 for station II in 1934
and 1935.

Procedure

In 1932 collections were made from early July until early
October, with the "Juday" closing net, No. 20 bolting cloth.
The efficiency of this net is known to vary greatly in stage
haul collections, and without doubt, considerable variations
exist when collecting by total vertical hauls in different
plankton populations. Stage hauls taken with this net were
compared to plankton trap catches in 1933 at Trout lake,
Wisconsin. The average efficiency throughout all strata was
found to be 15.2 per cent. An efficiency factor of 6.6 has
thus been assigned to this net in the 1932 collections. The
varying efficiency of the net (p. 17) makes impossible any
comparison of the absolute abundance of the plankton in the
net collections of 1932 with that in the trap samples taken
in 1934 and 1935. However, the maxima and minima in the
seasonal trends may be compared, as they have been below.

The collections made in 1934 and 1935 were in all cases
vertical series taken with the plankton trap. To determine
the abundance throughout all strata, on a given date, the
Counts were plotted against depth to 40 metres and the area
determined beneath the vertical distribution curve. The
average number per metre interval was obtained by dividing
the above figure by the depth in metres. This average number
per litre, per metre interval, is plotted against time in figure 32.
. The effect of horizontal variations in the plankton popula-

~Ion has been discussed (p. 21). Indeed, due to the errors
In sampling occasioned by wide horizontal variations in the
plankton population, it is felt that it is not legitimate to
compare absolute abundance in different years even when
the plankton trap is used exclusively. Only the trends of a
season's samples are considered to be significant. Ricker
Suggests the use of a running average in comparing a series
of collections. However this was found to be insufficient to

\'
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overcome the effects of horizontal variation and has, therefore,
not been undertaken in this instance, since it is felt that it
would tend to give a false impression of accuracy.

In 1932 the two species of Diaptomus were not enumerated
separately as they were in 1934 and 1935. The upper panel
of figure 32 has thus been divided to indicate the seasonal
fluctuations of each species in the two latter years. Meta-
nauplii were counted only in 1935 as indicated in the third
panel. Since the nauplius and metanauplius stages of all
copepods are enumerated together, Cyclops and Diaptomus
have been combined in the fifth panel to facilitate a com-
parison between seasonal abundance of adults and develop-
mental stages. The major portion of the population of
D. oregonensis is made up of late copepodid stages, as dis-
cussed previously.

Variation in Seasonal Abundance-Station I
The seasonal fluctuations in abundance of the different

groups, as indicated in figures 32 and 33, show no general
similarity and the fluctuations of the population of each group
are considered separately. Only the groups in which individ-
uals were abundant are considered.

Daphnia longispina (Muller)
The seasonal variation in the numbers of Daphnia taken

at station I is indicated in figure 33. Few are taken during
May and June, but a marked increase is noted in July. There
follows a period of decline and in August and September a
second mode is observed.

Diaptomus group
(a) Diaptomus oregonensis (Lilljeborg) in 1934 and 1935.

In 1934 D. oregonensis showed a slight tendency towards a
bimodal distribution. Peaks occurred in late July and mid-
August, although the slight depression in early August was
probably not significant. In 1935 the distribution was
unimodal, the definite maximal abundance occurring at a
comparable period, although the rise to the peak took place
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somewhat earlier in the latter year. This seems to be cor-
related with a very rapid rise in epilimnial temperatures in
mid-july in 1935.

The species was very scarce in May and exhibited only a
slight increase during June. The very rapid rise during July
was without doubt due to the marked concentration of im-
mature individuals in bottom strata, at this period. The
fact must be stressed here that this abundance was only local
and the result of concentration in a small area. In the
subsequent decrease of the D. oregonensis population, it is
difficult to determine the relative importance of consumption
by the cisco population, also concentrated in this region, and
the effect of the movement of matured individuals of the
species to upper layers. The depletion by consumption must
be an important item in this decrease, but no satisfactory
measure of its extent has been obtained. Neither can we
detect an increase of mature individuals in the epilimnion
resulting from a migration from the hypolimnion, since the
volume of water through which they may spread is so great.
The rapid decline of the curve in September is in reality only
an apparent decrease in the population, for it is due in a large
measure to the scattering of upward migrating individuals.

There is a definite suggestion that D. oregonensis was more
abundant in 1935 than in the previous year. Whether or not
this is a result of the effect of higher epilimnial temperatures
upon reproductive activity is not known.

(b) Diaptomus minutus (Lilljeborg) in 1934 and 1935.
In both 1934 and 1935 D. minutus was definitely scarce in
May. The species increased more quickly than D. oregonensis
however, for as may be seen from figures 16, and 17 (pp. 59,
60) large numbers of adults were found throughout the epi-
limnion in June. In 1934 a definite maximum occurred in
early July, followed by a decline and a secondary lesser
mode in late August. No such July maximum was observed
at station I in 1935, possibly because the mode is of such
short duration, or because of horizontal variations.

At station II a definite maximum was observed on July 10
in 1935.
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The secondary and lesser mode occurring when the tem-
perature was decreasing in the autumn is apparently signifi-
cant, since it was observed in both years.

(c) Diaptomus group in 1932. The seasonal fluctuations
in the two species of Diaptomus in 1932 show little more
than a maximum production in late July and early August
and a decline thereafter. If there were a secondary mode in
the abundance of D. minutus, it would not appear in this
diagram because of the influence of changes in the D. ore-
gonensis population at this time.

Cyclops group
This group is a complex of three species as discussed

previously, and as is evinced by the graphs no general state-
ment can be made as to the usual seasonal fluctuations. In
1934 and 1935 there was a definite maximum in June and
both graphs show an upward trend in September. In 1934
this autumnal trend leads towards a late fall maximum. It is
possible that the minor fluctuations are a result of lesser
pulses of the different species.

Metanauplii and nauplii
The metanauplius stages of the combined copepodid

population exhibited a marked bimodal distribution in 1935.
The first mode is observed in early June, the latter in mid-
August.

Nauplii, on the other hand, show but one large maximum.
There are, however, indications of an early mode in mid-May
and a later mode in September.

Seasonal relationships between developmental stages and adult
copepods

Theoretically, maxima of adult copepods should be pre-
ceded by maxima of metanauplius stages, and these in turn
~hould be preceded by maxima of nauplii. This progression
IS shown more or less definitely. It is evident that the spring
nauplii are numerous in May and decrease in early June.
As the numbers of copepods in the nauplius stage decrease
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in the samples, metanauplius stages increase to their spring
maximum. This maximum of metanauplii in turn gives way
to the first marked increase of adults (plus copepodid stages of
D. oregonensis). After this increase in the number of adults
comes another peak in the numbers of nauplii. In their turn
the metanauplius stages increase and ultimately a second
increase in the numbers of adult copepods is found in late
August. The correlation is by no means perfect but appears
sufficiently clearly defined to lead us to believe that in lake
Nipissing the following is a general statement of reproductive
cycles. Overwintering individuals begin reproductive activity
at least by early May. Nauplii reach their spring maximum
by mid-May, and continuing development, produce maximum
numbers of metanauplii in early June. These in turn produce
the first maximum of adults in late June and early July.
Reproduction is rapid at this time and the seasonal maxi-
mum of nauplii is produced by these adults. The nauplii
develop, resulting in the second maximum of metanauplii in
mid-August, producing adults which may be overwintering
individuals. The nauplii present in September are presum-
ably progeny of these autumnal adults and may develop
slowly during the winter.

It is not known whether reproduction continues through-
out the winter. In this regard Birge (1897) states: "Diap-
tomus begins its decline in September or early October and
seems to make no provision for winter forms. Cyclops con-
tinues its reproduction activity throughout the year, at least
in periods, when the temperature of the lake is above 2°C.,
but with a rate of multiplication declining as the temperature
falls below 15°C. Larval copepods are present in great
numbers at all seasons, but their development into later
stages is checked in winter." The statement made above
appears to hold for the copepod population as a whole. It IS

realized that there will be specific differences in productio~:
and that some species may produce more broods of nauplll
than the three observed. No study has been made by
us of the reproductive activity of the various species as
evinced by egg-carrying females.
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Variation in Seasonal Abundance-Station II
The seasonal fluctuation in abundance of Zooplankton

at station II has been determined similarly to that at station
I and is indicated in figures 33 and 34. Fewer series were
taken during the season at this station, and this limits the
observation of seasonal trends.

Daphnia longispina (Muller)
Daphnia show a bimodal fluctuation in abundance. Few

were taken until the rapid rise in numbers in mid-July, which
produced a maximum lasting two weeks. After a short

SEASONAL VARIATION IN NUMBERS OF COPEPODA STATION II

1934 1935

OIAPTOMUS

MAY JUNE JULV AUG. SEPT.

1020 1020 1020 1020 1020

Jlj}u{

~J/ '\ '-"\

HAY JUNE JULY AUG SEPT

CYCLOPS

METANAUPLII

No.S,l~1f.ol-I ""'10 "*2'0"""'30""'0"""0

FIGURE 33.-Variation in seasonal abundance of Copepoda, station II,
1934 and 1935.

period of decreased numbers, the second maximum occurred
111 mid-August and continued into September. The seasonalv ..

anatIon of the form at station II follows fairly well that
at station I in 1934, but the paucity of samples in 1935
prevents detailed comparison late in the season.
t»f,(J,ptomusgroup
\Vh.Few individuals of D. oregonensis were/taken at station II,

ich may be taken as indicative of conditions throughout
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the shallow water area of the lake. The upper panel of
figure 33 indicates, in the main, the fluctua~ionsin a~)Unda~ce
of D. minutus. As was observed at station I, this species
reacts quickly in the spring and fairly large numbers of adults
are taken in June. The maximum abundance was obsex:ed
in early July of both year~. In gen~ral t~e population
declines after this period, but increases slightly in late August
and September.

Cyclops group
The number of Cyclops does not appear to vary greatly

during the summer season in the shallow water region.

SEASONAL VARIATION IN NUMBERS OF DAPHNIA
1934

Mo.~~.t~ A 10 20 :to'
1935

STATION I

11--\ vl.....""i

"-'-v v"'-"V'
MAY JUN( JULY AUO. SEPT.

h.. '-v,,-

1\
r--1

MAY JUNE JULY "UG. ... .

STATION II

FIGURE 34.-Variation in seasonal abundance of Daphnia. stations I and II.
1934and 1935.

Metanauplii and nauplii
No spring maximum of metanauplius stages l~ading to

the production of the D. minutus maximum in July IS observ-
able here. Only two series were taken during June in 1935,
and this very probably accounts for its absence. The fall
maximum observed at station I is indicated by a peak on
August 10 at station II. .

Although the nauplii exhibited a trimodal distributi?n 1;
1934 at station II, such as was also observed at statlOl! d
the lack of numerous collections in 1935 prevents detalle
study of seasonal fluctuations.
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Summary and Conclusions
The copepod population of lake Nipissing, as a whole,

apparently undergoes two complete reproductive cycles and
the production of a third brood of nauplii between the break
up of the ice, at the end of April, and mid-September. This
third brood may, or may not, mature before winter sets in.

An analysis to determine the importance of the individual
species of copepods, in the correlation observed between
developmental stages and adults, indicates that the popula-
tion of nauplii and metanauplii of D. minutus are dominant
in the relationships observed. D. oregonensis has a unimodal
seasonal distribution. It is believed that production of this
species declines after the end of July, and copepodid stages
are maturing slowly in the cold hypolimnion. These im-
mature stages are thus probably lost from the cycle of
seasonal variation after their first rapid rise in numbers in
early July. It has also been shown that this marked increase
is primarily the result of a concentration in a restricted area
rather than a production of larval forms and their subsequent
development. D. minutus, on the other hand, has one large
maximum in July, and after decreasing in abundance, a second
small increase in late August or September. This distribution
conforms closelywith that expected from the observed varia-
tions in abundance of nauplius and metanauplius stages.
The numbers of Cyclops are too small to be of much impor-
tance, although both the immature stages of these and of
D. oregonensis must play some part in the variations in
abundance of nauplii and metanauplii.

GENERAL SUMMARY

The subject has been dealt with progressively in three
parts. Part I is a consideration of the diurnal changes .in
the vertical distribution of the limnetic crustacea. Part II
deals with the seasonal changes in their vertical distribution
~ effected by changes in environmental conditions. Part III
IS a discussionof the seasonal changes in their abundance and
an analysis of the reproductive activity of certain species.
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The results and conclusions of each of these phases of the
investigation are summarized at the end of each part on
pages 47,93, and 109 respectively.

The general features of the paper are outlined in the
following. .

Lake Nipissing has an area of 345 sq~are mIles! and f~r
the most part is rather shallow. Two-t.hirds of this area ~s
less than 30 feet in depth, and only half of one per cent IS
deeper than 75 feet. The restri~ted ~re~ of deep water. is,
however, of great importance, since It IS.the only portion
remaining cool throughout the season. ThIS deep :vater loses
much of its dissolved oxygen and becomes progressively more
highly saturated with carbon. dioxide during the ~ummer.
The major area of the lake IS warmed and remains well
oxygenated throughout the summer season. .

The limnetic crustacea of the lake are listed (p. 29).
Six species and one group were taken in sufficient abundance
to determine their distribution.

Through a statistical analysis of a number of collections,
it was found that of these entomostracans, none was randomly
distributed laterally over the lake at all depths. This was
taken into consideration in comparing differences in vertical
distribution, and no attempt was made to compare the
productivity of lake Nipissing with other lakes.

Definite diurnal migrations were exhibited by the plankton
crustacea, and these indicated that light, modified by other
environmental factors, was the most important causal factor
involved. There were specific differences in response to these
changing conditions, and the type and extent of the diu:nal
migration of anyone species differed at different perIods
during the season. . .

In spite of the marked variation in horizontal distrIbutIOn,
the great difference in the numbers of individuals of ea~h
species at different depths was so marked, and the trends In
the change in abundance from depth to depth so notice~.bl~,
that seasonal differences in vertical distribution were definIte y
established.. .. at

Field observatIOns and experimental evidence showed th
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the factors of light, temperature, oxygen, and carbon dioxide
were important in determining these changes in vertical
distribution.

Although in most cases there was evidence that maxima
in strata near surface were held there by a positive photo-
tropism, usually a scarcity existed in the immediate surface
layers, evidently caused by the repellent effect of intense
light.

The direct effect of temperature was evidenced by the
distribution of several of the species investigated in lake
Nipissing. The fact that immature Diaptomus oregonensis
was found only in lowermost layers, and changed its distribu-
tion but slightly with changes in light intensity, would lead
one to believe that the important controlling factor was
temperature in this case. The temperature gradient at the
thermocline was an important factor in the vertical distribu-
tion of many species. In most cases maxima were observed
either above or below the thermocline or in some cases in
both epilimnion and hypolimnion. Under such circum-
stances there was usually a definite scarcity of the species in
the thermocline region itself.

The decrease in dissolved oxygen content and related
carbon-dioxide increase have been shown to affect the distri-
bution of certain of the plankton crustacea of lake Nipissing.
Late copepodid stages of D. oregonensis were found only
below the thermocline. These were concentrated at bottom
in early summer. Later there was apparently a movement
to intermediate hypolimniallayers which was correlated with
a decrease of oxygen to 3.5 cc. per litre and an increase of
carbon dioxide to approximately 10 p.p.m. in the lower
hypolimnial layers.

The reaction of the limnetic crustacea to the above-
~entioned factors was modified by age, sex, and specific
differences of individuals. ."

The copepod population as a whole underwent two com-
plete reproductive cycles and the production of a third brood
of nauplii between the end of April and mid-September.
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TABLE 10.-Water temperaturesin degreesCentigradeat differentdepths,stationI,1934 and 1935 (1934 values from
Corkill).

I934

Month V V VI VI VI VI VII VII VII VIII VIII VIII VIII VIII VIII IX IX
Day 16 29 6 20 24 28 6 11 25 2 9 13 21 25 29 2 9
-- ---- -- -- -- -- -- -- -- -- -- -- -- -- --

Depth in Depth in
metres metres

0 5.4 12.5 16.5 18.1 17.4 17.8 20.0 2l.1 22.9 2l.5 2l.4 20.6 19.6 18.7 17.7 0 17.8 16.5
9 5.4 lO.8 16.4 16.1 17.0 17.0 18.5 20.1 2l.9 2l.3 20.2 20.5 19.5 18.7 17.7 .. . . .. ...

11 ... · .. 16.0 15.0 15.6 17.8 19.8 19.8 .. . . .. " . " . .. . ., . ., . . .. . , .
12 .. . . .. 14.8 16.6 17.5 " . " . . .. . .. . .. . .. . ..
14 ... .. . 13.7 13.8 14.2 15.1 16.6 18.7 19.0 19.5 20.1 " . " . ., . .. . . .. . ..
15 .. . · .. 12.6 . .. 13.9 .. . 15.9 16.1 18.5 18.1 18.1 20.2 .. . . .. ., . " .
17 .. . 17.2 16.8 19.5 27 16.8 ...
18 .. . 8.4 12.2 12.6 12.7 12.9 14.9 15.2 16.2 16.3 16.2 17.2 19.5 18.6 17.6 28 14.1 ...
20 '" · .. 12.2 ... . .. ... 13.4 ... 14.9 15.7 15.5 15.0 . .. 29 11.6
22 .. . . .. 10.7 .. . .. . . .. ... ... 13.6 13.8 14.2 ... 15.1 16.7 " . 30 11.3 15.2
23 .. . .. . . .. . .. .. . .. . . .. .. . . .. ... " . " . 13.7 16.4 31 . .. 14.2
25 .. . . .. . .. . .. .. . .. . .. . " . . .. .. . " . " . 13.3 13.0 17.2 32 . .. 13.3

.. , 33 ... 12.4
27 .. . 7.4 9.9 9.6 10.4 11.0 11.8 12.0 12.3 12.5 12.5 12.8 12.3 12.2 12.9 34 ... 10.2
32 .. . ... - ... 12.2 35 .. , 9.6
36 .. . 6.6 8.6 ... 8.8 8.6 8.6 9.1 8.8 8.9 8.8 " . 9.3 9.2 8.8 36 . .. 9.2

... ... . .. .. . ... . .. . .. .. . " . . .. . .. " . " . '" . ..
40 ... ... 7.6 37 9.1
45 4.8 .. . . .. ... 7.9 7.8 8.0 8.0 8.3 8.3 8.4 8.3 8.3 8.3 8.3 45 8.4 8.4

TABLE 10 (continued)

I935

Month VI VI VI VI VI VI VII VII VII VII VIII VIII IX IX IXDay 5 12 18 20 25 29 3 9 19 27 9 22 1 9 18---- -- -- -- -- -- -- -- -- -- -- -- -- -- -- --Depth in
metres

0 15.2 16.2 16.0 15.8 20.9 19.0 19.0 23.2 23.5 24.2 23.2 23.9 20.1 18.6 16.55 15.2 15.2 15.2 .... 17.6 17.6 18.9 22.2 22.3 22.4 22.8 20.110 9.5 13.1 15.1 16.0 17.3 17.9 2l.5 20.4 23.8 2l.8 22.3 19.9 18.1 15.015 8.9 1l.2 14.8 15.6 15.3 16.0 16.8 18.4 18.0 19.6 2l.7 .... . ... .., . .., .
18 16.9 15.5 2l.0 .. , . . ...20 8.4 9.7 12.9 15.2 14.8 15.3 14.9 14.2 16.8 16.8 17.9 2l.1 19.4 .. , . . ...22 .... 0 ••• 16.8 . ...25 .... 8.4 lO.2 13.3 13.0 13.3 13.8 13.4 14.6 . ... 15.7 15.5 18.2 17.528 .... 14.3 17.0 14.830 6.8 7.6 8.7 10.8 lO.8 10.7 10.8 11.6 12.1 12.0 11.9 .... 12.7 11.4 14.835 ... . .... 9.8 . ... .... 14.840 6.3 .... 8.8 8.5 9.2 8.5 8.2 8.5 8.5 . ... 8.4 8.7 9.145 .... 6.4 . ... . ... 7.2 .... . ... ..0. . ... 7.8 . ... . ... . ... 8.4 8.4
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TABLE ll.-oxygen contentat differentdepths,stationI,1934 (from Corkill).

Month V VI VI VII VII VIII VIII VIII VIII VIII VIII IX IX
Day 29 20 28 II 25 2 6 9 13 21 29 2 9

-- -- -- -- -- -- -- -- -- -- -- --
Depth in
metres

0 7.3 6.0 5.8 5.4 5.0 5.5 5.5 5.5 5.5 5.6 5.7 6.0 5.9
9 7.5 5.8 5.2 5.2 4.9 5.4 5.4 5.1 5.4 5.5 5.7 5.9 ...

18 7.6 5.7 5.4 4.8 4.2 4.0 4.2 4.0 4.1 5.6 5.7 5.9 ...
27 7.4 6.3 5.8 5.0 4.4 4.4 4.1 3.8 3.7 3.8 3.8 5.8 ...
28 . ,. ... ... ... ... ... ... .,. . .. ... ... 4.7 .,.
29 .,. ... ... ... .,. ... .,. ... ... ... ... 4.0
30 .,. '" ... '" ... ... .,. . .. . .. ... ... 3.8 5.2
31 ... ... ... ... ... ... ... ... ... ... ... '" 4.5
32 ... ... ... ... . .. ... . .. ... ... ... ... ... 4.2
35 ... ... 2.8
37 7.5 ... 6.1 5.3 4.5 4.6 4.1 3.6 3.3 3.3 3.0 2.7
45 ... ... 5.6 4.5 3.7 3.1 3.1 3.2 2.5 2.6 2.0 2.1 1.5
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TABLE 12.-Diurnal variationin verticaldistributionof plankters,stationI,June 27, 1934 (number per litre).
Daphnia

Depth in 12.10 3.30 6.00 8.00 10.30 12.10 3.00 4.00 6.30 10.00 12.15
metres p.m. p.m. p.m. p.m. p.m. a.m. a.m. a.m. a.m. a.m, p.m.--------- --- --- --- --- --- --- --0 0.3 0.3 1.0 3.1 11.5 3.3 3.0 0.6 0.3

3 1.7 2.1 5.0 1.2 3.0 3.0 3.0 1.2 3.0 2.8 0.9
5 1.4 1.4 1.7 1.7 4.1 4.4 2.3 3.0 2.5 1.9 1.6
8 1.7 1.5 0.7 2.1 1.0 1.2 1.8 2.0 2.1 0.8 1.2

10 0.8 0.7 1.9 1.3 2.0 0.5 1.0 1.1 0.9 1.0 0.6
15 1.5 0.6 0.3 1.0 0.4 0.9 0.7 1.2 0.6 0.5 0.7
20 0.4 0.2 0.3 0.7 0.4 0.4 0.3 0.1 1.0 0.8 0.4
25 0.1 0.2 0.1 0.3 0.2 0.2 0.3 0.2 0.3 0.3 0.2
30 0.4 0.1 0.1 0.5 0.1 0.1 ... 0.2 0.1 '"35 ... 0.1 0.1 ... 0.2 0.1 0.2 ...40 ... ... 0.1 0.3 ... 0.1 0.2 0.1 ... ... 0.2
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TABLE 12 (continued)
Epischura

Depth in 12.10 3.30 6.00 8.00 10.30 12.10 3.00 4.00 6.30 10.00 12.15
metres p.m. p.m. p.m. p.m. p.m. a.m. a.m. a.m. a.m. a.m. p.m.

--- --- ------ --- ------ --- --- ---
0 1.2 0.7 1.5 0.3 1.6 0.7 0.3 0.7 0.3 0.3
3 1.3 1.7 2.0 0.7 0.5 0.3 0.9 0.8 0.7
5 0.6 0.9 1.0 1.0 1.2 1.8 0.7 1.2 0.3 0.5 0.1
8 0.5 0.2 0.4 1.0 1.1 1.0 0.6 1.0 0.6 0.2 0.9

10 0.5 0.1 0.3 0.3 0.9 0.5 0.2 0.2 0.7 1.5 0.3
15 0.1 ... 0.6 0.4 0.4 0.3 1.1 0.3 0.1
20 0.1 0.1 0.1 0.3 ... .. . ., . ... 0.5 0.1 0.2
25 0.5 0.2 0.1 0.6 0.1 . , . ., . .. . ... 0.1 0.1
30 0.6 0.5 ., . 0.4 ... .. . ... ... 0.1 0.1 0.1
35 0.3 .. . . , . 0.1 .. . ... . , . ... 0.1 0.2
40 .. . .. . .. . ... 0.1 .. . ... .. . .. . . , . ...

Diaptomus group

Depth in 12.10 3.30 6.00 8.00 10.30 12.10 3.00 4.00 6.30 10.00 12.15
metres p.m. p.m. p.m. p.m. p.m. a.m. a.m. a.m. a.m. a.m. p.m.

--- --- --- --- --- --- --- --- --- --
0 8.0 8.4 22.0 15.0 22.0 27.6 18.0 13.5 18.5 14.0 12.0
3 29.0 23.5 25.5 15.0 18.0 12.0 15.5 12.0 16.5 17.5 16.2
5 6.5 4.5 13.5 10.5 14.5 10.0 10.0 9.0 10.5 27.5 10.0
8 3.5 2.5 22.5 6.5 10.5 8.5' 5.5 8.0 6.5 6.5 21.0

10 3.5 2.5 5.0 4.0 8.5 6.5 7.5 7.0 6.5 5.5 6.0
15 1.4 1.0 2.5 2.0 2.5 3.5 6.0 6.0 7.0 3.0 1.5
20 1.0 1.4 1.5 2.0 1.5 1.0 2.0 1.5 2.5 1.5 1.5
25 2.7 1.7 2.0 3.0 0.8 2.0 0.5 2.0 0.5 2.0 0.7
30 3.0 2.0 2.0 3.0 2.5 2.0 2.0 2.3 2.5 4.0 2.5
35 \ 8.2 5.0 5.5 6.5 5.0 7.5 5.5 3.0 4.5 4.0 5.5
40 31.0 35.0 28.5 24.5 24.5 29.5 31.5 25.0 28.5 28.0 28.5

TABLE 12 (continued)

Cyclops group

Depth in 12.10 3.30 6.00 8.00 10.30 12.10 3.00 4.00 6.30 10.00 12.15
metres p.m. p.m. p.m. p.m. p.m. a.m. a.m. a.m. a.m. a.m. p.m.

--- --- --- --- --- --- --- ---
0 1.0 1.7 6.0 6.5 4.0 6.0 4.0 8.5 5.0 6.0 10.0
3 9.0 11.0 10.6 4.5 3.5 5.0 4.0 5.0 8.0 10.0 10.0
5 5.5 9.0 8.0 5.0 4.0 4.5 3.5 5.5 6.0 10.0 10.0
8 4.0 6.0 7.0 7.0 7.0 5.0 4.0 4.5 4.0 5.5 8.5

10 5.6 5.5 10.0 8.5 7.0 6.5 6.5 9.0 4.5 7.0 6.0
15 7.6 7.5 12.0 7.0 11.0 11.5 12.0 10.0 8.0 11.0 10.0
20 9.7 8.5 8.0 8.0 8.0 9.5 12.5 9.0 7.5 10.0 6.5
25 8.5 8.0 7.0 9.6 9.0 8.5 9.6 8.0 10.5 7.5
30 11.3 8.0 10.0 10.0 8.5 7.0 10.0 6.0 6.5 9.0 7.5
35 8.3 15.0 11.0 9.5 7.5 8.6 8.0 6.5 6.0 7.0 6.5
40 10.0 8.5 8.0 6.5 6.0 7.0 7.0 7.0 6.0 3.0 6.5

Nauplii

Depth in 12.10 3.30 6.00 8.00 10.30 12.10 3.00 4.00 6.30 10.00 12.15
metres p.m. p.m. p.m. p.m. p.m. a.m. a.m. a.m. a.m. a.m. p.m.

--- --- --- --- --- --- --- --- --
0 36.0 35.0 24.5 23.0 45.5 47.0 26.0 28.0 72.0 64.0 55.5
3 50.0 57.0 66.0 67.5 58.0 48.0 47.0 46.0 64.5 60.0 62.5
5 34.0 33.0 61.0 55.0 52.0 40.0 50.5 39.0 55.0 61.0 76.0
8 38.5 33.5 50.0 46.0 61.0 76.5 55.0 43.0 37.0 40.0 54.0

10 31.0 36.1 25.0 34.0 37.0 45.0 43.5 46.0 52.0 61.5 37.5
15 55.0 39.0 40.0 40.5 32.0 52.0 43.5 35.5 47.5 54.0 77.0
20 80.0 85.0 77.5 84.0 76.5 92.0 81.5 78.0 118.0 86.5 81.5
25 69.5 65.0 50.0 60.0 62.0 61.5 59.0 70.0 61.0 71.0 60.0
30 45.5 49.5 50.0 50.5 41.0 47.5 61.5 58.5 68.0 65.5 60.5
35 38.5 53.0 53.5 43.5 40.5 35.0 40.0 43.0 40.0 41.5 40.0
40 25.4 24.0 21.0 .29.0 31.0 25.5 35.0 25.0 35.5 24.5 35.5
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TABLE 13.-Depth distributionof planktersat night,stationI,1935 (number per litre).

Cyclops Epischura Metanauplii Nauplii

Month VI VII VII VIII IX VI VII VII VIII IX VI VII VII VIII IX VI VII VI"
Day 22 5 27 24 1 22 5 27 24 1 22 5 27 24 1 22 5 2~

------ -- - ---- ------ -- -- -- -- - -- -
Depth in

metres
0 2.5 2.5 2.0 6.0 2.5 3.0 0.3 0.8 ... 4.5 3.5 5.0 8.5 5.0 33.0 35.5 65
1 1.0 3.0 3.0 4.5 1.0 3.5 0.7 1.2 0.2 5.0 7.5 13.5 8.5 15.0 30.0 56.3 65
3 2.5 2.0 14.5 5.5 2.0 4.5 0.2 1.6 0.2 0.1 6.5 3.5 13.5 7.5 15.5 42.5 33.0 71
5 2.5 2.5 3.0 5.0 6.5 3.0 0.5 0.8 0.2 5.5 3.5 11.5 7.0 12.0 32.0 33.0 41
8 1.0 4.0 3.5 5.0 5.0 3.5 0.8 0.5 0.2 0.1 4.0 5.5 8.0 9.0 17.0 32.5 59.5 28

10 2.0 7.0 3.0 4.7 3.0 2.2 1.0 0.4 0.2 ... 2.5 5.5 11.5 9.0 13.0 32.5 46.5 34
15 4.0 3.0 2.0 4.1 3.5 1.5 ... ... ... ... 17.5 3.5 6.0 14.5 5.5 26.5 18.5 10
20 3.5 4.5 2.2 6.0 2.0 1.0 ... ... ... 15.5 4.6 8.0 13.5 5.5 51.5 54.0 10
25 2.5 3.0 0.5 1.0 0.5 1.7 0.1 ... ... ... 16.0 5.0 12.0 17.5 5.5 64.0 48.0 6

30 4.0 2.5 0.5 1.5 0.5 0.6 0.2 ., . ... ... 17.0 6.5 8.0 16.0 9.5 82.5 19.5 4

35 2.5 2.5 0.5 0.5 1.0 0.2 ... ... .,. ., . 9.5 5.0 4.0 8.0 7.0 35.0 12.5 ~

40 3.5 2.5 1.0 0.5 0.5 ... ... ... ... ... 13.0 5.0 2.5 6.5 3.5 31.0 12.5 ~

45 3.5 2.0 0.8 0.5 .. . .. . .. . ., . ... ... .. . ... 3.5 4.5 2.5 .. . ... ~

TABLE 13 (continued)

Nauplii Daphnia Diaptomus oregonensis Diaptomus minutus
Month VIII IX VI VII VII VIII IX VI VII VII VIII IX VI VII VII VIII IX
Day 24 1 22 5 27 24 1 22 5 27 24 1 22 5 27 24 1

-- -- -- -- -- -- -- -- -- -- -- -- -- -- -- --Depth in
metres

0 16.5 21.0 0.7 10.0 20.0 9.0 4.5 6.0 0.5 23.5 4.0 21.5 41.5 7.0 59.5 21.0 34.51 18.5 31.5 1.5 17.0 3.0 11.0 8.0 4.5 0.5 21.3 2.6 20.5 27.5 15.0 35.0 19.5 23.5
3 13.8 34.5 3.0 14.3 2.2 8.5 16.0 5.5 0.5 4.0 2.5 13.5 6.5 11.5 27.5 20.0 30.05 15.0 37.0 4.0 6.5 7.5 12.0 13.5 4.0 1.5 2.5 3.5 12.0 14.0 8.0 21.0 17.5 30.08 16.0 33.0 3.0 3.0 6.0 6.5 14.0 1.5 2.0 1.0 2.5 5.5 19.5 4.0 25.5 16.0 38.010 15.0 27.0 1.5 2.5 4.0 7.0 15.0 0.5 2.0 0.3 3.0 8.0 9.0 3.0 16.5 14.5 24.515 12.2 20.5 1.0 1.5 2.2 7.7 14.0 0.5 1.3 8.7 1.5 11.3 3.0 2.7 4.5 9.5 17.520 11.4 7.0 1.0 0.8 1.0 5.0 5.0 0.5 1.5 12.5 2.5 3.0 1.5 1.0 2.5 3.0 4.525 3.0 7.0 0.5 1.2 0.3 1.5 3.0 1.5 3.5 28.5 30.5 2.5 2.5 1.0 2.0 1.0 2.030 4.0 3.0 0.3 1.3 0.5 1.5 1.0 4.0 12.5 60.5 80.0 1.0 2.0 1.5 1.5

35 2.5 1.0 0.3 2.0 0.2 0.7 0.3 5.5 19.0 65.5 90.5 69.5 1.0 1.0 0.6 0.5 0.540 2.5 3.5 0.3 0.5 0.1 0.7 0.5 7.5 18.0 49.5 45.2 30.0 1.0 0.5 0.1 0.5 .. .45 6.0 2.5 0.3 0.2 0.2 0.5 0.5 ... 49.5 51.5 25.8 27.0 ... 0.5 0.5 0.3 ...
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TABLE 14.-Depth distributionof plankters,stationI,1934 and 1935 (numbers per litre).
Daphnia, I934

Month V V VI VI VI VI VII VII VIII VIII VIII VIII IX IX
Day 16 25 2 14 19 28 12 24 3 13 21 28 6 14

-- -- -- -- -- -- -- -- -- -- --
Depth in
metres

0 0.1 0.1 1.3 0.3 0.2 20.0 2.0 2.5 8.0 0.8 4.2 0.8
3 ... 0.7 0.5 5.5 4.0 1.7 14.0 28.0 2.5 14.5 9.5 19.0 14.0 17.0
5 ... 0.3 0.7 3.3 3.8 1.4 16.5 27.8 4.5 7.5 14.0 14.0 12.5 17.0
8 0.1 0.7 1.8 1.3 1.7 11.0 9.0 5.0 3.0 10.5 6.0 12.5 17.5

10 0.1 0.1 1.0 2.2 2.5 0.8 15.0 8.5 3.5 2.5 14.5 10.0 11.5 10.1
15 0.1 0.1 0.7 0.7 1.5 17.5 2.5 3.5 2.0 18.0 6.0 8.0 8.0
20 0.1 ... 0.3 1.1 0.7 0.4 5.9 1.7 1.5 1.7 10.5 7.5 8.0 1.5
25 .. . .. . ... 0.5 0.2 0.1 1.4 16.0 0.5 0.3 2.0 7.0 14.5 3.5
30 .. . ... 0.2 0.3 0.1 0.4 1.7 1.0 0.5 0.7 1.0 2.0 5.0 2.5
35 .. . .. . .. . 1.1 ... . .. 11.0 0.5 0.5 0.3 0.5 1.0 1.0
40 .. . .. . .. . .0.3 ... . .. 1.7 0.3 0.1 0.6 1.3 0.7 1.0 0.5

Daphnia, I935

Month V V VI VI VI VI VII VII VII VII VIII VIII VIII VIII IX IX IX
Day 18 26 5 12 22 29 5 12 19 27 2 9 18 24 1 9 18

-- -- -- -- -- -- -- -- -- -- -- -- -- -- -- --
Depth in

metres
0 0.4 0.1 1.2 0.5 3.0 0.5 1.7 0.5 1.5 0.1 0.5 9.0 0.5
1 7.0 7.0 4.5 2.0 6.0 7.0 1.5 2.5 0.2 7.5 11.0 22.3 2.5 10.0 1.4
3 0.5 0.2 4.0 7.0 5.5 3.0 7.0 10.0 2.5 3.0 5.0 13.5 21.0 19.0 18.0 25.0 4.5
5 0.5 0.3 3.5 4.0 2.5 4.0 3.5 12.5 4.0 1.0 2.0 7.5 11.0 12.3 16.0 22.5 12.2
8 0.5 0.3 0.5 1.0 3.0 2.5 1.6 6.0 2.2 1.0 1.0 3.0 8.5 4.5 9.0 12.5 5.0

10 0.5 0.2 0.3 0.5 3.5 3.0 2.0 14.0 1.5 0.8 2.0 4.0 10.0 2.5 4.5 7.0 3.5
15 0.1 ... 0.5 0.3 3.0 1.8 1.5 3.5 3.5 2.5 1.0 1.5 2.0 2.0 1.5 2.0 2.5
20 .. . ... 0.1 0.3 1.7 1.5 1.5 2.5 2.5 2.7 2.0 1.5 1.0 5.0 2.5 2.0 3.0
25 .. . ... 0.3 0.2 0.7 2.0 4.5 1.0 0.2 2.5 0.3 1.0 0.5 1.0 4.0
30 0.3 0.3 0.5 0.7 0.6 10.0 0.3 0.2 0.2 0.3 1.0 0.3 0.8 3.0 2.0
35 \........ \ ~'.~ \ ~...~

0.3 0.2 0.5 0.5 1.8 0.2 0.3 0.2 0.3 0.5 0.5 0.8 2.0
40 0.2 0.5 0.5 2.0 0.3 0.1 0.1 0.1 0.2 0.5 0.3 0.8/ 1.54.5 0.3 ., . 0.5 0.5 1.0 0.2 0.2 . .. 0.3 0.5 0.5 0.5 ... 0.5
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TABLB 14 (t»fIIi"w4)

Holopedium, I934

Month V VI VI VI VIIDay 25 2 14 19 12-- --Depth in
metres

0 ... 0.9 0.4 . ..3 0.8 0.9 0.1 3.5 ...5 0.2 0.7 0.2 1.4 ...8 0.3 0.4 0.2 0.3 ...10 0.3 0.5 0.3 ...15 0.1 1.3 0.1 0.3 ... NO20 0.1 0.1 ... . .. . ..25 ... . .. ... . .. . ..30 ... . .. . .. ... . ..35 ... . .. . .. . .. . ..40 ... . .. . .. . .. . ..

NE THEREAFTER DURING SEASON

Holopedium, I935

Month V V VI VI VIDay 18 26 5 12 22-- --Depth in
metres

0 0.2 ... 0.2 " . ...1 0.2 .. . 1.5 ... . ..3 0.5 ... 1.5 . ..5 1.0 0.2 0.8 0.1 ...8 0.2 0.3 ... ... . ..10 0.1 0.1 ... . .. ...15 0.3 0.2 ... . .. NC20 0.1 ... 0.1 " . . ..25 .. . ... . .. . ..30 0.1 ... ... . .. ...35 0.1 ... " . ... ...40 0.1 ... . .. ... ...

NE THEREAFTER DURING SEASON
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TABLE-14 (continued)

Epischura, 1934

Month V V VI VI VI VI VII VII VIII VIII IX IX
Day 16 25 2 14 19 28 12 24 3 13 6 14

-- -- -- -- -- -- -- -- -- ----
Depth in
metres

0 ... 0.1 1.1 1.2 .. . ... ... 0.3
3 ... 0.1 0.8 1.0 1.0 1.3 1.0 0.2 .. . .. . ... 0.3
5 .. . ... 0.4 1.6 1.1 0.6 0.8 .. . .. . .. . ... 0.3
8 .. . .. . 0.7 0.6 0.4 0.5 0.3 .. . .. . .. . ...

10 .. . ... 1.2 1.8 0.4 0.5 0.4 0.1 ... ...
15 .. . .. . 0.1 0.4 0.5 0.6 0.1 0.1 0.1 ...
20 .. . .. . 0.2 0.3 0.4 0.1 0.7 .. . ... 0.1 0.1 ...
25 ... 0.1 0.1 0.5 0.2 .. . .. . .. . ...
30 ... 0.1 0.2 0.1 .. . 0.6 0.5 .. . .. . ... . ..
35 .. . .. . 0.7 0.1 .. . 0.3 1.1 .. . ... .. . ...
40 ... .. . .. . 0.4 .. . .. . 0.3 0.1 .. . . , . . .. ...

Epischura, 1935

Month I V I V I VI I VI I VI I VI I VII I VII I VII I VII IVIII I VIII IVIII I IX I IX I IXDay 18 26 5 12 22 29 5 12 19 27 2 9 18 1 9 18------------------------------
Depth in
metres

o
1
3
5
8

10
15
20
25
30
354.0

4.1'l

1.2 1.7
0.1 3.0 0.2 4.5 1.0 1.0
0.5 1.2 1.0 3.5 1.5 0.2
0.2 1.2 1.0 3.0 2.0 0.5 0.5
0.1 0.5 0.5 3.0 2.5 0.5 0.1 1.0

~j16:i 1 ::~ I i.o / 0:4/ ::: 18:~0.5 1.5 1.1 0.3 1.0 1.0
0.2 1.0 0.6 .. . ... 0.2
0.3 0.3 0.1 ... 0.1 0.3 ... ... ... 0.1

0.7 ... 0.3
... 0.2 0.1

0.1 \ 0.1 ... 0.1 .. '1 ... /0.1
\ .'. \ .': \ .'. \ .,. . .. .. . . .. . ........ / ... / ... / ... , ... , ... / ...... ... 0.1 ... ... 0.2 ... ... ..,

TABLB 14 (etnlliftfl«l)

Diaptomus oregonensis, 1934

Month V VI VI VI VII VII VIII VIII VIII VIII IX IX
Day 16 2 19 28 12 24 3 13 21 28 6 14

-- -- -- -- -- -- -- -- -- -- -Depth in
metres

0 1.0 0.5 1.0 2.0 5.0 3.0 1.0 0.5 4.0 1.0 1.5 0.2
3 0.5 2.5 6.0 6.0 30.0 4.0 1.5 17.0 2.5 8.0 4.0 16.0
5 0.5 1.0 5.0 4.0 16.0 8.0 4.0 20.0 3.5 2.5 2.0 4.5
8 2.0 5.0 4.0 17.5 3.0 3.0 10.0 3.5 2.5 2.0 3.5

10 1.5 2.0 5.0 2.0 8.0 2.5 2.0 0.5 10.0 1.5 2.0 3.5
15 1.0 1.0 2.0 1.0 10.0 0.5 4.0 2.5 4.5 1.5 3.0 1.5
20 2.0 1.0 2.0 1.0 6.0 7.0 6.0 2.5 2.5 4.0 4.5 1.0
25 0.5 2.0 0.5 4.0 45.0 15.0 24.0 6.5 5.0 3.5 0.5
30 0.5 0.7 1.0 2.0 5.0 27.0 30.5 25.0 40.5 34.5 2.5 0.5
35 1.0 1.5 2.0 5.0 54.0 69.0 48.0 76.5 61.0 60.0 31.0 24.0
40 1.5 ? 9.0 2.5.0 78.0 70.0 55.5 44.5 42.0 26.0 51.0 17.5

Diaptomus oregonensis, 1935

Month V V VI VI VI VI VII VII VII VII VIII VIII VIII VIII IX IX IX
Day 18 26 5 12 22 29 5 12 19 27 2 9 18 24 1 9 18

-- -- -- -- -- -- -- -- -- -- -- ------- -- --Depth in
metres

0 0.5 5.0 0.1 1.0 ... 1.0 0.2 . .. . .. ... . .. 1.6 1.0 1.5 1.5
1 0.3 1.0 1.0 0.5 3.5 1.0 1.0 ... . .. . .. 0.5 3.0 2.0 1.0 2.5
3 0.3 0.7 1.0 0.5 5.0 1.0 6.0 0.1 4.0 ... 0.6 1.5 2.5 3.0 3.5 4.0
5 0.2 1.0 0.,5 3.5 3.5 2.0 0.2 0.5 2.5 1.5 0.8 6.0 6.0 4.5 6.5
8 0.5 0.3 0.5 0.2 2.0 1.2 1.5 0.5 1.0 0.3 0.5 0.7 1.2 3.0 1.5 7.5 4.5

10 0.5 0.5 0.6 0.1 1.0 2.0 0.7 0.5 1.5 1.0 6.5 0.7 1.7 0.5 1.0 2.5 3.0
15 0.5 0.1 0.6 0.1 0.5 1.0 0.5 3.0 4.0 9.0 10.0 0.8 0.5 1.7 1.5 0.6 4.0
20 0.1 0.3 0.3 2.0 0.8 0.5 0.5 10.5 8.0 17.0 3.8 7.0 10.5 1.2 0.3 1.2 4.0
25 0.2 0.3 0.3 2.0 1.0 4.5 3.1 20.5 15.0 28.0 54.5 38.0 35.5 36.5 12.0 3.5 3.5
30 ... 0.4 0.3 1.5 3.5 17.0 16.0 30.5 71.5 70.5 91.0 68.0 76.0 54.5 74.0 74.0 2.2
35 0.1 0.2 0.2 2.5 7.5 31.0 19.5 39.0 76.0 77.0 81.5 71.5 70.0 74.5 65.0 25.0 2.0
40 0.3 0.3 0.3 2.5 5.0 17.5 18.0 65.0 106.5 68.0 59.0 56.5 37.5 48.5 32.0 34.0 28.0
45 ? ? ? 2.0 .. . ... 54.5 161.7 131.0 53.0 45.0 33.0 35.0 28.5 21.0 . .. 32.5
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TABLE 14 (continued)

Diaptomus minutus, I934

Month V VI VI VI VII VII VIII VIII VIII VIII IX IX
Day 16 2 19 28 12 24 3 13 21 28 6 14

-- -- -- -- -- -- -- -- -- -- --
Depth in
metres

0 0.5 2.5 2.0 10.0 2.0 44.0 14.0 23.0 16.0 3.0 10.0 2.5
3 0.5 12.5 10.0 14.0 70.0 42.0 16.0 47.0 ll.5 15.5 16.0 15.5
5 0.5 8.0 10.0 6.0 50.5 38.0 17.0 14.0 17.0 17.0 ll.5 12.0
8 6.0 6.5 17.0 66.5 39.0 17.0 6.0 14.0 10.0 9.0 9.0

10 1.5 6.0 4.5 4.0 50.5 40.0 19.0 7.0 13.0 5.0 9.5 6.5
15 1.2 2.5 1.0 0.5 67.0 9.5 9.0 5.0 14.5 6.0 9.0 2.5
20 1.5 1.5 0.5 0.5 25.5 5.5 5.0 4.0 16.5 8.0 7.0 1.0
25 1.0 0.5 0.2 7.5 7.0 2.0 2.0 2.0 12.0 5.0 0.5
30 1.0 1.0 0.5 0.5 2.5 4.0 1.5 1.0 0.5 2.0 1.0 0.5
35 1.5 1.0 0.5 0.5 3.0 2.0 1.0 1.0 0.5 0.5 0.5 ...
40 2.0 ? 0.5 0.5 2.5 0.5 0.5 0.5 0.5 0.5 0.5 ...

Diaptomus minutus, I935

Month V V VI VI VI VI VII VII VII VII VIII VIII VIII VIII IX IX IX
Day 18 26 5 12 22 29 5 12 19 27 2 9 18 24 1 9 18

-- -- -- -- -- -- -- -- -- -- -- -- -- -- -- --
Depth in
metres

0 1.5 32.5 7.0 8.5 26.0 3.5 11.5 21.8 2.4 1.0 0.5 1.0 5.5 10.0 ll.O 18.0 9.5
1 1.0 17.5 ll.5 16.5 9.5 43.5 16.5 20.0 8.0 8.0 1.0 4.0 20.5 47.0 16.0 13.5 9.0
3 1.2 4.0 ll.5 15.0 30.0 20.0 27.5 24.0 8.7 35.0 12.0 ll.O 33.0 36.0 33.0 26.5 8.5
5 2.0 1.8 9.5 10.0 16.5 19.5 19.0 25.5 31.0 21.0 7.5 10.0 13.5 15.0 18.0 34.5 12.3
8 2.5 1.5 1.0 1.8 23.5 12.5 2.5 19.0 9.5 13.0 9.5 8.0 ll.O 14.0 ll.O 17.0 7.0

10 2.5 2.0 0.4 0.9 6.0 8.0 1.8 22.2 6.5 12.5 20.0 13.0 10.0 15.5 13.0 10.5 7.0
15 2.5 0.1 0.4 0.7 2.5 3.0 2.0 4.4 2.5 6.5 14.0 7.0 3.0 ll.O 11.0 3.5 8.0
20 0.2 0.2 0.3 0.5 1.2 3.0 4.0 3.0 0.8 1.0 1.2 0.8 1.8 6.0 1.5 0.7 4.0
25 0.2 0.2 0.2 0.5 1.5 3.0 1.0 1.7 0.5 1.0 1.7 0.3 0.6 2.0 1.0 3.5 7.0
30 0.1 0.3 0.2 0.5 1.0 0.5 0.2 3.0 0.2 0.5 1.0 ... 0.5 0.5 2.0 2.5
35 \0.1 0.3 0.1 0.5 2.0 0.5 0.5 1.5 0.5 0.5 0.7 0.2 ... 1.0 0.5 0.5 3.54.0 O·l \ 012 \012 ... l.0 0.5 0.5 1.0 0.2 0.5 0.7 . .. . .. 0.5 0.2 1.5 1.0
4.5 .. . ... ... 0.5 0.6 ... 1.0 0.5 . .. . .. 1.0 0.1 . .. I ...
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TABLE 14 ("",".fIMl)

Limnocalanus, I934

Month
Day

Depth in
metres

o
3
5
810

15
20
25
30
35
40

V I V I VI I VI I VI I VII I VII IVIII IVIII IVIII IVIII I IX I IX16 25 2 14 19 12 24 3 13 21 28 6 14---

0.5 0.7 ... 0.2 ... I 0.1
0.1 I ... 0.6 0.3 0.1 0.7 0.2 1.0
0.1 ... 0.2 ... 0.2 0.5 0.6 0.7 0.8 1.3

0.1 0.2 ... 0.4 1.5 2.1 1.1 1.0 1.0 I 0.31 0.1? 0.4 0.3 1.6 1.5 3.0 3.0 1.6 1.7 1.1 0.5

Adult Limnocalanus, I935

Month
Day

Depth in
metres

o
1
3
5
8

10
15
20
25
30
35
40
45

0.1
0.1 .. . ... .. . . .. ... , ... •.....

0.1 0.1 0.1 0.4 0.3 0.5 0.2 CI:I... ••. '0' •.....0.1 0.5 0.8 0.9 0.2 0.2 0.3 0.1 0.5 0.1 0.3 ...
10:4 0.2 1.0 1.0 0.2 0.2 0.2 0.3 0.3 0.3 1.0 0.4 1.5

? I ? I ? ... 0.5 . .. 0.4 0.8 0.5 0.4 0.3 0.2 0.3 0.3
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TABLE 14 (continued)

Immature Limnocalanus, 1935

v I V 1 VI I VI 1 VI 1VII I VII 1VII I VII IVIII IVIII IVIII IVIII 1 IX 1 IX 1 IX18 26 5 12 29 5 12 19 27 2 9 18 24 1 9 18Month
Day

Depth in
metres

o
1
3
5
8

10
15
20
25
30
35
40
45

---

0.1
0.2 I 0.1 I ... I ... .. . ... 0.2

0.2 ... 0.5 0.4 0.4 0.3
0.8 0.1 0.3 0.5 0.9 0.7 0.4 0.2 0.21.2 0.6 0.5 1.0 0.8 1.8 2.6 1.0 0.9 0.5 0.4 0.11.0 0.7 1.2 2.3 0.8 1.3 2.3 1.2 2.5 1.3 1.2 0.9

I i:2
4.5 1.5 3.0 2.3 2.0 1.3 4.3 3.5 2.0 1.2 1.0 12.0

? ... 2.0 2.5 3.5 2.2 1.4 1.1. 1.7 1.6 2.6 1.0 6.0
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TABLE 14 (CMIIinfl«l)

CyaopsgrouP,1934

Month V V VI VI VI VI VII VII VIII VIII VIII VIII IX IX
Day 16 25 2 14 19 28 12 24 3 13 21 28 6 19

-- -- -- -- -- -- -- -- -- -- -- -- --Depth in
metres

0 0.9 0.5 1.3 1.0 6.5 1.0 0.6 5.0 1.6 1.5 1.5 0.3 0.5 0.2
3 1.5 5.0 2.5 6.5 7.0 9.0 6.0 4.5 5.0 9.5 2.0 4.0 1.0 7.0
5 1.5 3.5 3.5 4.5 5.8 5.5 3.2 5.7 6.0 4.0 6.5 2.5 5.0 9.0
8 1.8 0.9 2.4 3.0 3.5 4.0 5.0 2.5 4.0 1.5 6.5 2.0 2.7 14.0

10 2.0 1.5 2.0 4.5 3.0 5.6 3.5 1.7 4.5 3.0 8.5 1.2 3.0 15.5
15 2.5 0.1 2.0 3.5 8.5 7.6 6.5 2.5 2.2 4.5 5.5 2.5 2.0 5.0
20 1.3 0.3 0.5 8.0 6.5 9.7 4.6 3.0 1.5 3.5 3.5 4.0 2.5 2.5
25 0.9 0.2 0.5 8.5 4.0 8.5 4.7 1.0 1.3 2.5 1.5 3.0 2.5 3.0
30 0.8 0.3 1.0 6.5 4.5 11.3 3.0 1.0 1.0 1.2 2.5 4.5 2.5 3.0
35 0.6 0.1 0.6 6.5 5.0 8.3 9.0 2.0 1.5 1.0 2.5 1.8 1.0 2.5
40 1.3 0.4 ? 4.5 5.5 10.0 5.0 2.0 0.5 1.0 0.7 1.0 0.7 1.1

Cyclops group,1935

Month V V VI VI VI VI VII VII VII VII VIII VIII VIII VIII IX IX IX
Day 18 26 5 12 22 29 5 12 19 27 2 9 18 24 1 9 19

-- -- -- -- -- -- -- -- -- -- -- -- -- -- -- --
Depth in
metres

0 1.0 ... 0.3 1.5 2.5 5.0 4.5 2.5 . .. 0.3 2.0 0.3 2.5
1 ... 2.0 4.0 1.0 3.0 3.5 4.0 0.8 1.0 0.1 . .. 3.5 7.5 1.0 2.5 2.0
3 0.5 2.0 2.0 4.5 5.0 3.5 7.5 3.5 2.0 3.0 0.5 1.1 5.5 18.0 4.0 5.0 5.0
5 2.5 1.0 2.5 7.5 5.0 5.0 5.5 4.5 6.0 3.5 0.3 2.5 3.5 7.8 3.0 2.5 9.0
8 0.2 0.5 1.5 10.5 9.5 3.5 3.5 4.0 2.5 2.0 1.0 3.0 0.7 6.7 3.0 2.5 6.5

10 0.5 0.3 0.3 11.0 3.5 3.5 2.5 4.0 1.5 1.0 4.5 3.5 5.0 6.7 4.0 2.0 12.5
15 0.5 0.6 1.5 13.7 5.0 3.0 3.0 7.0 3.0 3.0 5.5 0.8 0.5 2.2 3.0 1.2 5.0
20 0.2 0.2 0.5 15.0 5.5 4.0 4.5 6.0 3.5 3.0 0.8 0.8 1.5 2.5 2.5 0.5 4.0
25 0.2 0.3 5.0 7.5 4.0 3.5 5.0 6.0 2.5 1.0 1.5 0.5 1.0 2.0 1.0 ... 4.0
30 0.2 0.2 0.5 3.5 4.0 4.0 2.0 3.6 0.5 1.0 1.8 0.5 1.0 1.0 1.0 2.0 3.0
35 ... 0.2 0.5 2.5 3.5 5.5 2.0 4.5 2.5 1.0 0.6 0.2 ... 1.0 0.5 0.5 2.2
40 0.1 0.3 4.0 1.5 1.0 4.0 1.0 0.7 0.5 0.5 0.5 0.5 0.2 1.5
45 ? ? ? 1.5. 3.0 1.0 1.0 1.5 1.0 0.6 1.0 0.5 0.1 1.5 0.1 ... 0.2
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TABLE 14 (continued)

Nauplii, I934

Month V V VI VI VI VI VII VII VIII VIII VIII VIII IX IX
Day 16 25 2 14 19 28 12 24 3 13 21 28 6 14

-- -- -- -- -- -- -- -- --' -- -- -- --
Depth in
metres

0 15.7 105.0 13.3 15.5 14.5 36.0 77.5 65.5 22.5 53.5 20.5 28.0 10.0 16.5
3 17.5 36.0 39.0 20.0 23.0 50.0 106.5 53.5 32.0 60.0 31.5 21.5 16.0 6.0
5 21.8 28.0 32.5 26.0 30.0 34.0 111.5 37.6 34.0 25.7 28.5 15.5 ~5.0 2.5
8 26.4 31.0 24.6 24.0 37.0 38.5 85,5 27.0 30.5 17.0 21.5 16.0 5.2 1.0

10 28.5 28.5 32.5 26.0 38.0 31.0 56.0 18.5 28.0 22.0 20.0 9.0 3.5 0.515 28.0 22.5 25.0 24.5 33.5 55.0 70.5 21.0 14.0 13.0 23.0 10.0 6.5 1.0
20 24.5 20.5 18.0 72.0 68.0 80.0 69.0 28.5 17.0 13.0 36.0 8.5 6.5 3.025 22.3 17.0 16.0 53.0 61.5 69.5 51.5 23.5 10.0 5.0 5.0 12.0 13.0 4.5
30 24.5 11.6 14.5 49.5 66.5 45.5 35.5 11.0 7.5 4.5 4.5 3.5 6.0 6.0
35 25.5 11.5 10.5 36.0 57.5 38.5 96.0 6.5 7.0 3.0 3.5 2.0 1.0 2.5
40 33.0 11.4 ? 23.5 47.5 25.5 24.8 8.0 3.5 4.5 6.0 2.0 0.7 0.5

Nauplii, I935

Month V V VI VI VI VI VII VII VII VII VIII VIII VIII VIII IX IX IX
Day 18 26 5 12 22 29 5 12 19 27 2 9 18 24 1 9 18

-- -- -- -- -- -- -- -- -- -- -- -- -- -- --
Depth in
metres

0 26.0 34.5 4.5 2.0 70.0 59.0 143.0 41.0 62.5 70.0 42.0 175.0 28.5 68.0 38.0 25.0 12.5
1 30.0 35.0 3.0 2.0 60.0 106.0 123.0 50.5 161.0 108.0 51.5 200.0 38.5 30.0 37.5 30.0 12.5
3 33.0 36.5 3.0 4.0 55.0 90.0 109.5 46.0 66.0 59.0 32.5 33.0 19.5 34.8 75.0 32.0 14.5
5 40.0 21.0 7.5 3.5 50.0 75.0 67.5 55.5 36.5 26.5 18.5 15.0 7.0 9.0 18.5 25.0 6.0
8 43.0 36.4 9.5 3.5 55.0 61.0 59.0 42.0 16.0 15.0 12.0 10.0 5.5 9.0 9.5 15.0 5.510 25.5 48.5 14.0 6.0 31.0 37.0 29.0 64.0 15.0 9.0 12.0 7.5 2.0 8.5 6.5 14.0 5.015 3l.5 3.5 8.5 10.0 29.5 50.0 32.0 63.0 26.0 5.0 9.0 6.5 2.5 11.0 8.0 16.0 8.020 9.5 8.0 10.0 26.0 52.0 58.0 4l.0 58.0 24.0 11.5 5.5 5.5 2.0 3.0 5.5 13.5 9.025 8.0 7.0 3.0 19.0 54.5 113.5 47.0 50.0 19.0 3.5 3.5 6.5 1.5 1.5 1.0 7.5 7.530 ~7.5 7.5 4.0 14.0 55.0 59.0 37.0 34.0 7.0 2.0 2.5 3.0 1.0 2.0 1.8 2.5 11.0
35 9.0 5.0 3.0 10.0 36.0 31.5 26.0 19.5 5.5 3.0 1.0 3.0 0.5 1.0 1.0 2.5 9.04.0 17.5 \ 9.5 \ ... \10.0 23.0 17.5 12.5 7.5 3.5 1.5 2.5 3.0 0.5 0.5 3.0 ::? I ~:?4.0 "/ "/ "/ ... ... 10.0 2.0 4.0 1.0 3.0 5.0 4.0 2.0 I 2.5
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TABLE 14 (continued)

Metanauplii, I935

Month V V VI VI VI VI VII VII VII VII VIII VIII VIII VIII IX IX IX
Day 18 26 5 12 22 29 5 12 19 27 2 9 18 24 1 9 18

-- -- -- -- -- -- -- -- -- -- -- -- -- -- -- --
Depth in
metres

0 22.0 20.0 8.0 5.5 7.0 1.2 5.0 6.0 2.5 10.0 2.0 14.5 20.5 3.0 5.5 14.3 6.0
1 32.0 31.0 17.0 9.5 7.0 4.0 12.0 9.0 18.0 22.0 11.5 29.5 32.0 11.0 5.0 11.5 4.7
3 43.5 41.0 13.5 27.0 8.5 3.0 20.0 8.5 11.0 14.5 17.0 45.5 29.5 10.0 6.5 18.0 5.2
5 50.0 40.0 20.0 12.7 10.5 6.0 15.5 9.0 6.0 6.5 10.0 27.0 24.5 8.4 7.0 14.5 7.0
8 16.0 54.3 30.0 16.5 9.0 4.5 9.5 6.5 4.0 6.0 12.5 14.0 22.0 9.5 8.0 10.5 4.0

10 12.0 10.0 24.5 15.0 6.5 5.5 3.2 9.0 3.5 4.0 12.5 17.0 21.0 9.0 5.0 7.0 3.0
15 7.5 3.0 34.5 18.0 7.0 6.0 5.0 ... 5.5 3.5 8.5 12.5 19.5 6.0 6.0 5.6 2.5
20 2.0 5.0 19.5 18.0 6.5 5.5 6.0 ... 5.0 6.0 5.0 16.0 23.5 4.5 6.5 3.0 2.0
25 2.0 6.0 30.0 17.0 7.0 7.0 7.0 8.0 5.0 5.5 12.0 9.5 16.0 15.0 9.5 3.0 3.0
30 4.0 3.0 7.5 11.0 10.0 9.0 5.0 5.5 3.5 3.0 9.0 6.0 14.5 6.7 1.5 3.0 3.0
35 1.5 4.0 6.0 7.0 10.5 6.5 5.0 4.5 2.5 2.0 5.5 5.0 6.5 5.0 6.5 5.5 2.0
40 3.5 4.5 5.0 7.5 9.0 5.0 5.0 3.0 4.0 2.5 5.0 4.5 2.0 4.5 3.0 2.5 1.5
45 ? ? ? 6.0 ... ... 5.0 1.5 1.5 3.0 4.0 5.0 2.0 2.0 2.5 2.5 0.6
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TABLE 15.-Depth distributionof plankters,stationII,1934 and 1935
(numbers per litre).

Daphnia, 1934

Month V VI VI VII VII VII VIII VIII VIII VIII
Day 19 9 19 2 12 24 6 14 21 28

--- --- --- --- --- --- --- --- --Depth in
metres

0 0.2 1.7 0.2 8.0 1.0 2.0 1.0 2.5 10.0 0.7
3 0.9 2.0 2.8 9.0 7.0 14.5 7.5 10.5 12.0 16.0
5 0.3 3.0 4.5 7.0 8.0 10.5 5.3 10.5 11.5 9.3
8 2.5 2.0 3.0 3.0 4.5 2.0 3.7 14.4 4.5

10 ? 1.0 1.0 2.2 2.5 10.8 1.8 3.0 11.6 4.2
12 ? 0.8 0.7 1.2 3.5 ? 3.2 4.0 ? 3.2

Daphnia, 1935

Month V VI VI VII VII VII VIII VIII IX
Day 26 6 22 10 10 20 11 11 21

day night day night
--- --- --- --- --- --- --- --

Depth in
metres

0 ... 1.2 1.0 1.5 5.5 0.6 11.5 0.4
1 7.0 1.5 20.0 27.0 4.0 3.0 12.5 2.5
3 0.1 4.5 2.0 18.5 27.5 3.0 7.5 13.0 2.5
5 2.0 1.5 14.7 23.0 3.0 7.0 17.0 5.0
8 0.2 1.5 3.2 10.5 17.0 5.7 6.0 20.0 3.5

10 0.2 1.0 1.0 12.5 14.5 8.0 8.0 6.0 3.0
12 0.1 1.0 1.5 I 6.0 8.5 ? ? ? ?

TABLE 15 (continued)

Holopedium, 1934

Month V VI VI VII VII VII VIII VIII VIII VIIIDay 19 9 19 2 12 24 6 14 21 28
--- --- --- --- --- --- --- --- --Depth in

metres
0 0.1 4.5 0.1 .. . 0.1 ... . .. . .. ... . ..
3 3.5 2.0 ... . .. . .. ... . .. . .. ...
5 0.1 2.2 0.7 ... . .. . .. ... .. . . .. ...
8 0.7 0.1 ... ... . .. ... . .. . .. . ..10 ? 0.2 ... . .. . .. . .. . .. . ..12 ? ... . .. . .. . .. ? " . . .. ? . ..

Holopedium, 1935

Month V VI VI VII VII VII VIII VIII IX
Day 26 6 22 10 10 20 11 11 21

day night day night
--- --- --- --- --- --- --- --Depth in

metres
0 1.5 0.3 ... ... . .. .. . ... ... . ..
3 0.3 ... .. . . .. ... ... ... . ..
5 0.3 0.2 ... .. . . .. ... " . ... ...
8 ... .. . ... . .. .. . ... ... . ..10 0.1 ... . .. . ..

12 ... 0.2 ... ... . .. ? ? ? ?
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TABLE 15 (continued)

Epischura, I934

Month V VI VI VII VII VII VIII VIII VIII VIII
Day 19 9 19 2 12 24 6 14 21 28

--- --- --- --- --- --- --- --- ---
Depth in
metres

0 ... ... 0.6 0.2 0.2 0.1 ...
3 ... . .. 0.7 0.6 0.7 0.2 0.1 0.3 . .. 0.2
5 ... 2.0 1.1 0.5 0.6 0.2 . .. ... . ..
8 0.5 0.8 0.4 0.4 0.2 0.1 ...

10 ? 0.6 0.4 0.3 0.2 0.4 0.4 ... 0.7 0.212 ? 0.7 0.2 0.1 0.3 ? 0.4 ... ? 0.4

Epischura, I935

Month V VI VI VII VII VII VIII VIII IX
Day 26 6 22 10 10 20 11 11 21

day night day night
--- --- --- --- --- ------ --

Depth in
metres

0 .. . 0.7 0.2 1.3 .. . .. . 0.1 ...1 .. . 1.5 0.3 0.5 ... 0.3 . ..
3 ... 0.6 2.0 0.5 3.0 0.1 0.1 . ..5 ... 0.3 0.8 0.5 3.5 0.1 . .. 0.2 ...
8 ... 2.0 0.1 2.0 2.5 0.8 ... . .. . ..

10 ... 0.2 0.2 2.2 2.2 8.0
12 ... 0.2 0.5 2.0 2.0 ? ? ? ?
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TABLE 15 (continued)

Diaptomus group, I934

Month V VI VI VII VII VII VIII VIII VIII VIIIDay 19 9 19 2 12 24 6 14 21 28--- --- --- --- --- --- ------ --Depth in
metres

0 0.5 16.0 3.3 14.4 11.0 19.0 3.5 13.5 14.0 4.73 4.0 20.5 29.5 35.0 16.5 77.5 51.0 48.5 16.0 25.05 7.0 36.5 33.0 30.0 13.5 51.5 16.5 30.0 18.3 13.58 5.3 15.5 12.4 5.7 10.5 6.5 12.5 9.0 6.010 ? 12.2 5.0 11.4 4.0 11.0 3.5 8.0 19.5 3.512 ? 6.2 2.5 6.7 3.0 ? 3.6 6.5 ? 4.5

Diaptomus group, I935

Month V VI VI VII VII VII VIII VIII IXDay 26 6 22 10 10 20 11 11 21
day night day night--- --- --- --- --- --- --- --Depth in

metres
0 7.0 15.0 21.0 7.0 15.0 1.0 2.5 18.0 5.21 3.0 24.0 18.5 19.5 11.0 29.5 3.2 21.5 12.03 3.5 17.0 20.4 100.0 24.0 45.0 9.3 28.0 10.05 1.0 15.5 11.0 78.5 40.0 25.7 3.1 25.1 10.08 0.7 6.5 5.5 15.0 30.5 14.8 5.7 17.5 5.510 0.7 3.5 2.5 25.7 25.0 16.5 10.8 18.5 4.512 0.7 3.5 3.5 15.0 16.3 ? ? ? ?
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TABLE 15 (continued)

Cyclops group, 1934

Month V VI VI VII VII VII VIII VIII VIII VIII
Day 19 9 19 2 12 24 6 14 21 28

--- --- --- --- -- ---
Depth in
metres

0 0.5 2.0 0.3 2.0 2.5 1.7 1.5 2.6 5.5 3.1
3 0.8 1.5 4.2 4.2 3.3 6.5 11.0 6.0 8.5 11.0
5 0.5 2.5 6.5 5.0 4.0 4.5 5.0 9.0 10.2 9.1
8 1.5 3.1 2.5 2.5 1.5 4.6 5.0 7.7 4.1

10 ? 3.3 3.8 1.6 2.5 1.2 4.7 2.0 8.5 3.5
12 ? 1.0 6.0 1.5 3.0 ? 5.0 2.3 ? 8.0

Cyclops group. 1935

Month V VI VI VII VII VII VIII VIII IX
Day 26 6 22 10 10 20 11 11 21

day night day night
--- --- --- --- --- --- --- --

Depth in
metres

0 2.5 2.7 1.5 0.5 4.5 0.1 0.5 3.5 0.5
1 2.0 2.5 2.5 2.5 5.0 0.7 0.5 7.0 2.5
3 1.6 3.7 4.5 8.0 5.5 3.5 0.2 19.5 4.5
5 1.5 3.5 5.0 5.5 2.5 6.0 1.5 2.5 3.0
8 1.0 3.7 1.5 2.0 1.5 3.0 2.7 1.5 5.0

10 0.3 1.0 2.0 3.0 2.0 1.5 3.5 4.5 5.0
12 0.7 4.5 3.0 4.0 1.5 ? ? ? ?
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TABLE 15 (continued)

Nauplii, 1934

Month V VI VI VII VII VII VIII VIII VIII VIII
Day 19 9 19 2 12 24 6 14 21 28

--- --- --- --- --- --- --- ---
Depth in
metres

0 36.7 7.0 34.0 52.5 36.5 33.5 62.0 37.5 16.5 11.0
3 27.2 7.5 51.0 72.5 39.5 43.0 39.0 28.5 24.0 18.0
5 16.0 15.7 49.0 77.1 44.5 25.6 20.2 31.0 23.5 10.0
8 16.5 5.5 25.9 54.5 37.0 11.5 11.0 22.0 18.5 4.5

10 ? 6.8 26.6 34.3 39.0 12.5 12.5 22.5 18.0 5.5
12 ? 6.2 29.6 20.0 49.5 ? 16.0 22.5 ? 5.0

Nauplii, 1935

Month V VI VI VII VII VII VIII VIII IX
Day 26 6 22 10 10 20 11 11 21

day night day night
--- --- --- --- --- --- -----

Depth in
metres

0 15.0 3.5 42.0 120.0 3.5 21.9 99.5 68.0 10.5
1 13.6 8.0 46.0 65.0 2.2 84.0 81.0 81.5 12.5
3 12.2 10.0 50.0 43.5 8.5 30.0 15.5 43.5 15.0
5 3.0 10.0 39.0 20.0 5.0 12.0 7.0 23.0 18.0
8 2.0 6.6 24.5 11.0 29.0 7.0 5.0 27.0 10.0

10 2.0 10.5 31.3 11.0 27.5 2.0 5.0 17.0 10.0
12 2.5 16.0 21.0 7.0 27.5 ? ? ? ?
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TABLE 15 (continued)

Metanauplii, I935

Month V VI VI VII VII VII VIII VIII IX
Day 26 6 22 10 10 20 11 11 21

day night day night
--- --- --- --- --- --- --- --

Depth in
metres

0 6.5 5.5 3.0 8.5 6.0 1.2 12.5 24.5 3.01 6.0 6.0 4.0 10.5 6.0 9.5 31.5 29.0 7.5
3 5.0 14.0 5.0 11.0 10.0 5.0 21.5 21.0 7.0
5 2.0 10.5 4.5 7.5 3.0 2.0 16.0 24.5 3.0
8 1.0 9.0 4.0 4.5 8.0 1.5 19.0 16.0 2.010 1.0 16.0 5.5 5.0 9.0 1.0 18.5 15.0 1.0

12 ... 26.0 4.5 4.5 13.0 ? ? ? ?
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