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Effects of artificial light and latitude on the dawn foraging 
activity of Great Tits Parus major during winter in northern 
Europe

INTRODUCTION

Over the last decades, there has been an increasing 
interest in the ecological consequences of artificial 
lighting on wildlife (Kotler 1984, Rydell 1992, Salmon 
et al. 1995, Rand et al. 1997, Byrkjedal et al. 2012, Bird 
& Parker 2014, Van Doren et al. 2017). The increase 
in artificial light is strongly correlated with human 
urbanization, and as urbanization is predicted to 
expand, so are the impacts of artificial light (Hölker et al. 
2010, Gaston et al. 2015). The ecological consequences 
of artificial light are starting to be explored, but more 
research is needed to determine effects on behavior, 
demography and other aspects. Light installations 
across cities and shores attract nocturnal migrating 
birds and lead to disorientation, which in many cases 

have fatal consequences (Poot et al. 2008, Rodriguez et 
al. 2014, Van Doren et al. 2017). Other effects include 
alterations in hormonal cycles (Zhang et al. 2014), 
habitat selection and reproductive success (Russ et al. 
2017) and timing of singing (Kempenaers et al. 2010, 
Da Silva et al. 2014). 

The majority of studies on the effects of artificial 
light on birds focus on how it affects birds during the 
breeding season. However, for most birds the breeding 
season only lasts for short periods of their life cycle, 
in particular for birds breeding in cold climates at 
northern latitudes (Wyndham 1986). While behaviors 
such as breeding, singing and predation have been 
widely studied, foraging behavior, which is crucial for 
survival, has been less explored in relation to artificial 
light. This knowledge gap emphasizes the need for 
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Abstract
Recently, there has been increasing interest in the ecological consequences 
of artificial light on wildlife. At northern latitudes, winter is characterized 
by short days and low temperatures. Under these conditions, resident birds 
need to consume more food in a shorter time to sustain their metabolism 
and maintain body temperature. Access to artificial light may prolong 
foraging opportunities for resident birds during winter. Here, we used a field 
experiment to test whether Great Tits Parus major benefit from artificial 
light to start foraging before sunrise. Further, we conducted a meta-analysis 
to test if onset of foraging was correlated with latitude in the Great Tit. A 
feeding station with artificial light was placed in a forest area in Ås, SE Norway, 
at nearly 60° north. A camera was placed in front of the feeding station to 
record daily activity of the Great Tit in December and February. In December, 
Great Tits started foraging earlier relative to sunrise when artificial light was 
available. In February, Great Tits were not stimulated by artificial light to start 
foraging before sunrise. The onset of foraging in Great Tits was also correlated 
with latitude. At the northernmost location, Great Tits started foraging 
several hours before sunrise, whereas at the southernmost location, Great 
Tits started foraging only a few minutes before sunrise. The results suggest 
that resident Great Tits may utilize artificial light to prolong their foraging 
activity during midwinter, and that onset of foraging is advanced relative 
to sunrise with decreasing daylength further north. Our findings contribute 
to the understanding of how short days during northern winters can limit 
foraging activity in resident birds.
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more research regarding this topic, particularly since 
the majority of birds´ life span take place outside the 
breeding season. 

Previous studies have documented that diurnal 
animals from a range of taxa exploit modified 
environments and feed close to artificially lighted areas 
(Heiling 1999, Minnaar et al. 2015, Bolton et al. 2017, 
Frank et al. 2019). Several studies have reported birds 
utilizing artificial light when foraging (Blackett 1970, 
Brooke 1973, Bakken 1977, Lebbin et al. 2007, Santos et 
al. 2010, Russ et al. 2015, Foley & Wszola 2017). Most 
of the studies of diurnal birds utilizing artificial light 
were conducted during relatively favorable and mild 
environmental conditions. On the other hand, there 
are relatively few studies of foraging activity during 
more demanding and inclement conditions. During 
winter, Common Redshanks Tringa totanus increased 
visually-based foraging in areas with artificial light, 
rather than tactile foraging behavior (Dwyer et al. 
2013). Likewise, in Norway, a range of resident species 
of diurnal passerines (Passeriformes) were observed to 
be active and sometimes foraging, near artificial light 
several hours before sunrise in winter (Byrkjedal et al. 
2012). 

At northern latitudes, winter is characterized by 
short days and low temperatures. For resident birds, the 
combination makes it more challenging to find enough 
food. Short days imply less time to forage whereas low 
temperatures demand a higher food intake to sustain 
metabolism through long and cold nights (Nice 1938, 
Newton 1969, King & Mewaldt 1981). During short 
days, artificial light may have a greater impact on birds 
because daylight is already a limiting resource. Smaller 
birds may be more exposed to low temperatures because 
they have a large surface to volume ratio, and thus, are 
at risk of losing more heat (Kendeigh 1970). Hence, 
artificial light may enhance foraging opportunities and 
positively affect winter survival of resident birds, in 
particular those species with small body sizes. 

Challenging winter conditions also reduce survival 
in resident birds due to overnight weight loss and 
unpredictable foraging opportunities (Källander 1981, 
Haftorn 1989, Cresswell 1998). Resident birds peak in 
body mass during midwinter, as an adaptation to the 
weather conditions and short days (Källander 1981, 
Haftorn 1989, Gosler 2002). Foraging activity tends 
to be highest in the morning and before roosting in 
the evening (Lawrence 1958, Beer 1961, McNamara 
et al. 1994). Furthermore, resident birds tend to 
increase foraging effort in the morning with decreasing 
temperature and daylength (Baldwin & Kendeigh 1938, 
Van Balen 1967, Cresswell 1998, Gosler 2002). Thus, 
artificial light may provide an opportunity for resident 
birds to increase food intake by foraging earlier in the 
morning or by continuing after sunset. 

In urban areas, the use of feeders allows birds in 
general to consume enough food to survive overnight 
during winter (Grubb & Cimprich 1990, Doherty & 
Grubb 2002). However, supplemental feeding has 

given conflicting outcomes in bird responses, where 
some species commence foraging earlier, and others 
later in the morning (Koivula et al. 2002, Bonter et al. 
2013, Clewley et al. 2016). Variable responses are likely 
due to other factors that may affect foraging activity, 
such as increased predation risk (Lima 1986, Sims et al. 
2008, Seress et al. 2011), social dominance hierarchies 
(Ekman & Lilliendahl 1993, Gosler 1996, Lahti 1998, 
Gosler & Carruthers 1999), and interspecific differences 
in feeding strategies (Lilliendahl 2002).

Clewley et al. (2016) and Da Silva et al. (2017) studied 
the effects of artificial light on the foraging activity of 
resident passerines, but found only small differences in 
the onset of foraging in areas with more or less artificial 
light. However, both studies were conducted in Central 
Europe (49-60 degrees north and 48 degrees north, 
respectively). Daylength decreases with increasing 
latitude in winter, and conducting a similar study 
further north might show increased effects of artificial 
light on foraging activity. Hence, northern latitudes 
may force passerines to start foraging earlier relative to 
sunrise to optimize fat storage, and prevent starvation 
and hypothermia. In contrast to daylength, the duration 
of morning civil twilight (hereafter ‘twilight’) increases 
with increasing latitude (List 1949). Thus, the low light 
levels during twilight might be adequate for foraging, 
and could therefore represent a potential clue for the 

Figure 1. Schematic sketch of the experimental set up.
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onset of foraging. Moreover, artificial lighting may 
enable an even earlier start of foraging.

We hypothesized that both artificial light and 
latitude could affect foraging activity during winter 
in resident Great Tits Parus major. We conducted 
a field experiment with artificial light in southern 
Norway, and tested four predictions.  If daylight 
and temperature are limiting factors, we predicted 
that resident Great Tits should start foraging earlier 
relative to sunrise (1) when artificial light is present, 
and (2) when environmental temperatures are lower. 
Moreover, we predicted that (3) artificial light will have 
less effect on the onset of foraging in Great Tits with 
increases in daylength and ambient temperature. Last, 
we predicted that (4) foraging in Great Tit should start 
earlier relative to sunrise with increasing latitude under 
natural conditions in the absence of artificial light. The 
latter prediction was tested by combining own field 
data with published information from the literature.

METHODS

Study site
The study area was located in Ås, a village in Viken 
county, Norway. The field experiment was conducted 
in December 2018 and February–March 2019 in a 
forest patch at Eldor, Ås. The area is a coniferous forest 
dominated by Norway spruce Picea abies which were 
mostly planted, and mixed with shrubs. Originally two 
feeding sites were established as replicates to enable 
a paired experimental setup, but one of the sites was 
omitted from the analyses due to low bird activity.

At the site selected (59° 38’ 40.2’’ N, 10° 48’ 13.5’’ 
E), the distances to the closest road with low traffic and 
settlements where other feeders potentially could be 
were > 100 m.

Experimental design
A Supa feast wild bird feeder with four food chambers 
(two on each side of the feeder) was placed 1.5 m above 
ground (Figure 1). The feeder was filled with whole 
sunflower seeds and was refilled every day after sunrise. 
Only the food chambers facing the camera were open. 

A time-lapse camera, Brinno TLC200 Pro (Brinno 
Inc., Taiwan), was placed 0.5 m away from the feeder. 
The camera was protected with a water-resistant 
housing (Brinno ATH120) for weatherproofing. To 
power the camera, we used 4x AA Energizer® Ultimate 
LithiumTM batteries (Energizer Holdings, Inc., USA), 
which were changed every day. All videos were stored 
onto SanDisk class 4 SDHC Memory Cards (SanDisk 
Corp., USA). The time-lapse camera was set with a 
time interval of 1 sec and 2 frames per sec. The field of 
view of the camera covered the part of the feeder with 
open chambers and some of the vegetation around the 
feeder. An auto-controlled infrared-emitting light (IR) 
was placed right in front the camera to work when light 
conditions were lower than ~10 lux. The IR-light was 

powered by a 12V 80Ah deep cycle battery placed next 
to the feeder. A LED outdoor floodlight (70W, IP65 and 
6500K, Gelia, Ahlsell AB, Sweden) was placed in a tree 
(4.9 m in direct line from the feeder and 4.5 m above 
the ground) to illuminate the area of the feeder and to 
simulate the footprint of a street light. The floodlight 
had one bulb which emitted white, warm light, it was 
connected via multiple 50 m extension cords to be 
powered from the closest house.

Experimental procedure
To perform a paired setup, the feeder was illuminated 
during periods of exposure (treatment) which were 
alternated with periods without illumination (control). 
The first field experiment took place during 8–31 
December. The site had a control phase from 8–17 
December, followed by an illumination phase from 
20–31 December. The second field experiment was 
conducted during 9 February–10 March. The site 
had illumination phases from 9–15 February and 25 
February–3 March. Control phases lasted from 17–23 
February and 4–10 March. The light was switched on 
manually 2h after sunrise the day before an illumination 
phase started, and remained on constantly until it was 
turned off manually 2 h after sunset on the last day of 
the treatment phase. The feeders were supplied with 
food for 2–3 days before the experiments started to 
accustom the birds to the availability of food. 

The daily timing of sunrise and sunset at Ås was 
extracted from www.timeanddate.no and the daily 
temperature at sunrise was extracted from www.yr.no. 
The nearest meteorological station was located ~2 km 
from the feeding station. There were few days with 
particularly inclement weather including strong winds, 
heavy rain or snowfall, and the days with inclement 
weather were evenly distributed between illumination 
and control phase. A thin snow cover was present 
during some parts of the study period. 

Light conditions
Two types of measurements were conducted in the 
field to quantify the availability of artificial light. One 
measurement was to obtain a trend of the changes in 
light conditions during sunrise and sunset. Another 
measurement was of the glares from the artificial light 
after sunset to describe the intensity of the glare omitted 
from the light source at increasing distances from the 
feeder. The illuminance in the area of the feeder was 
measured by using a light meter FLUS model MT-906 
(Shenzhen Flus Technology Co, Ltd, China). 

In both December and February, the changes in 
light conditions were measured during sunrise and the 
measurements were started 2 h before daily sunrise and 
lasted until the sun had risen. Light levels were measured 
every 20 min for a total of seven measurements per 
day on two consecutive days during each phase. Light 
conditions were measured in lux and the light meter 
was placed next to and at the same level as the camera 
during measurements. Due to fluctuations in the lux 
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measurements, lux was measured every first, fifth and 
tenth second at every 20 min. The median value of the 
three measurements (first, fifth and tenth second) for 
each day was used.

In February, the level of glare (in lux) was measured 
after sunset in the area around the feeder as an additional 
measurement. Using the feeder as center, level of glare 
was measured in each cardinal direction at 0, 5, 10, 15, 
25 and 30 m away from the feeder.  Measurements at 0 
m were next to the camera and had the same location 
as the measurements of light conditions. During these 
measurements, the light meter and the person doing 
the measurements were facing the feeder so that no 
shadows would interfere with the outcome of the light 
meter. The light meter was held at chest height during 
the measurements. Level of glare was measured during 
both illumination phases with two measurements 
in each cardinal direction for each distance from the 
feeder. 

Overall, the mean lux value across individual days 
during illumination phase at the position close to the 
feeder (Figure 2) was an order of magnitude higher 
than that for normal street lights where light levels at 
the road surface vary from 7.5–50 lux (Statens vegvesen 
2019). Even so, the lux level decreased drastically only a 
few meters from the feeder and the mean lux value was 
below the level for normal streetlights between the 5 m 
and 10 m distance from the feeder (Figure 3). 

Data extraction
Videos were collected each day after recordings. All 
videos were saved on an external hard disk. The data 

were extracted manually by using VLC media player 
2.2.5.1. For each day, the timing of all visits by Great 
Tits were recorded from 2 h before sunrise until 1 h 
after sunrise during the total duration of the recording. 
Afterwards, for each day of the field experiment, the 
daily timing of the three first visits were converted 
into min and sec relative to local sunrise. Birds were 
considered to be foraging whenever they were recorded 
taking a sunflower seed in its beak. Most visits were of 
birds foraging and only 2% of all visits were classified as 
not foraging. Still, there were occasions were individual 
birds visited the feeders without taking any seeds. 
We had no method to distinguish among different 
individuals of Great Tits, and it is highly likely that 
the same individuals visited the feeder several times. 
On some days there were no visits of Great Tits before 
sunrise. Thus, sample sizes were 19, 18, and 18 for the 
first, second and third visit in December, respectively, 
and 13, 10, and 8 for the first, second and third visit in 
February.

Meta-analyses
For the meta-analyses, we searched through a range 
of literature to find studies with relevant data. We 
searched for literature using Web of Science and Google 
Scholar with the key words “winter foraging + sunrise”, 
“resident passerines + foraging”, “winter ecology + 
bird”, “winter foraging + bird”, “winter feeding + bird”, 
“winter activity + bird”. Additionally, we searched 
through the reference lists of relevant articles for more 
relevant literature. The data for the meta-analyses were 
extracted from the result tables and texts of four studies 

Figure 2. Change in light conditions (lux) close to the feeder during 2 hours before sunrise. The yellow (illumination) and grey (control) 
horizontal lines indicate the mean lux value (individual datapoints indicate median values of three measurements each day). The yellow 
and grey areas around the horizontal lines indicate the 95% confidence intervals. On the x-axis, 0 is the time of sunrise.
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(Table 3) with six different locations and latitudes (von 
Haartman 1975, Pulliainen 1980, Haftorn 1994, Da Silva 
et al. 2017), and were supplemented with our own field 
data. Only data from December and January were used, 
since these months are the coldest and have the least 
daylight. The mean time of onset of foraging at sunrise 
was extracted from each study. For the studies that did 
not state the mean onset of foraging, it was calculated 
using data from the texts and tables that contained 
information on the onset of foraging in individual 
Great Tits. The data were extracted from Table 1 in Da 
Silva et al. (2017), Table 1 in Haftorn (1994), and the 
text of the Results in Pulliainen (1980) and Table 1 in 
von Haartman (1975). The local time for sunrise and 
start of twilight at each location were obtained from 
www.timeanddate.no. For the northernmost location 
in Svanvik, Norway (Haftorn 1994), there was no 
timing for sunrise because the site was located north 
of the polar circle and had conditions of polar night 

during midwinter. For this reason, “sunrise” in Svanvik 
was defined as when the sun passes the location of the 
local meridian at midday.

Statistical analyses
All statistical analyses were conducted by using 
RStudio, the R software version 3.5.2 (Rstudio Team, 
2016). We used the stats package (R Core Team, 2018) 
for the analyses and tests were considered significant at 
α ≤ 0.05. Figures were made using the package ggplot2 
(Wickham, 2016) and the graphics package (R Core 
Team, 2018).

The appearance of Great Tits at sunrise in relation to 
illumination was analyzed using unpaired two-sample 
Wilcoxon tests, with separate tests for the first, second 
and third visit. Onset of foraging relative to sunrise 
(determined by the first visit) was the response variable 
whereas experimental treatment (illumination/control 
phases) was the explanatory variable. Both two-

Table 1. Effects of illumination and temperature on the onset of foraging at sunrise in Great Tit Parus major at Ås, Norway in December 
2018. Results from multiple linear regression models for first visit (n = 19), second visit (n = 18) and third visit (n = 18). Significant variables 
are highlighted in bold. 

Visit no.a	 Predictors	 Estimateb	 SE	 t	 P

1	 intercept	 -11.11	 3.46	 -3.22	 0.005
	 illumination	 -19.36	 3.99	 -4.85	 < 0.001
	 temperature	 1.18	 0.58	 2.03	 0.059

2	 intercept	 -9.05	 3.79	 -2.39	 0.031
	 illumination	 -21.10	 4.44	 -4.75	 < 0.001
	 temperature	 0.95	 0.68	 1.40	 0.18

3	 intercept	 -7.57	 3.77	 -2.01	 0.063
	 illumination	 -20.05	 4.42	 -4.54	 < 0.001
	 temperature	 1.05	 0.68	 1.56	 0.14

Visit no.a	 Predictors	 Estimateb	 SE	 t	 P

1	 intercept	 34.43	 5.12	 7.73	 < 0.001
	 illumination	 -7.25	 7.57	 -0.96	 0.36
	 temperature	 2.11	 1.87	 1.13	 0.29

2	 intercept	 34.74	 6.95	 5.00	 0.002
	 illumination	 -2.53	 8.45	 -0.30	 0.77
	 temperature	 0.83	 2.74	 0.30	 0.77

3	 intercept	 37.03	 8.90	 5.78	 0.009
	 illumination	 -5.63	 10.92	 -0.52	 0.63
	 temperature	 1.33	 3.58	 0.37	 0.73

Table 2. Effect of illumination and temperature on the onset of foraging at sunrise in Great Tit (Parus major) at Ås, Norway in February and 
March 2019. Results from multiple linear regression models for first visit (n = 13), second visit (n = 10) and third visit (n = 8).

aFirst, second and third visit relative to sunrise. 
bMin relative to sunrise.

aFirst, second and third visit relative to sunrise.
bMin relative to sunrise.
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tailed and one-tailed Wilcoxon tests were calculated. 
One-tailed tests were relevant because we predicted 
that Great Tits would start foraging earlier when the 
site was illuminated. Thus, p-values are stated for 
one-tailed tests in addition to the two-tailed tests. 
Additionally, unpaired two-sample Wilcoxon test was 
used to analyze the onset of foraging in December 
compared to the onset of foraging in February for the 
illumination and control phases. Onset of foraging 
relative to sunrise was the response variable and month 
of the field experiment (December/February) was the 
explanatory variable.

We used multiple linear regression models (lm) to 
analyze the relationships between foraging activity, 
illumination and temperature. Onset of foraging 
relative to sunrise was the response variable, whereas 
experimental treatment (illumination/control phases) 
and temperature were the explanatory variables. 

The meta-analyses were conducted using Spearman´s 
rank correlation coefficient. The relationship between 
onset of foraging relative to sunrise and twilight 
were analyzed in relation to latitude (degrees north). 
Analyses were done both with and without Svanvik 
because there is no sunrise at sites north of the arctic 
circle during midwinter. 

RESULTS

Foraging in December
In December, Great Tits started foraging significantly 
earlier relative to sunrise during the illumination 
phase compared to the control phase (two-tailed p = 

0.002, one-tailed p = 0.001, n = 19; Figure 4). During 
the illumination phase, Great Tits started foraging on 
average 34.22 min before sunrise. During the control 
phase, Great Tits started foraging on average 13.98 
min before sunrise. Foraging started significantly 
earlier during the illumination phase also when taking 
temperature into account (p < 0.001; Table 1). There 
was a non-significant trend (p = 0.059) that onset of 
foraging was affected by temperature in the first visit, 
but not in the second and third visits (Table 1).

Foraging in February
In February, illumination did not affect onset of foraging 
in Great Tits (two-tailed p = 0.61, one-tailed p = 0.30, 
n = 13; Figure 5). During the illumination phase, Great 
Tits started foraging on average 30.55 min after sunrise. 
During the control phase, Great Tits started foraging on 
average 36.80 min after sunrise. Temperature did not 
have an effect on onset of foraging (Table 2). Great Tits 
started foraging significantly earlier relative to sunrise 
in December compared to February, both during the 
illumination (p < 0.001) and control phases (p < 0.001).

Foraging in relation to latitude
The onset of foraging in Great Tits in relation to 
sunrise was negatively correlated with latitude (rS = 
-1.00, n = 7, p = 0.014; Figure 6, Table 3). Even without 
Svanvik, onset of foraging in relation to sunrise was still 
negatively correlated with latitude (rS = -1.00, n = 6, p 
= 0.025) With increasing latitude, Great Tits started 
foraging earlier relative to sunrise. In Great Tits, onset 
of foraging in relation to twilight was not significantly 
correlated with latitude (rS = -0.61, n = 7, p = 0.14; 

Figure 3. Level of glare (lux) measured at sunset in February and March, in each of the four cardinal directions. The values of the x-axis 
indicate distance from the feeder; 0 m is at the feeder. The red (east), green (north), blue (south), and purple (west) lines indicate the mean 
value of glare in each cardinal direction; the similarly colored areas around the lines indicate the 95% confidence intervals.



7

		
	
	 K Aa Skryten et al. – Artificial light, latitude, and dawn foraging in Great Tits

Figure 4. Onset of foraging relative to sunrise in Great Tit Parus major at Ås, Norway in December 2018. A–C represent first, second and 
third visits, respectively. Box plots indicate medians (bold horizontal lines), upper and lower quartiles (whole horizontal lines) and extending 
to the smallest/largest values within 1.5*inter-quartile range (vertical dashed lines). Black dots indicate outliers. Sample sizes for A–C were 
12, 11 and 11 for illumination phase (yellow box plots), respectively, and 7, 7 and 7 for control phase (grey box plots), respectively. Negative 
values indicate time before sunrise and positive values indicate time after sunrise. The dashed horizontal line indicates sunrise.

Figure 5. Onset of foraging relative to sunrise in Great Tit Parus major at Ås, Norway in February and March 2019. A–C represent first, 
second and third visits, respectively. Box plots indicate medians (bold horizontal lines), upper and lower quartiles (whole horizontal lines) 
extending to the smallest/largest values within 1.5*inter-quartile range (vertical dashed lines). Sample sizes for A–C were 5, 4 and 3 for 
illumination phase (yellow box plots), respectively, and 8, 6 and 5 for control phase (grey box plots), respectively. Negative values indicate 
time before sunrise and positive values indicate time after sunrise. The dashed horizontal line indicates sunrise.

Figure 7), although at the northernmost site (Svanvik), 
Great Tits started foraging well before twilight. There 
were no changed effects when removing Svanvik from 
the analyses (rS = -0.37, n = 6, p = 0.41).

DISCUSSION

In line with our first prediction that daylight is a limiting 
factor, Great Tits started foraging earlier at sunrise 

during the illumination phase than the control phase 
in December. The first visit, as well as second and third 
visit, were significantly affected by artificial light. Our 
artificial light created light levels similar to the light 
level after sunrise (Figure 2) so that foraging should 
have been possible without daylight present. There was 
weak evidence for our second prediction that foraging 
activity is dependent on temperature. The first visit at 
sunrise by Great Tits showed that onset of foraging 
tended to be affected by temperature. The onset of the 
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second and third visit in relation to temperature showed 
similar trends, but were not significant. The lowest 
temperature recorded during the field experiments in 
December was -9°C and the highest was 2°C. The mean 
temperature was -2°C. The mean onset of foraging 
was earlier on days with temperatures below freezing. 
In agreement with our third prediction that artificial 
light would have less benefit when days became longer, 
Great Tits did not start foraging earlier relative to 
sunrise in February compared to the onset of foraging 
in December. Great Tits started foraging earlier during 
both the illumination and control phases in December, 
compared to the onset of foraging in February. In 
line with our fourth prediction that birds should start 
foraging earlier at high latitudes, Great Tits´ onset 
of foraging in relation to sunrise was significantly 
correlated with latitude. At the northernmost location, 
Great Tits started foraging several hours before 
sunrise, while at the southernmost location Great Tits 
started foraging only minutes before sunrise. Onset of 
foraging in relation to twilight was not significantly 
correlated with latitude. Thus, light conditions during 
twilight may represent the minimum conditions 
needed to start foraging.

Foraging in Great Tit during winter 
The earlier onset of foraging by Great Tits in December 
is similar to the previous findings of Byrkjedal et al. 
(2012) and McNamara et al. (1994). Passerines were 
observed to be active several hours before sunrise, 
including some European Robins Erithacus rubecula 
feeding close to artificial light (Byrkjedal et al. 2012). 
There are numerous examples of birds and animals 
from other taxa utilizing artificial light for foraging. 
Our findings might be expected since feeding is more 
crucial during winter, and small passerines, such 
as Great Tits, need a high food intake to prevent 
hypothermia (King & Farner 1966, Chaplin 1974). 
However, the results from our field study showed 
different patterns than previous work (Clewley et al. 
2016, Da Silva et al. 2017). For instance, Clewley et al. 

(2016) did not find any differences in onset of foraging 
in urban birds, compared to rural birds, which indicates 
that artificial light did not have an effect on foraging 
activity. However, the studies by Clewley et al. (2016) 
and Da Silva et al. (2017) were conducted at lower 
latitudes in Great Britain and Germany, compared to 
our study site in Norway. Moreover, previous research 
has shown that resident birds at higher latitude have 
higher fat storage than at lower latitudes (Blem 1975, 
Nolan & Ketterson 1983). Hence, our results suggest 
that artificial light may have greater benefits for foraging 
in resident birds at northern latitudes in winter. 

The difference in onset of foraging in December 
and February was consistent with previous research. 
Resident tits gained considerably less body mass 
and delayed foraging to later parts of the day when 
the daylength was longer, compared to shorter days 
(Fitzpatrick 1997, Polo et al. 2007). Moreover, when 
days were shorter, resident birds increased body 
mass and started foraging earlier at low temperatures 
(Baldwin & Kendeigh 1938, Rogers & Reed 2003, 
but see Fitzpatrick 1997). Additionally, feeding rates 
measured as weight gain per hour were higher during 
midwinter (Haftorn 1989). In December, there was a 
trend that onset of foraging in Great Tits was related to 
temperature. The effects of temperature corresponded 
to previous findings, which show that resident birds 
increase fat reserves during the coldest months (Helms 
& Drury 1960, King & Farner 1966, Evans 1969, 
Newton 1969, Senar et al. 1992). Birds may adjust 
foraging activity in relation to an upcoming period with 
low temperatures (Evans 1969). The findings indicate 
that foraging and high food intake is more crucial 
during midwinter when temperature and daylength 
is at a minimum. Several studies have highlighted 
temperature as the main factor determining winter 
fattening and foraging (King & Farner 1966, Evans 
1969, Lehikoinen 1987, Cresswell 1998, Gosler 2002). 
Therefore, temperature may also play an important 
role for the onset of foraging. Other factors, such as 
food availability and snow cover, may also play an 

Table 3. Mean onset of foraging in Great Tit Parus major relative to sunrise and onset of morning civil twilight in relation to latitude and 
study site. Negative values indicate min before sunrise and onset of morning civil twilight. Positive values indicate min after sunrise and 
onset of morning civil twilight.

			   Min relative	          		
	 Latitude	 Min relative	 to onset	
Area	 (°N)	 to sunrise	 of twilight	 Source

Seewiesen, Germany	 47.97	 -9	 25	 Da Silva et al. (2017)
Ås, Norway	 59.66	 -14	 42	 Present study
Drammen, Norway	 59.74	 -21	 35	 Haftorn (1994)
Lemsjöholm, Finland	 60.48	 -37	 21	 von Haartman (1975)
Klæbu, Norway	 63.30	 -80	 -3	 Haftorn (1994)
Värriö, Finland	 67.74	 -91	 30	 Pulliainen (1980)
Svanvik, Norway	 69.45	 -200	 -57	 Haftorn (1994)
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Figure 6. Onset of foraging relative to sunrise in Great Tits (Parus major), in relation to latitude (°N) during midwinter. The datapoints were 
extracted from studies with different locations and latitudes, including our own data (n = 7; see main text for detailed citations). On the 
y-axis, 0 is the time of sunrise.

Figure 7. Onset of foraging relative to onset of morning civil twilight in Great Tits Parus major, in relation to latitude (°N) during midwinter. 
The datapoints were extracted from studies with different locations and latitudes, including own data (n = 7; see main text for detailed 
citations). The dashed horizontal line indicates the onset of twilight.

important role in foraging activity during winter (Lima 
1986, McNamara & Houston 1990, Brotons 1997, 
Nakamura & Shindo 2001). 

Onset of foraging in relation to latitude
Great Tits´ onset of foraging was significantly correlated 
with latitude, where foraging at the northernmost 
location started hours before sunrise, compared to 
minutes before sunrise at the southernmost location. 
Onset of foraging was not significantly correlated with 
twilight. Hence, twilight seemed to be the minimum 

light level needed to start foraging at all locations, 
except the northernmost location, where Great Tits 
started foraging well before twilight. We do not have 
any explanation for this, and environmental cues 
at high latitudes may deserve future study. Similar 
correlations have been shown elsewhere in Europe, 
where Coal Tits Periparus ater at higher latitudes in 
Scotland started mass gain earlier in the morning, 
compared to Coal Tits at lower latitudes in Spain (Polo 
et al. 2007). None of the populations of Coal Tits in 
Polo et al. (2007) were particularly limited by daylight 
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(7 h as absolute minimum daylength). Thus, one would 
expect the effect of daylength on foraging activity of 
Coal Tits to be even greater further north, where 
daylength is more limiting during winter. Moreover, 
Haftorn´s (1989) findings show that daylength may be 
one of the main drivers of mass gain and fat storage 
during winter at northern latitudes. Resident birds 
at higher latitudes store more fat during winter, than 
their counterparts at lower latitudes (Blem 1975, 
Nolan & Ketterson 1983). For this reason, one can 
expect that artificial light may affect onset of foraging 
to a greater degree further north, where daylength 
decreases quickly with increasing latitude during 
winter. Our results indicate that artificial light may 
influence the onset of foraging in the morning, and 
thereby the length of the period available for foraging 
during the day. Further, it indicates that when daylight 
is completely absent during polar night, twilight may 
represent the minimum amount of light level needed 
for birds to commence foraging. 

Conclusion
This field study highlighted the positive effects that 
artificial light may have on foraging activity in resident 
birds and how daylength in relation to latitude affects 
foraging activity during winter. Findings from our 
field experiment show how artificial light may provide 
an opportunity to start foraging earlier in the morning 
when daylight is a limited resource. Moreover, the 
natural variation in daylength in relation to latitude 
may also play an important role in foraging activity 
of resident birds during winter. The magnitude of the 
effects of artificial light on resident birds during winter 
in the most northern areas has not yet been established, 
but one may expect that artificial light will have stronger 
effects than further south. Thus, it is important to 
understand the natural foraging adaptations of birds to 
polar nights and how urbanization and light pollution 
affects and possibly changes those adaptations, 
especially given steadily increasing human impacts 
across the globe, including northern areas.

Acknowledgements. We would like to thank Marlene 
Istad Rye for assistance with illustrating the schematic 
sketch of the experimental setup, Arild Johnsen for 
comments on a previous version of the manuscript and 
two anonymous reviewers for comments.

REFERENCES

Bakken GS. 1977. American Redstart feeding by artificial 
light. Auk 94: 373–374.

Baldwin SP & Kendeigh SC. 1938. Variations in the weight 
of birds. Auk 55: 416–467.

Beer JR. 1961. Winter feeding patterns in the House 
Sparrow. Auk 78: 63–71.

Bird S & Parker J. 2014. Low levels of light pollution may 

block the ability of male glow-worms (Lampyris noctiluca 
L.) to locate females. Journal of Insect Conservation 18: 
737–743.

Blackett A. 1970. Blue tits and gulls feeding by artificial 
light. British Birds 63: 136– 137.

Blem CR. 1975. Geographic variation in wing-loading of the 
House Sparrow. Wilson Bulletin 87: 543–549.

Bolton D, Mayer-Pinto M, Clark GF, Dafforn KA, Brassil WA, 
Becker A & Johnston EL. 2017. Coastal urban lighting 
has ecological consequences for multiple trophic levels 
under the sea. Science of the Total Environment 576: 
1–9.

Bonter DN, Zuckerberg B, Sedgwick CW, Hochachka WM & 
Bonter DN. 2013. Daily foraging patterns in free-living 
birds: exploring the predation-starvation trade-off. 
Proceeding og the Royal Society B: Biological Sciences 
280: 20123087.

Brooke RK. 1973. House Sparrows feeding at night in New 
York. Auk 90: 206–206.

Brotons L. 1997. Changes in foraging behaviour of the Coal 
Tit Parus ater due to snow cover. Ardea 85: 249–258.

Byrkjedal I, Lislevand T & Vogler S. 2012. Do passerine birds 
utilise artificial light to prolong their diurnal activity 
during winter at northern latitudes? Ornis Norvegica 
35: 37– 42.

Chaplin S. 1974. Daily energetics of the Black-capped 
Chickadee, Parus atricapillus, in winter. Journal of 
Comparative Physiology 89: 321–330.

Clewley G, Plummer K, Robinson R, Simm C & Toms M. 
2016. The effect of artificial lighting on the arrival 
time of birds using garden feeding stations in winter: 
A missed opportunity? Urban Ecosystems 19: 535–546.

Cresswell W. 1998. Diurnal and seasonal mass variation 
in Blackbirds Turdus merula: consequences for mass‐
dependent predation risk. Journal of Animal Ecology 
67: 78–90.

Da Silva A, Diez-Mendez D & Kempenaers B. 2017. Effects of 
experimental night lighting on the daily timing of winter 
foraging in common European songbirds. Journal of 
Avian Biology 48: 862–871.

Da Silva A, Samplonius JM, Schlicht E, Valcu M & Kempenaers 
B. 2014. Artificial night lighting rather than traffic noise 
affects the daily timing of dawn and dusk singing in 
common European songbirds. Behavioral Ecology 25: 
1037–1047.

Doherty PF & Grubb TC. 2002. Survivorship of permanent-
resident birds in a fragmented forested landscape. 
Ecology 83: 844–857.

Dwyer RG, Bearhop S, Campbell HA & Bryant DM. 2013. 
Shedding light on light: benefits of anthropogenic 
illumination to a nocturnally foraging shorebird. Journal 
of Animal Ecology 82: 478–485.

Ekman JB & Lilliendahl K. 1993. Using priority to food 
access: fattening strategies in dominance-structured 
Willow Tit (Parus montanus) flocks. Behavioral Ecology 
4: 232–238.

Evans PR. 1969. Winter fat deposition and overnight 
survival of Yellow Buntings (Emberiza citrinella L.). 
Journal of Animal Ecology 38: 415–423.

Fitzpatrick S. 1997. The timing of early morning feeding by 
tits. Bird Study 44: 88–96.

Foley G & Wszola L. 2017. Observation of Common 
Nighthawks (Chordeiles minor) and bats (Chiroptera) 



11

		
	
	 K Aa Skryten et al. – Artificial light, latitude, and dawn foraging in Great Tits

feeding concurrently. Northeast Naturalist 24: N26–
N28.

Frank T, Gabbert W, Chaves-Campos J & Laval R. 2019. 
Impact of artificial lights on foraging of insectivorous 
bats in a Costa Rican cloud forest. Journal of Tropical 
Ecology 35: 8–17.

Gaston KJ, Visser ME, Hölker F & Animal E. 2015. The 
biological impacts of artificial light at night: the research 
challenge. Philosophical Transactions of the Royal 
Society B: Biological Science 370: 20140133

Gosler AG. 1996. Environmental and social determinants of 
winter fat storage in the Great Tit Parus major. Journal 
of Animal Ecology 65: 1–17.

Gosler AG. 2002. Strategy and constraint in the winter 
fattening response to temperature in the Great Tit 
Parus major. Journal of Animal Ecology 71: 771–779.

Gosler AG & Carruthers T. 1999. Body reserves and social 
dominance in the Great Tit Parus major in relation to 
winter weather in southwest Ireland. Journal of Avian 
Biology 30: 447–459.

Grubb TC & Cimprich DA. 1990. Supplementary food 
improves the nutritional condition of wintering 
woodland birds: evidence from ptilochronology. Ornis 
Scandinavica 21: 277–281.

Haftorn S. 1989. Seasonal and diurnal body weight 
variations in titmice, based on analyses of individual 
birds. Wilson Bulletin 101: 217.

Haftorn S. 1994. Diurnal rhythm of passerines during the 
polar night in Pasvik, North Norway, with comparative 
notes from South Norway. Fauna Norvegica: Ser. C, 
Cinclus 17: 1–8.

Heiling AM. 1999. Why do nocturnal orb-web spiders 
(Araneidae) search for light? Behavioral Ecology and 
Sociobiology 46: 43–49.

Helms CW & Drury WH. 1960. Winter and migratory weight 
and fat field studies on some North American buntings. 
Bird-Banding 31: 1–40.

Hölker F, Moss T, Griefahn B, Kloas W, Voigt CC, Henckel D, 
Hänel A, Kappeler PM, Völker S, Schwope A, Franke S, 
Uhrlandt D, Fischer J, Klenke R, Wolter C & Tockner K. 
2010. The dark side of light: a transdisciplinary research 
agenda for light pollution policy. Ecology and Society 
15: art13.

Källander H. 1981. The effects of provision of food in winter 
on a population of the Great Tit Parus major and the 
Blue Tit P. caeruleus. Ornis Scandinavica 12: 244–248.

Kempenaers B, Borgström P, Loës P, Schlicht E & Valcu M. 
2010. Artificial night lighting affects dawn song, extra-
pair siring success, and lay date in songbirds. Current 
Biology 20: 1735–1739.

Kendeigh SC. 1970. Energy requirements for existence in 
relation to size of bird. Condor 72: 60–65.

King JR & Farner DS. 1966. The adaptive role of winter 
fattening in the White-crowned Sparrow with comments 
on its regulation. American Naturalist 100: 403–418.

King JR & Mewaldt LR. 1981. Variation of body weight 
in Gambel’s White-crowned Sparrows in winter and 
spring: latitudinal and photoperiodic correlates. Auk 
98: 752–764.

Koivula K, Orell M & Lahti K. 2002. Plastic daily fattening 
routines in Willow Tits. Journal of Animal Ecology 71: 
816–823.

Kotler BP. 1984. Risk of predation and the structure of 

desert rodent communities. Ecology 65: 689–701.
Lahti K. 1998. Social dominance and survival in flocking 

passerine birds: a review with an emphasis on the 
Willow Tit Parus montanus. Ornis Fennica 75: 1–17.

Lawrence LDK. 1958. On regional movements and body 
weight of Black-capped Chickadees in winter. Auk 75: 
415–443.

Lebbin DJ, Harvey MG, Lenz TC, Andersen MJ & Ellis JM. 
2007. Nocturnal migrants foraging at night by artificial 
light. Wilson Journal of Ornithology 119: 506–508.

Lehikoinen E. 1987. Seasonality of the daily weight cycle 
in wintering passerines and its consequences. Ornis 
Scandinavica 18: 216–226.

Lilliendahl K. 2002. Daily patterns of body mass gain in 
four species of small wintering birds. Journal of Avian 
Biology 33: 212–218.

Lima SL. 1986. Predation risk and unpredictable feeding 
conditions: determinants of body mass in birds. Ecology 
67: 377–385.

List RJ. 1949. Smithsonian meteorological tables, 
Washington, SISP.

McNamara J & Houston A. 1990. The value of fat reserves 
and the tradeoff between starvation and predation. 
Acta Biotheoretica 38: 37–61.

McNamara JM, Houston AI & Lima SL. 1994. Foraging 
routines of small birds in winter: a theoretical 
investigation. Journal of Avian Biology 25: 287–302.

Minnaar C, Boyles JG., Minnaar IA, Sole CL & Mckechnie AE. 
2015. Stacking the odds: light pollution may shift the 
balance in an ancient predator–prey arms race. Journal 
of Applied Ecology 52: 522–531.

Nakamura M & Shindo N. 2001. Effects of snow cover on 
the social and foraging behavior of the Great Tit Parus 
major. Ecological Research 16: 301–308.

Newton I. 1969. Winter fattening in the Bullfinch. 
Physiological Zoology 42: 96–107.

Nice MM. 1938. The biological significance of bird weights. 
Bird-Banding 9: 1–11.

Nolan V & Ketterson ED. 1983. An analysis of body mass, 
wing length, and visible fat deposits of Dark-eyed 
Juncos wintering at different latitudes. Wilson Bulletin 
95: 603–620.

Polo V, Carrascal LM & Metcalfe NB. 2007. The effects 
of latitude and day length on fattening strategies of 
wintering Coal Tits Periparus ater (L.): a field study and 
aviary experiment. Journal of Animal Ecology 76: 866–
872.

Poot H, Ens BJ, Vries HD, Donners MaH, Wernand MR 
& Marquenie JM. 2008. Green light for nocturnally 
migrating birds. Ecology and Society 13: 47–60.

Pulliainen E. 1980. Mid-winter feeding activity of Siberian 
Tits Parus cinctus and a Great Tit Parus major at a 
feeding site north of the Arctic Circle. Ornis Fennica 57: 
90–92.

R Core Team 2018. R: A language and environment for 
statistical computing. R Foundation for Statistical 
Computing, Vienna, Austria.

Rand AS, Bridarolli ME, Dries L & Ryan MJ. 1997. Light levels 
influence female choice in túngara frogs: predation risk 
assessment? Copeia 1997: 447–450.

Rodriguez A, Burgan G, Dann P, Jessop R, Negro JJ & 
Chiaradia A. 2014. Fatal attraction of Short-tailed 
Shearwaters to artificial lights. PLoS ONE 9: 1–10.



12      	 Ornis Norvegica, Vol 47, 2024

Sims V, Evans KL, Newson SE, Tratalos JA & Gaston KJ. 2008. 
Avian assemblage structure and domestic cat densities 
in urban environments. Diversity and Distributions 14: 
387–399.

Statens vegvesen. 2019. Veg – og gateutforming : normal 
[Håndbok N100]. ISBN: 978-82-7207-744-9.

Van Balen JH. 1967. The significance of variations in body 
weight and wing length in the Great Tit, Parus major. 
Ardea 55: 1–59.

Van Doren BM, Horton KG, Dokter AM, Klinck H, Elbin 
SB & Farnsworth A. 2017. High-intensity urban light 
installation dramatically alters nocturnal bird migration. 
PNAS 114: 11175–11180.

von Haartman L. 1975. Talgmesens Parus major aktivitet på 
en utfodringsplats. Ornis Fennica 52: 34–36.

Wickham H. 2016. ggplot2: Elegant graphics for data 
analysis. Springer-Verlag, New York.

Wyndham E. 1986. Length of birds’ breeding seasons. 
American Naturalist 128: 155–164.

Zhang S, Chen X, Zhang J & Li H. 2014. Differences in 
the reproductive hormone rhythm of Tree Sparrows 
(Passer montanus) from urban and rural sites in Beijing: 
The effect of anthropogenic light sources. General and 
Comparative Endocrinology 206: 24–29.

Rogers CM & Reed AK. 2003. Does avian winter fat storage 
integrate temperature and resource conditions? A long‐
term study. Journal of Avian Biology 34: 112–118.

RStudio Team, 2016. RStudio: integrated development for 
R. – RStudio, Inc., Boston, MA.

Russ A, Lučeničová T & Klenke R. 2017. Altered breeding 
biology of the European Blackbird under artificial light 
at night. Journal of Avian Biology 48: 1114–1125.

Russ A, Rüger A & Klenke R. 2015. Seize the night: European 
Blackbirds (Turdus merula) extend their foraging activity 
under artificial illumination. Journal of Ornithology 156: 
123–131.

Rydell J. 1992. Exploitation of insects around streetlamps 
by bats in Sweden. Functional Ecology 6: 744–750.

Salmon M, Tolbert MG., Painter DP, Goff M & Reiners R. 
1995. Behavior of loggerhead sea turtles on an urban 
beach. II. Hatchling orientation. Journal of Herpetology 
29: 568–576.

Santos CD, Miranda AC, Granadeiro JP, Lourenço PM, 
Saraiva S & Palmeirim JM. 2010. Effects of artificial 
illumination on the nocturnal foraging of waders. Acta 
Oecologica 36: 166–172.

Senar JC, Burton PJK & Metcalfe NB. 1992. Variation in 
the nomadic tendency of a wintering finch Carduelis 
spinus and its relationship with body condition. Ornis 
Scandinavica 23: 63–72.

Seress G, Bókony V, Heszberger J & Liker A. 2011. Response 
to predation risk in urban and rural House Sparrows. 
Ethology 117: 896–907.

Ornis Norvegica (ISSN 1892-9737) is a peer-reviewed, online and open access journal 
publishing original papers in all fields of ornithology. The geographical focus is on 
Fennoscandia. Descriptive articles documenting bird biology or populations are welcome. 
Articles dealing with faunistical material should be analytical. Both subscription and 
publishing are free of charge.

Read articles, submit papers, and more information about Ornis Norvegica at: 
https://boap.uib.no/index.php/ornis/index


