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Abstract

:

Simple Summary


Understanding the degree to which human interaction may alter natural animal behavior has become increasingly important in developing effective conservation strategies. We examined two populations of northern goshawks (Accipiter gentilis) in Montana and Finland. Goshawks in Finland were not protected until the late 1980s, and prior to this protection were routinely shot, as it was believed that shooting goshawks would keep grouse populations high. In the United States, Goshawk were not shot as a management strategy. Though aggressive nest defense has been characterized throughout North America, goshawks in Finland do not show this same behavior. To quantify aggression, we presented nesting goshawks with an owl decoy, a human mannequin, and a live human and recorded their responses to each of the trial conditions. We used statistics to compare the two populations. Our results suggested that goshawks in Montana exhibit more aggressive nest defense behaviors than those in Finland. While this could be due to some biotic or abiotic factor that we were not able to control for in a study on such a small scale, it is also possible that the results from this study suggest another underlying cause, such as an artificial selection pressure created by shooting goshawks.




Abstract


As human impacts on wildlife have become a topic of increasing interest, studies have focused on issues such as overexploitation and habitat loss. However, little research has examined potential anthropogenic impacts on animal behavior. Understanding the degree to which human interaction may alter natural animal behavior has become increasingly important in developing effective conservation strategies. We examined two populations of northern goshawks (Accipiter gentilis) in Montana and Finland. Goshawks in Finland were not protected until the late 1980s, and prior to this protection were routinely shot, as it was believed that shooting goshawks would keep grouse populations high. In the United States, Goshawk were not managed as predator control. Though aggressive nest defense has been characterized throughout North America, goshawks in Finland do not show this same behavior. To quantify aggression, we presented nesting goshawks with an owl decoy, a human mannequin, and a live human and recorded their responses to each of the trial conditions. We evaluated the recordings for time of response, duration of response, whether or not an active stimulus was present to elicit the response (i.e., movement or sound), and the sex of the bird making the response. We used t-Test with unequal variance to compare mean number of responses and response duration. Our results suggested that goshawks in Montana exhibit more aggressive nest defense behaviors than those in Finland. While this could be due to some biotic or abiotic factor that we were not able to control for in a study on such a small scale, it is also possible that the results from this study suggest another underlying cause, such as an artificial selection pressure created by shooting goshawks.
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1. Introduction


Human impacts on wildlife have become a topic of increased interest in the last few decades, but, while many studies focus on direct impacts such as overexploitation and loss of habitat, there are fewer studies focusing on the impacts humans have on animal behaviors [1]. There are many examples of human activities that have altered animal behaviors, and often these changes were unintended. Landfills and garbage dumps are regularly visited by animals that have become conditioned to feeding on human waste as opposed to food available in their natural environment [2,3]. Predators such as coyotes (Canis latrans) and mountain lions (Puma concolor) inhabit urban areas [4,5]. Migratory animals such as birds and elephants will commonly choose routes and stop-over sites with the least amount of human disturbance [1,6,7], and Killer whales (Orcinus orca) and Amur tigers (Panthera tigris altaica) significantly reduce time spent foraging or consuming a kill to avoid human contact [1,8,9,10]. While some of these changes may be beneficial in some regards, they may also have the potential to affect the survival and reproduction potential of individuals, ultimately affecting population size [1].



Because of the potential negative impacts, as well as the largely unintended alterations humans have caused in animal behavior, considerations of anthropogenic effects are becoming increasingly important for building conservation strategies [1,11,12,13]. A major goal of wildlife management is to minimize human impact to species and mitigate human-wildlife conflict [14,15], so considerations for how we may be inadvertently changing populations are important.



In Europe, grouse (Phasianidae spp.) are a staple food source for northern goshawks (Accipiter gentilis). Tornberg et al. [16] demonstrated that the dynamics of grouse guilds are coupled with that of goshawks, though the coupling is largely species-specific. Goshawks in Europe have a long history of persecution in relation to individual management of game species such as grouse, especially in farmland areas. For many years, goshawks and other raptors have been shot because it was believed that eliminating predators like goshawks would allow grouse populations to flourish [17,18]. While wintering juveniles were the most commonly targeted birds, some hunters specialized in the location and extermination of breeding goshawks as well [18]. With an increased effort to change this management practice through the combination of legal protection and change in public opinion, Saurola [19] reported a 50% decline in the lethal management of goshawks between 1960 and 1980 [18]. This estimate was based on the recovery rate of goshawks which had been tagged as nestlings and were reported as killed during their first year of life [19].



Though management of the species has changed significantly, there is a possibility that the practice of lethal measures prior to the legal protection to goshawks may have played a significant role in changing the nesting behavior of goshawks of Finland. In the United States, Goshawk were not shot as a management strategy of predator control. Goshawks in North America exhibit a much different pattern of behaviors near nest sites. In response to approaching predators, female goshawks often use a high-pitched call (ca, ca, ca) at rapid intervals. Calls may proceed or accompany an attack such as swooping down to the intruder to deliver a blow from the feet or raking exposed portions of the intruder’s body with the large hind talons [20,21,22,23]. While Northern Goshawk behavior across North America reflects these patterns, goshawks in Finland do not show these behaviors ([18,24] Bickford and Tornberg unpublished data 2015). When approaching nest sites in Finland, females are uncommonly quiet and reserved [18], Bickford and Tornberg personal communication, 2015). Hunters who specialized in killing breeding goshawks under the previous management paradigm likely did so by locating females who displayed the loudest and most effective defense displays while males were out hunting (Tornberg personal communication 2015). One of the potential outcomes for this type of management is the removal of aggressive traits from the Finnish goshawk population, the end result being inadvertent change in the nesting behavior of Finnish goshawks for more docile females that lack aggressive nest defense.



Comparing goshawks in North America and Finland may provide insight into the complex influence of management strategies on population genetics that ultimately control behavior in a species. The knowledge gained from such a study will provide a more comprehensive understanding of the interrelatedness of these aspects to guide management decisions in the future. This study outlines the basis for further investigation into the potential underlying impacts of lethal management of goshawks by demonstrating the differences between Finnish and North American goshawk nest defense. As treatments we used a mechanical owl, human mannequin, and live human (randomizing the order of treatment at each nest) to simulate a suite of predatory advances at nest sites near Oulu, Finland and the Little Belt Mountains, Montana and recorded the responses to each of these predators from adult birds.




2. Study Area


We selected two study areas with known nesting Goshawk populations, one near Oulu, Finland and one in the Little Belt Mountains, Montana (Figure 1 and Figure 2). Oulu is located in west-central Finland, and the area around the city of Oulu is heavily forested, dominated by pine (Pinus silvestris) and spruce (Picea abies). Subject to intensive management that imitates natural forest succession, these stands are composed largely of old-growth timber (Finnish Forestry Association). Six active nest sites were identified, four sites northeast of the city of Oulu and two sites to the southeast.



The Little Belt Mountains are a segment of the Jefferson Division of the Helena-Lewis and Clark National Forest. Located in central Montana southeast of the city of Great Falls, the Little Belt Mountains encompass approximately 40,000 hectares of national forest land and additional privately-owned land. Considered an island range, the Little Belts are a section of the northern Rocky Mountains. Average elevation for the range is around 2500 m with the highest point at 2800 m. The forest is composed primarily of Douglas fir (Pseudotsuga menziesii) and lodgepole pine (Pinua contorta), but other associated species include white spruce (Picea glauca), Engelmann spruce (Picea engelmannii), and subalpine fir (Abies lasiocarpa) [25]. The US Forest service manges activities in this area including timber harvest, fire suppression, and recreation. Five active nest sites were identified in the Little Belts, two sites near Highway 89 and Monarch and three sites near southwest of Highway 87 in the Judith Basin. No human persecution of goshawks occurred in Montana.




3. Methods


To examine the differences in nesting defense behavioral between goshawks in Finland and Montana, three experimental conditions were presented at each occupied nest in the sample areas. All trials were conducted consecutively on the same day with rest intervals of at least 15 min between trials to allow the birds to return to the nest, check on the chicks, and recover from stress. The rest period varied, depending on the degree of response from the birds, with more aggressive responses leading to a longer rest period. Trial periods were twenty minutes long. Time of testing was variable due to 23 h of daylight in Finland during the summer, but testing always occurred during daylight hours (between 6 AM and 5 PM for Montana). Trials took place in Finland from 23–25 May 2016 and from 13 June–6 July 2016 in Montana. We recorded ambient data such as temperature, weather conditions, starting/ending times of each trial, response type, time, and sex of the bird in a field notebook.



The first condition was a natural predator, the Eurasian Eagle Owl (Bubo bubo) in Finland and the Great Horned Owl (Bubo virginianus) in Montana. These owls are both predators of Goshawk at nest sites [26,27,28,29]. Decoys were prepared from study skins of each species. The skins were stuffed to mimic a live owl, and the basic components from a Lego® remote control set were used to construct a frame to fit the head in order to make it move to the left and right approximately 180°. The owl decoys were set up on a five-foot stick collected from the forest floor at the sampling locations. A predator call box (ICOtec® GC300 Electronic Predator Call, Cabalas, Kearney, NE, USA) with a recorded owl call was placed at the base of the decoy, and calls were played every 2–5 min until there was a response from the goshawk.



The second condition was a human mannequin. A trail camera tripod was used to construct the basic form of a human body. Sweat pants and a hooded sweatshirt were purchased from a local thrift store to give the form a human appearance and shape. A stick (approximately two feet in length) was collected from each sample site to simulate shoulders. The Bescor® MP-1E (Cabelas, Kearney, NE, USA) pan head with extension cable and a foam head (purchased at Hobby Lobby®, Kearney, NE, USA) were used to create a more realistic human appearance with left, right, up, and down head movements.



The final condition was a live human. A field technician moved and talked beneath the nest during the trial period. In order to simulate a situation similar to an individual encountering a nest by chance, the volume of the talking, amount and type of movement, and duration of each stimulus varied within and between trials. Although we made an effort to ensure consistency between nest sites and all activities were performed at each nest, the goal was to create a realistic human–nest encounter, so the subject was also permitted to engage in activities such as taking pictures of the adult birds and chicks and collecting leaves and sticks from the forest floor and these were done at all nest sites. The clothes were kept the same for each trial.



Both the owl and human decoys were set up in clear view of the nest (approximately 20–50 feet from the base of the nest tree). The head of the owl and human decoy were moved at random timeframes throughout the study period. A camera was set up directly behind the decoys (approximately 30 feet) at a vantage point that allowed for the clearest view of the decoy and surrounding area. Conditions were presented in a rotating order at subsequent nest sites to prevent order effects due to desensitization. The different treatments may allow us to elucidate natural vs human predation. Observers used camouflage to conceal their presence during trials. In Finland, a soft camouflage blanket and strategic positioning at the base of trees was enough to conceal the observers, while a pop-up ground blind was used in Montana given the difference in terrain.



To quantify aggression, all recordings, both video and direct observations, were evaluated for the following parameters: exact starting time of a given response, type of response, duration of response, whether or not the bird was reacting to a stimulus (i.e., movement of the decoy or sound made by the decoy), and the sex of the bird making the response. Video was used to make sure vocal sounds were not missed during the observation. The starting time of a response was recorded as the minutes and seconds from the start of each experimental trial in which the response began. Types of responses were broken into four broad categories, each with a specific behavioral category. A “kak” was defined as the vocal response characterized as a defense call by Sutton [20] and Schnell [21]. A “high pass” was defined as a pass made at least three meters above the test decoy while a ‘low pass’ was defined as a pass made within three meters of the test decoy without direct contact. A ‘hit’ was defined as direct contact made with a test decoy. Duration of each response was characterized as the start time of each response subtracted from the end time of each response (characterized by at least one second of no interaction). Acting stimuli were recorded as ‘Yes’ if there was some sort of stimulus (movement, sound) produced by the test decoy at least one second prior to a response and ‘No’ if there was no stimulus. The sex of each bird was determined by evaluating the size of the bird as well as the pitch of the ‘kak’ call.



The data were analyzed based on each individual nest site of which there were six in Finland and five in Montana. t-Test with unequal variance was used to compare the mean number of responses and response duration of birds at Finnish and Montana nest sites.




4. Results


Responses were recorded at six nest sites in Finland and four in Montana. All recorded responses from both the populations in Finland and Montana showed high variation, with some birds having a ‘zero response’ under each experimental condition. The condition with the most active responses from different birds both in Finland and Montana was the natural predator or owl decoys. At three sites in Montana, we recorded passes made at the owl decoy. The majority of passes made were low passes, made by both male and female birds (Table 1). We recorded our most aggressive response of all combined trials and sites at one of our Montana sites. At 13:41 min, the female bird at one of the nest sites in Montana made physical contact with the head of the owl, knocking the decoy off of the post and detaching the head, which was found nearly twenty feet from the decoy, suggesting that she either had a hold of the head for a brief moment or struck it with enough force to displace it. Birds in Montana, both male and female, were recorded as making several high and low passes at decoys at all but one site, while no birds in Finland made passes at any of the decoys (Table 1).



Responses towards the human mannequin showed greater variation, both within and between samples. The greatest total number of responses for the sites in Finland were recorded in response to the human mannequin, but only three of the six total nesting birds surveyed responded during the trials. We recorded responses at three of the nest sites in Montana, including responses from male birds at two sites. At these same two sites, both high and low passes were made at the mannequin (Table 1).



Responses towards the live human demonstrated the most variation between samples. At three of the sites sampled in Finland, only one ‘kak’ response was recorded. In Montana, responses were recorded at three sites, with responses from both the male and female birds at one of the sites. Both high and low passes were made at the site 1 and site 2, with more passes made at the site 1 (Table 1).



The t-Test with unequal variance for number of responses between sites in Finland and sites in Montana was significantly different (p = 0.024, t-crit = 2.14, df = 14) but the t-Test for response duration was not significant (p = 0.09, t-crit = 2.04, df = 31).




5. Discussion


Throughout this study, the Goshawk population sample in Montana was consistently more aggressive than the population sample studied in Finland. This was evident in comparisons of raw data including number of responses, number of passes, and duration of responses, all of which were greater for the goshawks in Montana. The trial with the owl decoy elicited the most aggressive responses from birds at both sites, but birds in Montana where far more aggressive. It was the only trial in which a bird made physical contact with a decoy. The randomness of owl head movement, mannequin movement, and human movement could have been different between nest sites. However, the basic movement and the numbers of movements was kept similar between nest sites and we do not feel that this could have been the difference between response and nonresponse.



Statistical analysis demonstrated a significant difference in the mean number of responses but not the duration of responses. The difference in the mean number of responses between Finland and Montana, with a higher mean number of responses in Montana, suggests that birds in Montana do react more often and more aggressively towards perceived threats of predation such as those from owls and humans.



There were birds in both the Finnish and North American samples that had zero response to each of the experimental conditions. While this suggests lack of aggression in the Finnish population sample, it may be some other variable affecting the birds from the nest sites in Montana. At one of the Montana nests, both the male and female birds had responded aggressively when the field team initially located the nest, but there was no interaction after that under any of the experimental conditions. As the chicks were still fairly young, there was an expectation of aggression, but it could possibly be related to abnormal weather patterns in the Little Belts including several overcast and rainy days during what is typically a drier season. The other nest site in Montana where a response was not recorded was the last nest visited during the sampling season, and, by the time the nest was located, the chicks were very near fledging. At this stage, the females become less aggressive in nest defense and allocate more time to hunting away from the nest site [21].



The lack of aggressive nest defense in Finnish birds presents an interesting area for future research. One possible reason for the lack of aggressive nest defense is that within the population the aggressive birds were shot and those that are less aggressive birds survived to reproduce. It could also be a learned response within the Finnish Goshawk population. While many aggressive birds have likely been shot in Finland, it is likely that some birds survived being shot at and may have learned to associate aggressive nest defense towards humans with a greater inherent risk. Even though this behavior may not be inherited, the genetics for the ability to learn could be inherited. Also, if the parent birds do not attack humans the young birds will not learn the associated aggressive behavior to humans. This may explain why it appears Finnish goshawks seemed more likely to react to their natural predators, Eurasian Eagle Owls, as opposed to the mannequin and the live human.



There are many examples of studies that have linked specific management decisions to genetic changes within a species. One of the most well-known examples is the case of changing population genetics in bighorn sheep (Ovis canadensis). Phenotype-based harvests such as sport trophy hunting of rams selects for desirable traits such as body weight and horn size. A 30-year study of a wild population of bighorn sheep in which trophy hunting targeted rams with large horns demonstrated a decline of mean horn size and body weight in the population over time. Trophy rams were generally considered to be of “higher breeding value” in regard to weight and horn size, and their removal from the population due to unrestricted trophy hunting resulted in lighter weight rams with smaller horns. Over the duration of the study, fewer trophy rams were produced from the population because the heritable traits of large body and horn size were removed from the gene pool [30].



In avian populations, a variety of behaviors have been demonstrated to have a genetic basis including migration and tool use [31,32]. By inherently removing the most aggressive and loudest birds to shoot in Finland, humans have created a pressure on the population which can be described as unintended artificial selection. Artificial selection in animals has been generally understood in the context of domestication, the process by which organisms are removed from the influence of natural selection pressures and subjected to new artificial selection pressures controlled by humans, thus causing evolutionary changes based on this shift in selection pressure [33,34,35,36,37,38]. Several studies have demonstrated that this shift to artificial selection through domestication involves distinct changes in morphology, physiology, and behavior [36,37,39,40,41,42,43,44,45,46]. Despite the studies that have examined artificial selection in a manipulated environment, few studies have considered the possibility that certain management practices imposed on wild animal populations may exert similar artificial selection pressure effects. One of the conditions for evolution is variation within a trait (Stearns 1992). In our study, there was variation in aggressive response, both Finnish and North American Goshawk population samples. This lends support to the idea that aggressive nest defense is heritable and therefore could be lost as the result of selective pressure.



While many of the implications from this study do not inherently suggest a link between the shooting of Finnish goshawks and their deviance from aggressive nest defense, the clear demonstration of less aggression as compared to birds in North America warrants further investigation and calls attention to the potential unintended impacts of certain management decisions. A larger sample size including multiple study locations both in Europe and the United States would provide better insight into the extent of birds lacking aggressive nest defense, but funding for large scale avian behavioral projects tends to be meager at best. It is possible that the differences observed between these two populations had some environmental cause that could not be controlled for or measured at such a small scale. Finland is located at a higher latitude and receives more sunlight than Montana during nesting season. Due to time constraints, we had to sample the Montana sites later in the nesting season than we sampled Finland. This required the use of a call box at sites in Montana to attract attention from goshawks who were able to be away from their chicks longer than the Finnish birds, who had younger chicks at the time of sampling and were always on or near the nest during before our trials began. There are also differences in terrain, elevation, precipitation, and many other biotic and abiotic environmental factors which could possibly account for behavioral differences between the two populations. However, despite the limitations of observation-based behavior studies such as this one, we were still able to provide a foundation for exploring behavioral differences which may have been affected by human impact. Future research should investigate the underlying causes of these differences including, but not limited to, comparison of hormones underlying avian aggression between the two populations such as glucocorticoids and gonadal hormones [47,48,49,50,51,52,53,54]. This would allow for a better understanding of how human interactions may play a role in wildlife population genetics which may be a vital component of conservation and management that is currently understudied.







Author Contributions


Conceptualization, N.B. and R.T.; methodology, M.W. and D.H.R.; formal analysis, M.W., N.B. and D.H.R.; investigation, M.W. and N.B.; resources, Tornberg; writing—original draft preparation, M.W., N.B., and D.H.R.; writing—review and editing, Wright, M.W., N.B. and D.H.R.; supervision, N.B.; project administration, N.B.; funding acquisition, N.B.




Funding


This research received no external funding.




Conflicts of Interest


The authors declare no conflicts of interest.




References


	



Cable, R.N. Oh, behave: When wildlife behavior matters in conservation. Mich. J. Sustain. 2013, 1. [Google Scholar] [CrossRef]

	



Herrero, S. Social behaviour of black bears at a garbage dump in Jasper National Park. In Bears: Their Biology and Management; International Association for Bear Research and Management: Missoula, MT, USA, 1983; pp. 54–70. [Google Scholar]

	



Elliott, K.H.; Duffe, J.; Lee, S.L.; Mineau, P.; Elliott, J.E. Foraging ecology of bald eagles at an urban landfill. Wilson J. Ornithol. 2006, 118, 380–390. [Google Scholar] [CrossRef]

	



Baker, R.O.; Timm, R.M. Management of conflicts between urban coyotes and humans in southern California. In Hopland Research & Extension Center; UC Davis: Hopland Research and Extension Center: Hopland, CA, USA, 1998. [Google Scholar]

	



Riley, S.P.; Serieys, L.E.; Pollinger, J.P.; Sikich, J.A.; Dalbeck, L.; Wayne, R.K.; Ernest, H.B. Individual behaviors dominate the dynamics of an urban mountain lion population isolated by roads. Curr. Biol. 2014, 24, 1989–1994. [Google Scholar] [CrossRef] [PubMed]

	



Graham, M.D.; Douglas-Hamilton, I.; Adams, W.M.; Lee, P.C. The movement of African elephants in a humandominated land-use mosaic. Anim. Conserv. 2009, 12, 445–455. [Google Scholar] [CrossRef]

	



Végvári, Z.; Barta, Z.; Mustakallio, P.; Székely, T. Consistent avoidance of human disturbance over large geographical distances by a migratory bird. Biol. Lett. 2011, 7, 814–817. [Google Scholar] [CrossRef] [PubMed]

	



Kerley, L.L.; Goodrich, J.M.; Miquelle, D.G.; Smirnov, E.N.; Quigley, H.B.; Hornocker, M.G. Effects of roads and human disturbance on Amur tigers. Conserv. Biol. 2002, 16, 97–108. [Google Scholar] [CrossRef]

	



Williams, R.; Lusseau, D.; Hammond, P.S. Estimating relative energetic costs of human disturbance to killer whales (Orcinus orca). Biol. Conserv. 2006, 133, 301–311. [Google Scholar] [CrossRef]

	



Lusseau, D.; Bain, D.E.; Williams, R.; Smith, J.C. Vessel traffic disrupts the foraging behavior of southern resident killer whales Orcinus orca. Endanger. Species Res. 2009, 6, 211–221. [Google Scholar] [CrossRef][Green Version]

	



Berger-Tal, O.; Polak, T.; Oron, A.; Lubin, Y.; Kotler, B.P.; Saltz, D. Integrating animal behavior and conservation biology: A conceptual framework. Behav. Ecol. 2011, 22, 236–239. [Google Scholar] [CrossRef]

	



Sutherland, W.J. The importance of behavioural studies in conservation biology. Anim. Behav. 1998, 56, 801–809. [Google Scholar] [CrossRef]

	



Decker, D.J.; Chase, L.C. Human dimensions of living with wildlife: A management challenge for the 21st century. Wildl. Soc. Bull. 1997, 25, 788–795. [Google Scholar]

	



Conover, M.R. Resolving Human-Wildlife Conflicts: The Science of Wildlife Damage Management; CRC Press: Boca Raton, FL, USA, 2001. [Google Scholar]

	



Tornberg, R.; Lindén, A.; Byholm, P.; Ranta, E.; Valkama, J.; Helle, P.; Lindén, H. Coupling in goshawk and grouse population dynamics in Finland. Oecologia 2013, 171, 863–872. [Google Scholar] [CrossRef]

	



Valkama, J.; Korpimäki, E.; Arroyo, B.; Beja, P.; Bretagnolle, V.; Bro, E.; Kenward, R.; Manosa, S.; Redpath, S.M.; Thirgood, S.; et al. Birds of prey as limiting factors of gamebird populations in Europe: A review. Biol. Rev. 2005, 80, 171–203. [Google Scholar] [CrossRef]

	



Widén, P. How, and why, is the goshawk (Accipiter gentilis) affected by modern forest management in Fennoscandia? J. Raptor Res. 1997, 31, 107–113. [Google Scholar]

	



Saurola, P. Persecution of raptors in Europe assessed by Finnish and Swedish ring recovery data. ICBP Tech. Publ. 1985, 5, 439–448. [Google Scholar]

	



Sutton, G.M. Notes on the nesting of the goshawk in Potter County, Pennsylvania. Wilson Bull. 1925, 37, 193–199. [Google Scholar]

	



Schnell, J.H. Nesting behavior and food habits of goshawks in the Sierra Nevada of California. Condor 1958, 60, 377–403. [Google Scholar] [CrossRef]

	



Wiklund, C.G.; Stigh, J. Nest defense and evolution of reversed sexual size dimorphism in snowy owls Nyctea scandiaca. Ornis Scand. 1983, 14, 58–62. [Google Scholar] [CrossRef]

	



Morrison, J.L.; Terry, M.; Kennedy, P.L. Potential factors influencing nest defense in diurnal North American raptors. J. Raptor Res. 2006, 40, 98–110. [Google Scholar] [CrossRef]

	



Kaufmann, K. Lives of North American Birds; Houghton-Mifflin Books: New York, NY, USA, 1996. [Google Scholar]

	



DeBlander, L.T. Forest Resources of the Black Hills National Forest; US Department of Agriculture, Forest Service, Rocky Mountain Research Station. 13: Ogden, UT, USA, 2002.

	



Howell, D.C. Chi-square test: Analysis of contingency tables. In International Encyclopedia of Statistical Science; Springer: Berlin/Heidelberg, Germany, 2011; pp. 250–252. [Google Scholar]

	



Sergio, F.; Marchesi, L.; Pedrini, P. Spatial refugia and the coexistence of a diurnal raptor with its intraguild owl predator. J. Anim. Ecol. 2003, 72, 232–245. [Google Scholar] [CrossRef][Green Version]

	



Sergio, F.; Hiraldo, F. Intraguild predation in raptor assemblages: A review. Ibis 2008, 150, 132–145. [Google Scholar] [CrossRef]

	



Tella, J.L. Eagle Owl predation on Egyptian Vulture and Northern Goshawk: possible effect of a decrease in European rabbit availability. J. Raptor Res. 1993, 27, 111–112. [Google Scholar]

	



Erdman, T.C.; Brinker, D.F.; Jacobs, J.P.; Wilde, J.; Meyer, T.O. Productivity, population trend, and status of northern goshawks, Accipiter gentilis atricapillus, in northeastern Wisconsin. Can. Field-Nat. 1998, 112, 17–27. [Google Scholar]

	



Berthold, P.; Querner, U. Genetic basis of migratory behavior in European warblers. Science 1981, 212, 77–79. [Google Scholar] [CrossRef]

	



Kenward, B.; Weir, A.A.; Rutz, C.; Kacelnik, A. Behavioural ecology: Tool manufacture by naive juvenile crows. Nature 2005, 433, 121. [Google Scholar] [CrossRef]

	



Boice, R. Domestication. Psychol. Bull. 1973, 80, 215. [Google Scholar] [CrossRef]

	



Fox, M.W. Influence of domestication upon behaviour of animals. Vet. Rec. 1967, 80, 696–702. [Google Scholar] [CrossRef]

	



Haase, E. Physiologische aspekte der domestikation. Zool. Anz. A J. Comp. Zool. 1980, 204, 263–281. [Google Scholar]

	



Hale, E.B. Domestication and the evolution of behavior. In The Bevavior of Domestic Animals; Williams & Wilkins: Baltimore, MD, USA, 1969; pp. 22–42. [Google Scholar]

	



Künzl, C.; Kaiser, S.; Meier, E.; Sachser, N. Is a wild mammal kept and reared in captivity still a wild animal? Horm. Behav. 2003, 43, 187–196. [Google Scholar] [CrossRef]

	



Price, E.O. Behavioral aspects of animal domestication. Q. Rev. Biol. 1984, 59, 1–32. [Google Scholar] [CrossRef]

	



Ratner, S.C.; Boice, R. Effects of domestication on behavior. In The Behaviour of Domestic Animals, 3rd ed.; Hafez, E.S.E., Ed.; Williams & Wilkins: Baltimore, MD, USA, 1975; pp. 3–19. [Google Scholar]

	



Clutton-Brock, J. A Natural History of Domesticated Mammals; Cambridge University Press: Cambridge, UK, 1989. [Google Scholar]

	



Darwin, C. On the Origin of Species by Means of Natural Selection; John Murray: London, UK, 1859. [Google Scholar]

	



Darwin, C. The Variation of Animals and Plants under Domestication; John Murray: London, UK, 1868. [Google Scholar]

	



Herre, W. Domestikation. ein experimenteller beitrag zur stammesgeschichte. Naturwiss Rundsch. 1981, 34, 456–463. [Google Scholar]

	



Herre, W.; Röhrs, M. Haustiere-zoologisch Gesehen; Gustav-Fischer-Verlag: Stuttgart, Germany; New York, NY, USA, 1990. [Google Scholar]

	



Sachser, N. What is important to achieve good welfare in animals? In Coping with Challenge: Welfare in Animals Including Humans; Dahlem Workshop Report 87; Broom, D.M., Ed.; Dahlem University Press: Berlin, Germany, 2001; pp. 31–48. [Google Scholar]

	



Sapolsky, R.M.; Romero, L.M.; Munck, A.U. How do glucocorticoids influence stress responses? Integrating permissive, suppressive, stimulatory, and preparative actions 1. Endocr. Rev. 2000, 21, 55–89. [Google Scholar] [CrossRef]

	



Romero, L.M. Physiological stress in ecology: Lessons from biomedical research. Trends Ecol. Evol. 2004, 19, 249–255. [Google Scholar] [CrossRef]

	



Hess, J.R.; Carman, J.G.; Banowetz, G.M. Hormones in wheat kernels during embryony. J. Plant Physiol. 2002, 159, 379–386. [Google Scholar] [CrossRef]

	



Heimovics, S.A.; Ferris, J.K.; Soma, K.K. Non-invasive administration of 17β-estradiol rapidly increases aggressive behavior in non-breeding, but not breeding, male song sparrows. Horm. Behav. 2015, 69, 31–38. [Google Scholar] [CrossRef]

	



Schlinger, B.A.; Callard, G.V. Aromatization mediates aggressive behavior in quail. Gen. Comp. Endocrinol. 1990, 79, 39–53. [Google Scholar] [CrossRef]

	



Toda, K.; Saibara, T.; Okada, T.; Onishi, S.; Shizuta, Y. A loss of aggressive behaviour and its reinstatement by oestrogen in mice lacking the aromatase gene (Cyp19). J. Endocrinol. 2001, 168, 217–220. [Google Scholar] [CrossRef][Green Version]

	



Matsumoto, T.; Honda, S.; Harada, N. Alteration in sexspecific behaviors in male mice lacking the aromatase gene. Neuroendocrinology 2003, 77, 416–424. [Google Scholar] [CrossRef]

	



Silverin, B.; Baillien, M.; Balthazart, J. Territorial aggression, circulating levels of testosterone, and brain aromatase activity in free-living pied flycatchers. Horm. Behav. 2004, 45, 225–234. [Google Scholar] [CrossRef]

	



McEwen, B.S.; Wingfield, J.C. What’s in a name? Integrating homeostasis, allostasis and stress. Horm. Behav. 2010, 57, 105. [Google Scholar] [CrossRef]

	



Goldman, M. Statistics for Bioinformatics. Pdf. 2008. Available online: http://www.stat.berkeley.edu/~mgoldman/Section0402.pdf (accessed on 13 March 2018).








[image: Animals 09 00096 g001 550]





Figure 1. The study area in west-central Finland, near the city of Oulu. Nest sites are approximated locations. 
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Figure 2. Little Belt Mountains, part of the Jefferson Division of the Lewis and Clark Naitonal Forest, lcoated southeast of Great Falls in central Montana. Nest sites are approximated locations. 
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Table 1. Total responses, average (with CI) numbers of responses (“kaks” and passes), and response duration per nest by females and males at nest sites in Finland (n = 6) and Montana (n = 5).
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Treatment Type

	
Owl

	
Mannequin

	
Human




	
Location

	
Finland

	
Montana

	
Finland

	
Montana

	
Finland

	
Montana






	
Total Responses

	
9

	
118

	
12

	
122

	
1

	
180




	
Average Number of “kaks”

	
1.5 ± 1.8

	
19.2 ± 13.5

	
2 ± 1.9

	
19.6 ± 12.2

	
0.17 ± 0.4

	
33.4 ± 24.2




	
High passes

	
0

	
0.8 ± 1.2

	
0

	
1.6 ± 1.2

	
0

	
1 ± 0.9




	
Low passes

	
0

	
3.2 ± 5.2

	
0

	
1.2 ± 2.1

	
0

	
1.6 ± 1.5




	
Average Response Duration by males

	
0

	
6.9 ± 2.9

	
0

	
6.8 ± 3.1

	
0

	
3 ± 1.4




	
Average Response Duration by females

	
5.3 ± 1.9

	
4.3 ± 2.1

	
4.8 ± 0.9

	
7.6 ± 2.7

	
1

	
5.3 ± 2.9
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