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How people work to obtain a reward depends on the context of the reward delivery,
such as the presence/absence of competition and the contingency of reward delivery.
Since resources are limited, winning a competition is critically important for organisms’
obtaining a reward. People usually expect ordinary performance-reward contingency,
with better performers obtaining better rewards. Unordinary reward contingency, such as
egalitarianism (equal rewards/no-rewards to both good and poor performers), dampens
people’s motivation. We previously reported that monkeys were more motivated, and
neurons in the lateral prefrontal cortex (LPFC) showed higher outcome-related activity
in a competitive than in a noncompetitive game (Hosokawa and Watanabe, 2012).
However, monkey’s behavior and LPFC neuronal activity have not been examined in
a competitive situation with an unordinary performance-reward contingency. Also, the
fixed performance-reward contingency in the previous study did not allow us to examine
effects of win/loss separately from those of reward/no-reward on prefrontal neuronal
activity. Here, we employed the egalitarian competitive situation in which both the
winner and loser, or neither of them, got a reward as well as the normal competitive
situation in which only the winner got a reward. Monkey’s behavioral performance
greatly deteriorated in trials with the egalitarian outcome conditions. LPFC neurons
showed activities that reflected the normal or egalitarian outcome condition while very
few neurons coded win/loss independent of reward/no-reward. Importantly, we found
neurons that showed reward-related activity in the normal, but not in the egalitarian
outcome conditions, even though the same reward was given to the animal. These
results indicate that LPFC may play an important role in monitoring the current reward
contingency and integrating it with the performance outcome (win-loss) for better
performing the competitive game, and thus for better survival.

Keywords: egalitarian reward-contingency, prefrontal cortex, monkey, neuron, competition, game

Introduction

How people work to obtain a reward depends not only on its quality and quantity, but also on
the context of its delivery, such as the presence or absence of competition and the contingency of
reward delivery. Since resources are limited in the natural environment, competition is inevitable,
and competing successfully is critically important for animal’s obtaining a reward. In everyday life,

Frontiers in Neuroscience | www.frontiersin.org 1

May 2015 | Volume 9 | Article 165


http://www.frontiersin.org/Neuroscience
http://www.frontiersin.org/Neuroscience/editorialboard
http://www.frontiersin.org/Neuroscience/editorialboard
http://www.frontiersin.org/Neuroscience/editorialboard
http://www.frontiersin.org/Neuroscience/editorialboard
http://dx.doi.org/10.3389/fnins.2015.00165
http://www.frontiersin.org/Neuroscience
http://www.frontiersin.org
http://www.frontiersin.org/Neuroscience/archive
https://creativecommons.org/licenses/by/4.0/
mailto:watanabe-ms@igakuken.or.jp
http://dx.doi.org/10.3389/fnins.2015.00165
http://journal.frontiersin.org/article/10.3389/fnins.2015.00165/abstract
http://community.frontiersin.org/people/u/117236
http://community.frontiersin.org/people/u/19109

Hosokawa and Watanabe

Egalitarian reward contingency in competition

people usually expect ordinary performance-reward contingency,
with better performers receiving better rewards (e.g., money,
fame, and acknowledgment). Unordinary reward contingency,
such as egalitarianism (equal rewards/no-rewards to both good
and poor performers), dampens people’s motivation (Friedman
and Friedman, 1990; Fehr and Schmidt, 1999). We previously
reported that monkeys were more motivated to play a game to
obtain a reward in the competitive situation, where two monkeys
competed against each other in a shooting game, than in the
noncompetitive situation, where one monkey played the game
without a rival, and that a group of LPFC neurons showed
higher outcome-related activity in the competitive situation
(Hosokawa and Watanabe, 2012). Reward-related neuronal
activities of the prefrontal cortex are reported to reflect the social
context regarding whether an individual’s task performance is
associated with only the individual’s own reward or with both
the individual’s and a task-uninvolved partner’s rewards (Azzi
et al, 2012; Chang et al., 2012). However, it has not been clear
how unordinary reward contingency, such as egalitarian reward
contingency, affects monkey’s behavior and LPFC neuronal
activity in competitive situations.

In the previous study the performance-reward contingency
was fixed: winning and losing a competition always led to
the presence and absence of a reward, respectively. Thus, we
were unable to examine effects of the performance outcome
(win-loss) separately from those of the presence/absence of
the reward on prefrontal neuronal activity. Prefrontal neurons
are known to code the correctness of one’s own response
(Watanabe, 1989) independent of the presence/absence of the
reward. Also, a group of prefrontal neurons selectively encode
others” action (Yoshida et al., 2011). So, we were also interested
in examining whether prefrontal neurons are concerned with
coding reward-independent performance outcome; whether they
code the winning or losing of the game independent of the
presence/absence of the reward.

To address these questions, we used a competitive video
game with egalitarian outcome conditions, in which both the
winner and loser or neither of them received a reward, besides
the game with a normal outcome condition, in which only the
winner received a reward. In the egalitarian outcome conditions,
winning and losing experiences were independent of the presence
and absence of a reward. We predicted that the egalitarian reward
contingency in competition would greatly affect the monkey’s
behavior and hypothesized that LPFC neurons would play
important roles in distinguishing the context of reward delivery
between the normal and egalitarian reward contingencies in
competition. We also predicted that there would be LPFC
neurons that code the win/loss of the game independent of the
presence/absence of the reward.

Materials and Methods

Animal Subjects

We used three Japanese macaques (Macaca fuscata): monkey
H, 7.1kg; monkey S, 6.4kg; and monkey P, 8.2kg). The same
monkeys were used in the previous study (Hosokawa and
Watanabe, 2012). All experiments were conducted in accordance

with the National Academies Press (USA) guidelines for animal
experiments and were approved by the ethics committee of our
institute. During the experiments, which were conducted on
weekdays, the monkeys obtained all of their fluid by playing
games, whereas they were given free access to water during the
weekend.

Competitive Shooting Game with Normal and
Egalitarian Outcome Conditions

Two monkeys faced a computer monitor (LCD-AD193VB, I-O
Data, Ishikawa, Japan), arranged at an angle so that they could
see each other (Figure 1A). In front of each were a horizontally
protruding joystick (40JBK-YO-20R2G, Sakae Tsushin Kogyo
Co., LTD., Kanagawa, Japan) and a button (OBSA-60UM, Sanwa
Denshi Co., LTD., Osaka, Japan) (Figure 1C). When both of the
monkeys pushed their own button, a trial started and two colored
triangles (white and yellow) appeared on the left and right sides of
the monitor, facing each other (Figure 1D). Each of the triangles
represented a turret from which a bullet could be launched in the
direction that the joystick was tilted. A bullet was launched when
the tilt angle of the joystick exceeded a threshold (22.5 degrees
from the neutral position). The trajectory of each bullet was linear
and could not be changed after the bullet was launched. Because
the skill of playing the games was different among monkeys, the
speed of the bullet was tailored for each monkey in the range
between 25 and 33 degrees/s to keep the winning rate about 50%.
We trained the monkeys to tilt the joystick and shoot at the turret
(target) on the other side. Once the monkey shot a bullet, another
bullet could not be launched until the first bullet went out of
view. The color of the turret was fixed for each monkey: white for
monkeys H and S, and yellow for monkey P. The positions of the
turrets were randomly selected from top, middle, or bottom, and
left or right (Figure 1D). These positions changed from trial to
trial but were fixed within a trial. When a monkey hit the target, a
1-s beep was presented and followed or not followed by a reward.
The beep was always the same irrespective of which monkey won
the game. During the beep, the winner’s turret flashed on and
off, and the loser’s turret vanished gradually (it looked like it was
collapsing). The monkeys had to push the button to advance to
the next trial after a trial of competition finished (after a bullet
hit the target). To ensure that both monkeys were motivated to
play the game, the next trial did not start until both monkeys
had pushed the button. The inter-trial interval (ITI) differed
depending on the monkey’s button-pushing response time but
was set to be greater than 2s.

The monkey that made the first successful shot (hitting the
target) was the winner, but whether or not the monkeys would
obtain a reward was determined not only by which monkey won
the competition but also by the trial condition indicated by the
background color of the monitor (Figure 1B). When it was black,
the winner got a reward (0.3 ml of grape juice) and the loser did
not get any reward (W+L— trials, normal competitive reward
condition). When it was green, both the winner and the loser
got a reward (W-+L+- trials, egalitarian reward condition). When
it was blue, neither the winner nor the loser got any reward
(W—L— trials, egalitarian no-reward condition). In W—L— trials,
to advance to the next trial, the current trial had to be terminated
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FIGURE 1 | The competitive video game. (A) Schematic diagram of the
game. Each monkey shot bullets from the turret (triangle) of its color, which
was fixed for each monkey. The lines from the turrets represent the trajectories
of the bullets and did not appear in the actual game. (B) Three types of trials
used in this study: Win+Lose—, Win+Lose+, and Win—Lose- trials. In
Win+Lose— trials (black background), the winner got a reward and the loser
did not. In Win+Lose+ trials (green background), both the winner and the
loser got a reward. In Win—Lose— trials (blue background), neither the winner
nor the loser got a reward. (C) Experimental setup. There was a joystick and a
button in front of each monkey. Monkeys shared one PC monitor. (D) Position
and spatial configuration of the turrets. The turret positions were randomly
selected from top, middle, or bottom, and left or right. These positions
changed from trial to trial, but they were fixed within a trial. Open triangles
represent possible positions at which turrets could appear. (E) Time course of
the competitive shooting game and the analysis periods. ITl, Intertrial interval.

by either monkey’s winning response. These three types of trials
were intermingled and randomly presented in the same session.
When neither monkey won the competition within 25s, that
trial was terminated and the condition of the next trial was the
same. During the training phase, we also tried to get the monkeys
to play the game in a purple-background condition where the
winner got no reward and the loser got a reward (W-L+ trials,
where the monkeys had to lose the game to obtain a reward). We
were, however, not successful - the monkeys refused to play the
game.

The monkeys also played the normal competitive and
noncompetitive games that were used in the previous study
(Hosokawa and Watanabe, 2012). The normal competitive game
was almost the same as W+L— trials except that a white or
yellow cross, instead of a flashing turret and gradually vanishing

one, was presented on the monitor during the beep. In the
noncompetitive game, the monkey played the game without a
rival. The monkeys played these games in separate sessions.

Surgery

After the training was completed, surgery was conducted in
sterile conditions. The monkey was surgically prepared under
sodium pentobarbital anesthesia (20 mg/kg body weight, i.v.).
A stainless steel recording chamber (20 x 20 mm square) was
implanted as a microdrive receptacle on the skull stereotaxically
over the prefrontal cortex, and a head-restraining device (15 mm
in diameter) was attached to the skull with dental acrylic. The
monkey was given antibiotics every day for a week after the

surgery.

Recordings

For technical reasons, we recorded neuronal activity in the
monkey positioned to the left of the other one. Single-
neuron activity in the LPFC was recorded extracellularly using
tungsten electrodes (2.0-8.0 M2, FHC, Bowdoinham, ME).
An electrode was advanced with a hydraulic microdrive (MO-
95C, Narishige, Tokyo, Japan) through a stainless steel guide
tube. Neuronal activities were converted into pulses using a
spike waveform detector (Multispike Detector, Alpha Omega
Engineering, Nazareth, Israel). We recorded activity in the right
hemisphere of monkey S and in both hemispheres of monkey
H while they were playing the games. Monkey P was always
the competitor for monkeys H and S, which never competed
against each other because both of them were trained with the
same turret color (white). The recording area covered both the
dorsal and ventral banks of the principal sulcus (Figure 8A),
and was determined in reference to magnetic resonance images
(whole-brain coverage, slice thickness 2mm, Siemens, Sonata
1.5T).

We monitored the eye position of monkeys H and S with
an infrared eye-camera system (sampling rate, 4 ms; R-22C-1,
ISEYO Electronic, Tokyo, Japan), but did not restrict or control
their eye movements.

Statistical Analysis
We used the first-shot hit rate (the ratio of the number of trials in
which the first shot was successful to the total number of trials)
as a measure of the accuracy of hitting, used the latency from the
start of each trial to the time of the first bullet shot as a measure
of the quickness of shooting, and compared them among the
trial types (Bonferroni-corrected two-tailed t-test, p < 0.05). In
the calculation of the first-shot hit rate, “loss” trials in which the
bullet was launched in the right direction and would have hit the
target if it had been launched earlier were considered successful.

We analyzed neuronal data in relation to winning/losing a
competition, as well as the presence/absence of a reward. We
examined the neuron activity in two periods: that during the
1000 ms before the reward delivery (pre-reward period), and that
during the 1000 ms after the reward delivery (post-reward period,
Figure 1E).

We used stepwise multi-linear regression with 10 possible
explanatory variables: (1) Reward factor (presence of reward: 1,
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absence of reward: —1), (2) Win/Lose factor (won: 1, lost: —1),
(3) the interaction between the reward and win-lose factors
(Reward x Win/Lose factor), (4) background color factor for
black (Black factor, black trials: 1 other trials: 0), (5) background
color factor for green (Green factor, green trials: 1 other trials:
0), (6) background color factor for blue (Blue factor, blue trials:
1 other trials: 0), (7) the interaction between the Win/Lose and
Black factors (Win/Lose x Black), (8) the interaction between
the Win/Lose and Green factors (Win/Lose x Green), (9) the
interaction between the Win/Lose and Blue factors (Win/Lose x
Blue), and (10) the latency of the first shot (First shot factor). If
a neuron fitted a regression model in both analysis periods, we
used the result in the period in which the Akaike Information
Criterion (AIC) was smaller.

For the neurons that were recorded in both the competitive
and noncompetitive games that were used in the previous study
(Hosokawa and Watanabe, 2012), we analyzed the neuronal data
by two-way ANCOVA (competition and reward factors). Details
are provided elsewhere (Hosokawa and Watanabe, 2012).

Results

Monkey Behavior in Trials with Normal and
Egalitarian Outcome Conditions

We found significant behavioral differences in accuracy and
quickness of the first shot between the trial types: the monkeys
performed more accurately and quickly in Win+Lose— (W-+L—)
trials than in Win+Lose+ (W+L+) and Win—Lose— (W—L—)
trials. The hit rate for the first shot (the ratio of the number
of trials in which the first shot was successful to the total
number of trials) was significantly higher in W+L— trials than
in the other trials (Figure 2A; Bonferroni-corrected, two-tailed
t-test, p < 0.05). We did not find a significant difference
in the hit rates between W+L+ and W—L— trials in either
monkey (Figure 2A; Bonferroni-corrected, two-tailed ¢-test, p >
0.05). The latency of the first shot was shortest in W+L— and
longest in W—L— trials in all monkeys (Figure 2B, Bonferroni-
corrected t-test, P < 0.05), although there was no significant
difference between W+L— and W+L+ trials in two monkeys,
or between W+L+ and W—L— trials in one monkey. These
findings suggest that the monkey’s motivation was higher in trials
with the normal competitive reward condition (i.e., when they
had to win to obtain a reward) than in trials with the egalitarian
outcome conditions (i.e., when the presence/absence of reward
was independent of winning or losing).

We also examined eye positions in the two monkeys during
the game. Figure3 shows the percentage of time that each
monkey looked at each section inside and outside the monitor.
In the pre-reward period, the monkeys looked significantly more
at the left and right parts of the monitor, probably because they
looked at their own or their opponent’s turret to check which
of them had won the competition. In the post-reward period,
they looked significantly more at the upper part of the monitor
when they received a reward (i.e., won in W+L— trials and won
or lost in W+L+ trials) and in the right and lower directions
outside the monitor when they did not receive a reward (i.e., lost
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z 1.0f ——/——
.
o
S =
-0
o C
T
0B
£s
Q
S= o 0.5 :
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FIGURE 2 | Behavioral data in the competitive game. (A) Hit rate for the
first shot (mean 4 SEM). Data were normalized by the arcsine transformation
before statistical analyses. One-Way ANOVA demonstrated significant
differences in the first-shot hit rate among the three types of trials [monkey H,
Flo, 204y = 488.2,p < 10793; monkey S, Fo, 4a71y=61.7,p < 10~23; monkey
P, Fio, 768) = 120.8, p < 10745]. Post hoc paired comparisons were
conducted using a Bonferroni-corrected two-tailed t-test ("o < 0.05). Monkey
H, n = 99; Monkey S, n = 158; Monkey P, n = 257. (B) Latency of the first
shot (mean + SEM). Means of the median in each session were compared
among the trial types. One-Way ANOVA demonstrated significant differences
in latency among the three types of trials [monkey H, F(2‘ 294) = 53.4,

p < 10719, monkey S, Fo, 471y =160.2,p < 10~23; monkey P,

Fo. 768) = 105.9, p < 10740]. Post-hoc paired comparisons were conducted
using a Bonferroni-corrected two-tailed t-test (o < 0.05). Monkey H, n = 99;
Monkey S, n = 158; Monkey P, n = 257.

in W+L— trials and won or lost in W—L— trials). During the
inter-trial period, there was no tendency for the monkeys to look
at specific parts of the monitor. When the monkey did not obtain
the reward, it appeared to look at the opponent to check whether
the opponent had received a reward, since the opponent was
located in the direction of the right lower corner of the monitor.
These results indicate that each monkey paid attention to the
other monkey when it did not receive a reward.

Neuronal Responses Explained by Stepwise
Regression

We obtained a sufficient number of trials for statistical analyses
of the activity of 257 neurons (99 in monkey H and 158 in
monkey S), and we analyzed their responses during pre- and
post-reward periods by stepwise linear regression analysis with
10 explanatory factors (see Materials and Methods and Table 1).
The responses of most neurons (238/257, 92.6%) were explained
by these 10 factors. We subclassified each type of neuron into
positive and negative types depending on whether the beta value
of the corresponding factor was positive or negative (Table 1).

A substantial number of LPFC neurons showed significantly
higher activity in the presence or absence of reward only
in trials with the normal competitive reward condition
(Win/Lose x Black type, n = 48). The neuron in Figure 4A
(positive Win/Lose x Black type) showed a reward-related
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FIGURE 3 | Percentage of time that the monkey gazed at each 5 x 5 sections in total). The percentage of total gaze time is shown in
section inside and outside the monitor during the analysis periods. (A) grayscale separately for won and lost trials. The cyan square represents the
pre-reward, (B) post-reward periods. For each analysis period, we calculated area of the monitor. A magenta asterisk indicates that the gaze duration in
the percentage of total time that the monkey looked at each section inside that section was significantly longer than that calculated from randomized
the monitor (divided into 3 x 3 sections) and outside the monitor (resulting in data (bootstrap method, p < 0.05, 1000 randomizations).

TABLE 1 | Number of neurons selected for each factor in the stepwise
regression.

Type Subtype Pre-reward Post-reward Either Total

period period period number

1 Reward Positive 22 14 36 91
Negative 21 34 55

2 Win/Lose Positive 5 3 8 21
Negative 8 5 13

3  Reward x Positive 8 3 1 18
Win/Lose Negative 4 3 7

4 Black Positive 16 6 22 31
Negative 6 3 9

5 Green Positive 8 9 17 33
Negative 10 6 16

6 Blue Positive 11 13 24 68
Negative 36 8 44

7 Win/Lose x Positive 18 3 21 48
Black Negative 14 13 27

8  Win/Lose x Positive 9 2 11 20
Green Negative 6 3 9

9  Win/Lose x Positive 6 5 1 19
Blue Negative 4 4 8

10 First shot Positive 9 10 19 28
latency Negative 3 6 9

Note that some neurons were classified into two or more types.

response in the post-reward period. The reward-related response
in WHL— trials was much higher than that in W+L+ trials,
even though the monkey received the same reward in these trials,
suggesting that the response of this neuron did not simply reflect

a reward delivery. The response of the neuron in Figure 4B
(negative Win/Lose x Black type) was much higher in W+L—
trials than that in W—L— trials when there was no reward.
Many LPFC neurons reflected the normal/egalitarian reward
contingency indicated by the background color irrespective of
whether the monkey won or lost a competition: Black (W+L—,
n = 31), Green (W+L+, n = 33), and Blue (W—L—, n = 68)
types. The neuron in Figure 4C (positive Black type) showed
higher activity during the pre-reward period in W+L— trials
than in W+L+ and W—L— trials. The neuron in Figure 4D
(negative Green type) showed lower activity in W+L+- trials than
in W4+L— and W—L— trials. The neuron in Figure 4E (positive
Blue type) showed higher activity in W—L— trials than in W+L—
and W+L+ trials. Also many LPFC neurons showed activity
depending on the presence or absence of the reward: Reward type
neurons (n = 91). The neuron in Figure 4F (negative Reward
type) showed higher activity in no-reward trials during the post-
reward period. However, the same neuron showed differential
no-reward activity between the competitive and noncompetitive
games, which were the game conditions used in the previous
study (Hosokawa and Watanabe, 2012) (Figure 5). Among 78
Reward type neurons that we were able to record in both the
competitive and noncompetitive conditions, 42 (53.8%) showed
differential outcome-related activity between the competitive and
noncompetitive conditions (the main effect of competition in
Two-Way ANCOVA, p < 0.05. see Materials and Methods),
suggesting that the activity of these neurons did not simply reflect
the presence or absence of the reward.

In both the pre- and post-reward periods the percentage
of neurons coding either of the Win/Lose x Black, Green,
Blue, or Reward factors (both positive and negative subtypes)
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FIGURE 4 | Examples of LPFC neurons that showed differential
activity depending on the trial type. (A) positive Win/Lose x Black, (B)
negative Win/Lose x Black, (C) positive Black, (D) negative Green, (E) positive
Blue, and (F) negative Reward type neurons (“positive” and “negative”
indicate neurons with positive and negative beta values, respectively. See
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Materials and Methods). The left vertical line in each display indicates the
time of a hit by either monkey. The right vertical line indicates either the time
of a reward delivery (reward trials) or 1 s after a hit (no-reward trials). Each
shaded area indicates the period when the typical activity of each type was
observed. H, Hit; R, reward delivery; NR, 1s after a hit.

was significantly higher than that calculated from randomized
data (Figure 6, binomial test, p < 0.05; 1000 randomizations).
Likewise, the percentage of neurons coding the Black factor (only
positive subtype) was significantly higher than that calculated
from randomized data in the pre-reward period (Figure 6,
binomial test, p < 0.05; 1000 randomizations). In other words,
there were more neurons of these types than would be expected
by chance. Neuronal responses of Win/Lose x Black, Black,
and Blue types were more frequent during the pre- than post-
reward period (chi-squared test, p < 0.05, Figure 6 and Table 1).
This may be because the information about whether the reward
contingency was normal or egalitarian was more important for
the monkeys before than after the reward delivery. Some neurons
were classified into two or more types, but we did not find any
tendency for neurons to concurrently encode two (or more)

specific factors (chi-squared test, p > 0.05; Figure 7 and Table 1).
There was no clear segregation of any type of neurons in the
LPFC (Figures 8B,C).

Discussion

This study showed that a monkeys behavior and prefrontal
neuronal activity depend on whether the reward contingency
is normal or egalitarian. The monkey’s behavioral performance
deteriorated in trials with the egalitarian outcome conditions.
In W—L— trials, where winning the game had nothing to do
with obtaining a reward, it is reasonable that the monkeys lost
their motivation: they were not eager to win the game and might
even have wished for the opponent to win and terminate the
trial. Interestingly, their motivation was also reduced in W+L+
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FIGURE 5 | Activity of a Reward type neuron in competitive and
noncompetitive games. This is the same neuron as in Figure 4F. This
neuron showed higher no-reward-related activity in the competitive than in the
noncompetitive game.

trials even though they could obtain a reward by winning a
competition. The situation in W+L+ trials, where there was
no need for the monkeys to compete to obtain a reward, may
have been like social loafing, in which people exert less effort to
achieve the goal when they work in groups than when they work
alone (Karau and Williams, 1993). These results indicate that an
egalitarian outcome (rewarded or unrewarded) in competition
reduces monkeys’ motivation.

The analysis of monkey gaze shifts indicated that each monkey
paid attention to the rival when the monkey did not receive a
reward (Figure 3). Considering behavioral studies indicating that
non-human primates care about what the other subject obtained
(Brosnan and De Waal, 2003; Brosnan et al., 2005; Chang et al.,
2011; Azzi et al,, 2012), monkeys in the present study appeared to
be interested in whether or not the opponent obtained a reward.

As behavioral performance differed between the normal and
egalitarian reward contingencies in competition, so did activities
of LPFC neurons. Black (W+L—) type and Win/Lose x Black
type neurons showed activities reflecting the normal competitive
reward condition. Previous studies found that LPFC neurons
show context-dependent activities (White and Wise, 1999; Wallis

et al., 2001; Watanabe et al., 2002; Amemori and Sawaguchi,
2006a; Kennerley and Wallis, 2009b), which are related to coding
cognitive and/or motivational context information. Since Black
type neurons did not distinguish the presence or absence of a
reward, they may be concerned with monitoring the current
normal competitive reward contingency. Win/Lose x Black
type neurons, on the other hand, may be concerned with
integrating the reward information (the presence or absence
of a reward) with the current normal competitive reward
contingency. Another possibility for Win/Lose x Black type
neurons is that they may reflect the utility (subjective value) of the
reward. Our behavioral data (Figure 2) indicates that the reward
value in W+L— trials, where the monkey was highly motivated to
win the competition, might be higher than that in W+L+- trials.
LPFC neurons are known to show differential activity depending
on whether or not a monkey expects and/or obtains a more
preferable reward (Watanabe, 1996; Leon and Shadlen, 1999;
Hikosaka and Watanabe, 2000; Amemori and Sawaguchi, 2006a;
Ichihara-Takeda and Funahashi, 2008; Kim et al., 2008), and
depending on whether or not a monkey anticipates the absence
of a more preferable reward (Watanabe et al., 2002). Thus,
the activity of Win/Lose x Black type neurons may reflect the
heightened value of the reward in W+L— trials. Different from
egalitarian reward (Green and Blue) trials where the monkey
surely could or could not obtain a reward, the monkey was
unsure whether it would receive a reward in Black trials. Thus,
there is also a possibility that Win/Lose x Black neurons reflect
uncertainty in obtaining the reward, or reward prediction error.

Green (W+L+) and Blue (W—L—) type neurons showed
activities reflecting the egalitarian reward conditions. As Black
(W+L—) type neurons may be concerned with monitoring
the current normal competitive reward contingency, Green
(W+L+) and Blue (W—L—) type neurons may be involved in
monitoring the current egalitarian reward contingency regarding
whether both the winner and loser (W+L+- trials) are given a
reward, or neither of them is (W—L— trials) (Figures 4D,E). In
egalitarian-outcome trials, the monkeys may prefer to wait for
the competitor to win the game and then terminate the current
unpreferred trial. Even in these trials, however, the monkeys
overcame the tendency to simply wait for the competitor to
win and tried to shoot the target, although they responded
with slower and less accurate performance. Indeed, in W+L+
trials it was more advantageous for the monkey to obtain the
reward much earlier by winning rather than by waiting for the
competitor to win. In W—L— trials, if neither monkey won the
game, the next trial was the same W—L— trial. To terminate the
current W—L— trial and to advance to the next trial as quickly
as possible, it was also more advantageous for the monkey to
win the game than simply wait for the competitor to win. Thus,
in our study it was better for the monkeys to cope with the
inconvenient situation by overcoming the tendency to simply
wait for the competitor to win. Green and Blue type neurons
may be concerned with facilitating the monkey’s behavior to cope
with these inconvenient conditions by monitoring the current
egalitarian outcome contingency.

Reward type neurons responded when the monkey received a
reward (positive subtype) or when there was no reward (negative
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FIGURE 7 | Percentage of neurons coding each factor
concurrently with Win/Lose x Black, Black, Green, Blue, and
Reward factors, respectively, in the stepwise regression. For

= 10 Win/Lose x Black Reward

S 1. Reward

2 2. Win/Lose

o 30 3. Reward x Win/Lose
3 4. Black (W+/L-)

= 20 5. Green (W+/L+)

o

° 6. Blue (W-/L-)

> 7. Win/Lose x Black
2 10 8. Win/Lose x Green
3] A 9. Win/Lose x Blue
o 0LE m OamVA_ o, 10. First shot latency
o 12345678910 123456738910

~ Black Green Blue

X 40

(2]

c

o 30

>3

o

C

5 20

[0}

()]

£ 10

C

8

6 0 H--N/A —. || | - NIA-Hr—l = NiA

o 123456738910 12345673891 12345678910

Factors in stepwise regression

example, about 4% of neurons were selected for both Reward and
Black factors (1 in the panel for Black). Conventions are the same as
in Figure 6.

subtype) irrespective of whether the reward contingency was
normal or egalitarian. However, they may be concerned not
only with the presence or absence of the reward but also
with whether the current situation was competitive or not,
because many of them showed differential activity between the
competitive and noncompetitive games (Figure 5). Thus, they
may be concerned with integrating two types (reward/no-reward
and competition/noncompetition) of information.

Since there are prefrontal neurons that code the correctness
of ones own response (Watanabe, 1989), we expected to
find neurons that exclusively code the performance (win-loss)
outcome (ie., neurons with significant for Win/Lose factor

only). Contrary to our expectation, the percentage of such
kind of neurons was not significantly higher than that from
randomized data. Thus, LPFC neurons that were concerned
with coding the performance outcome (such as Win/Lose x
Black type neurons) appear to be also involved in processing the
information regarding the presence or absence of the reward.
In the study of Watanabe (1989), LPFC neurons that coded the
correctness of one’s own response were tested in the condition
where the reward was not given at the time of the correct
response, but was given 1.5s after the response. Thus, these
correctness-coding LPFC neurons may reflect also the expected
reward that would be given later. It is speculated that LPFC
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resonance images. Red crosses, black squares, green triangles, blue circles,
and magenta plus signs represent Win/Lose x Black, Black, Green, Blue, and
Reward type neurons, respectively. There were no biases in the recorded
areas for each type of neuron across four parts separated by the dorsal and
ventral parts from the principal sulcus and the anterior and posterior parts
from AP 35 (chi-squared test, p > 0.05). The vertical dashed line represents
AP 35. AS, arcuate sulcus; PS, principal sulcus.

neurons that appear to be exclusively concerned with cognitive
operations may also play some important roles in processing
reward information whenever monkeys work for reward. In our
study, most of LPFC neurons were concerned with the current
context: whether the current reward contingency was normal
or egalitarian (Win/Lose x Black, Black, Green, and Blue type
neurons) or whether the reward was given or not (Win/Lose X
Black and Reward type neurons). Thus, LPFC neurons appear
to code the performance (win-loss) outcome in conjunction
with the current context of reward contingency. The result is
consistent with the previous studies indicating that the LPFC is
concerned with both cognitive (such as rule) and motivational
context (White and Wise, 1999; Wallis et al., 2001; Watanabe
et al., 2002; Amemori and Sawaguchi, 2006a,b; Ichihara-Takeda
and Funahashi, 2008; Kennerley and Wallis, 2009b).

What should be done in future studies is to study, using the
same paradigm, neuronal activity in other brain regions such
as the medial prefrontal cortex, which is implicated in social
functions (Decety et al., 2004; Zink et al., 2008; Marsh et al., 2009;
Zahn etal., 2009; Tricomi et al., 2010). It is reported that monkeys
pay attention to other individuals’ actions and that a group of
medial frontal neurons selectively encode others action (Yoshida
et al,, 2011). And, in a socially interactive situation, monkey
striatum neurons are reported to show reward-related differential
activity depending on whether the reward was caused by the
individual’s own action or a partner’s action (Baez-Mendoza
et al., 2013). Eye position data (Figure 3) of the present study
suggest that, the monkeys may have been interested in whether
the reward delivery was caused by its own hitting response or
by the competitor’s in Green (W+L+) trials. Likewise, they
may have been interested in whether or not the absence of a

reward was caused by the competitor’s hitting response in Blue
(W—L—) trials. Since competition is inevitable in the natural
environment, competing successfully is critically important for
animal’s survival. By comparing neuronal properties among
different brain regions, or by applying transcranial magnetic
stimulation or transcranial direct current stimulation to brain
areas that are related to social behavior, we would be able to better
understand the neural circuits that are involved in competitive
behaviors.

In summary, our results indicate that egalitarian reward
contingency in a competition affects a monkey’s behavior and
LPFC neuronal activity. These results are consistent with the
evidence that the LPFC is concerned with reward (Watanabe,
1996; Kennerley and Wallis, 2009a,b; Kennerley et al., 2009),
social (Zink et al., 2008; Fujii et al, 2009; Hosokawa and
Watanabe, 2012) and context (White and Wise, 1999; Wallis
et al., 2001; Watanabe et al., 2002; Amemori and Sawaguchi,
2006a,b; Ichihara-Takeda and Funahashi, 2008; Kennerley and
Wallis, 2009b) information, and they indicate that the LPFC
may play an important role in monitoring the current reward
contingency and in integrating it with the performance (win-loss)
outcome to better adapt to competitive situations, and thus for
better survival.

Acknowledgments

We thank Dr. K. Tsutsui for helpful comments. The work
was supported by a Grant-in-Aid for Scientific Research
from the Ministry of Education, Culture, Sports, Science, and
Technology of Japan to MW (B:22330205 and S:22220003 and
S:24223004).

Frontiers in Neuroscience | www.frontiersin.org

May 2015 | Volume 9 | Article 165


http://www.frontiersin.org/Neuroscience
http://www.frontiersin.org
http://www.frontiersin.org/Neuroscience/archive

Hosokawa and Watanabe

Egalitarian reward contingency in competition

References

Amemori, K., and Sawaguchi, T. (2006a). Contrasting effects of reward expectation
on sensory and motor memories in primate prefrontal neurons. Cereb. Cortex
16, 1002-1015. doi: 10.1093/cercor/bhjo42

Amemori, K., and Sawaguchi, T. (2006b). Rule-dependent shifting of sensorimotor
representation in the primate prefrontal cortex. Eur. J. Neurosci. 23, 1895-1909.
doi: 10.1111/.1460-9568.2006.04702.x

Azzi, J. C., Sirigu, A., and Duhamel, J. R. (2012). Modulation of value
representation by social context in the primate orbitofrontal cortex. Proc. Natl.
Acad. Sci. U.S.A. 109, 2126-2131. doi: 10.1073/pnas.1111715109

Baez-Mendoza, R., Harris, C. J., and Schultz, W. (2013). Activity of striatal
neurons reflects social action and own reward. Proc. Natl. Acad. Sci. U.S.A. 110,
16634-16639. doi: 10.1073/pnas.1211342110

Brosnan, S. F., and De Waal, F. B. (2003). Monkeys reject unequal pay. Nature 425,
297-299. doi: 10.1038/nature01963

Brosnan, S. F., Schiff, H. C., and De Waal, F. B. (2005). Tolerance for inequity may
increase with social closeness in chimpanzees. Proc. Biol. Sci. 272, 253-258. doi:
10.1098/rspb.2004.2947

Chang, S. W., Gariepy, J. F., and Platt, M. L. (2012). Neuronal reference frames
for social decisions in primate frontal cortex. Nat. Neurosci. 16, 243-250. doi:
10.1038/nn.3287

Chang, S. W., Winecoff, A. A, and Platt, M. L. (2011). Vicarious reinforcement
in rhesus macaques (macaca mulatta). Front. Neurosci. 5:27. doi:
10.3389/fnins.2011.00027

Decety, J., Jackson, P. L., Sommerville, J. A., Chaminade, T., and Meltzoff,
A. N. (2004). The neural bases of cooperation and competition: an fMRI
investigation. Neuroimage 23, 744-751. doi: 10.1016/j.neuroimage.2004.05.025

Fehr, E,, and Schmidt, K. M. (1999). A theory of fairness, competition, and
cooperation. Q. J. Econ. 114, 817-868. doi: 10.2307/2586885

Friedman, M., and Friedman, R. D. (1990). Free to Choose: A Personal Statement.
Boston, MA: Houghton Mifflin Harcourt Trade & Reference Publishers.

Fujii, N., Hihara, S., Nagasaka, Y., and Iriki, A. (2009). Social state representation
in prefrontal cortex. Soc. Neurosci. 4, 73-84. doi: 10.1080/17470910802
046230

Hikosaka, K., and Watanabe, M. (2000). Delay activity of orbital and lateral
prefrontal neurons of the monkey varying with different rewards. Cereb. Cortex
10, 263-271. doi: 10.1093/cercor/10.3.263

Hosokawa, T., and Watanabe, M. (2012). Prefrontal neurons represent winning
and losing during competitive video shooting games between monkeys.
J. Neurosci. 32, 7662-7671. doi: 10.1523/J]NEUROSCI.6479-11.2012

Ichihara-Takeda, S., and Funahashi, S. (2008). Activity of primate orbitofrontal
and dorsolateral prefrontal neurons: effect of reward schedule on task-related
activity. J. Cogn. Neurosci. 20, 563-579. doi: 10.1162/jocn.2008.20047

Karau, S. ], and Williams, K. D. (1993). Social loafing: a meta-analytic
review and theoretical integration. J. Pers. Soc. Psychol. 65, 681-706. doi:
10.1037/0022-3514.65.4.681

Kennerley, S. W., Dahmubed, A. F., Lara, A. H., and Wallis, J. D. (2009). Neurons
in the frontal lobe encode the value of multiple decision variables. J. Cogn.
Neurosci. 21, 1162-1178. doi: 10.1162/jocn.2009.21100

Kennerley, S. W., and Wallis, J. D. (2009a). Evaluating choices by single neurons
in the frontal lobe: outcome value encoded across multiple decision variables.
Eur. J. Neurosci. 29, 2061-2073. doi: 10.1111/j.1460-9568.2009.06743.x

Kennerley, S. W., and Wallis, J. D. (2009b). Reward-dependent modulation of
working memory in lateral prefrontal cortex. J. Neurosci. 29, 3259-3270. doi:
10.1523/JNEUROSCI.5353-08.2009

Kim, S., Hwang, J., and Lee, D. (2008). Prefrontal coding of temporally
discounted values during intertemporal choice. Neuron 59, 161-172. doi:
10.1016/j.neuron.2008.05.010

Leon, M. I, and Shadlen, M. N. (1999). Effect of expected reward magnitude on
the response of neurons in the dorsolateral prefrontal cortex of the macaque.
Neuron 24, 415-425. doi: 10.1016/S0896-6273(00)80854-5

Marsh, A. A., Blair, K. S., Jones, M. M., Soliman, N., and Blair, R. J. (2009).
Dominance and submission: the ventrolateral prefrontal cortex and responses
to status cues. J. Cogn. Neurosci. 21, 713-724. doi: 10.1162/jocn.2009.21052

Tricomi, E., Rangel, A., Camerer, C. F., and O’Doherty, J. P. (2010). Neural
evidence for inequality-averse social preferences. Nature 463, 1089-1091. doi:
10.1038/nature08785

Wallis, J. D., Anderson, K. C., and Miller, E. K. (2001). Single neurons in prefrontal
cortex encode abstract rules. Nature 411, 953-956. doi: 10.1038/35082081

Watanabe, M. (1989). The appropriateness of behavioral responses coded in post-
trial activity of primate prefrontal units. Neurosci. Lett. 101, 113-117. doi:
10.1016/0304-3940(89)90450-3

Watanabe, M. (1996). Reward expectancy in primate prefrontal neurons. Nature
382, 629-632. doi: 10.1038/382629a0

Watanabe, M., Hikosaka, K., Sakagami, M., and Shirakawa, S. (2002). Coding
and monitoring of motivational context in the primate prefrontal cortex.
J. Neurosci. 22, 2391-2400. doi: 10.1523/JNEUROSCI.6479-11.2012

White, I. M., and Wise, S. P. (1999). Rule-dependent neuronal activity in the
prefrontal cortex. Exp. Brain Res. 126, 315-335. doi: 10.1007/5002210050740

Yoshida, K., Saito, N., Iriki, A., and Isoda, M. (2011). Representation of
others’action by neurons in monkey medial frontal cortex. Curr. Biol. 21,
249-253. doi: 10.1016/j.cub.2011.01.004

Zahn, R., Moll, J., Paiva, M., Garrido, G., Krueger, F., Huey, E. D., et al. (2009).
The neural basis of human social values: evidence from functional MRI. Cereb.
Cortex 19, 276-283. doi: 10.1093/cercor/bhn080

Zink, C. F,, Tong, Y., Chen, Q., Bassett, D. S., Stein, J. L., and Meyer-Lindenberg,
A. (2008). Know your place: neural processing of social hierarchy in humans.
Neuron 58, 273-283. doi: 10.1016/j.neuron.2008.01.025

Conflict of Interest Statement: The authors declare that the research was
conducted in the absence of any commercial or financial relationships that could
be construed as a potential conflict of interest.

Copyright © 2015 Hosokawa and Watanabe. This is an open-access article
distributed under the terms of the Creative Commons Attribution License (CC BY).
The use, distribution or reproduction in other forums is permitted, provided the
original author(s) or licensor are credited and that the original publication in this
journal is cited, in accordance with accepted academic practice. No use, distribution
or reproduction is permitted which does not comply with these terms.

Frontiers in Neuroscience | www.frontiersin.org

10

May 2015 | Volume 9 | Article 165


http://creativecommons.org/licenses/by/4.0/
http://creativecommons.org/licenses/by/4.0/
http://creativecommons.org/licenses/by/4.0/
http://creativecommons.org/licenses/by/4.0/
http://creativecommons.org/licenses/by/4.0/
http://www.frontiersin.org/Neuroscience
http://www.frontiersin.org
http://www.frontiersin.org/Neuroscience/archive

	Egalitarian reward contingency in competitive games and primate prefrontal neuronal activity
	Introduction
	Materials and Methods
	Animal Subjects
	Competitive Shooting Game with Normal and Egalitarian Outcome Conditions
	Surgery
	Recordings
	Statistical Analysis

	Results
	Monkey Behavior in Trials with Normal and Egalitarian Outcome Conditions
	Neuronal Responses Explained by Stepwise Regression

	Discussion
	Acknowledgments
	References


